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1IPEJ[UCJIOBUE

B cOopHuKe TpeicTaBIeHbI CTaThH, HATMCAHHBIC IT0 MaTepHUaliaM JIOKJIa 0B,
ClIeJaHHBIX Ha KoH(pepeHnnn «MopdoreHe3 B MHANBUIYAIBHOM U UCTOPUYC-
CKOM Pa3BUTHH: YCTOHYHBOCTH U BapuabeIbHOCThY, TpoxoauBieii B [TaneonTo-
noruyeckoM HHCTUTYTe UM. A.A. bopucska PAH c 21 o 23 anpens 2015 rona.
D710 4-51 U3 mukiIa oprann3oBaHubIx coBmecTHO [IMH PAH n UBP PAH kon-
(hepeHImii, MOCBAIMIEHHBIX MpobieMaM MopdoreHe3a B WHAWNBUAYAIBHOM W
HCTOPUYECKOM pa3BUTHH. OCHOBHAS IIEIb 3TOH, KaK U PEIbIIYITUX KOH(epeH-
Uil — OOMEH MeXy OMOJOramMH pa3BUTHUS U MAJCOHTOJOraMHU Pe3yJbTaTaMu
U UJIesIMH, KaCalONIMMHUCS 3aKOHOMEPHOCTEH U IBOIOLIMHA MOP(OTeHETHUECKUX
MIPOIIECCOB.

Kondepennms 2015 roma Oblra oCBsIIEHa MPOOIEMe YCTOHIUBOCTH U Ba-
puabensHOCTH MOpQOTreHe3a, SIBISIONICHCS OHON M3 KIFOUEBBIX KaK JUIsl OHO-
JIOTUU Pa3BUTHUSI, TaK | JIJIs MTAJICOHTONIOTHU. Ha pe3ynbraTax ee nuccieqoBaHms
OCHOBaHBbI MHOTHE IMOCTPOCHUS 3BOJIOIMOHHOW Teopuu. BrusHue BHENIHEH
CpeAbl U ee TIo0aNbHBIX M3MEHEHWH Ha MPOTEKAaHUE, YCTOMUYMBOCTh M M3ME-
HeHHE MOP(OreHeTHUECKUX MTPOIECCOB SBIISETCS BAXKHBIM II0JIEM COBMECTHOTO
M3Yy4YeHUS MAJICOHTOJIOTUN U SBONIONMOHHON Ononornu pa3BuTus. Ha monarun
YCTOHYMBOCTH U HEYCTOMYMBOCTH ObLIIa OCHOBaHA TEOPUsSI CaMOOpPraHU3AIHH
u paspaboTtaHa Teopus smureHernueckux ganamadpros K. Yognuarrona. Ms-
Y4YCHHE YCTOMYHMBOCTH U BapUaOCIIbHOCTH, HOPMBI U BapHUallUd B OHTOT'CHE3E
W WX B3aHMOCBSI3M C DBOJIIOIIMOHHBIMH TIPOIECCAMH OCTAIOTCS aKTyalbHBIMH
pooOIeMaMul 3BOJTIOIIMOHHON TEOpUH W B HACTOsIICe BpeMs. MOXKHO I 00b-
SICHATHh YCTOWYUBOCTH PAa3BUTHUS TOIBKO TOYHOCTBIO OTAEINBHBIX CTPYKTYPHBIX
JeTanell pa3BUBAOIIEHCS CUCTEMBI, MJIM HA00OpPOT, OHA OOBICHSETCS YCTOM-
YUBOCTHI0 «KOHTYPOB WX B3aUMOJCHCTBHIT», NOIMYCKAIONUX 3HAYUTEIBHEIC
CTENeH! CBOOOBI TMHAMUYECKUX KOMIIOHEHTOB CHCTEMbI — KOPEHHOM BOMpOC
M3yYeHHsI pa3BUBAIOIIETOCS B OHTOTeHe3e WK (rutoreHese opranuzma. OTBeT
Ha 9TOT BOIIPOC MOKET JISKATh B OCHOBE MPOOIEMBI COUETAaHUS OTPaHUYEHHO-
CTH pa3HooOpa3ust MOp(HOTeHEe30B ¢ OECKOHEUHBIM pa3HOOOpa3neM KOHETHBIX
Mopdosornueckux ¢opMm. M3ydeHne 3ToW MPoOIEMBI, B CBOIO OYepeNb, JacT
BO3MOXKHOCTbH MOHSTH MOP(OreHETHIECKYI0 OCHOBY KOHBEPIeHIIMH U TIapaJiie-
JU3Ma, CTOJb IHPOKO PACHPOCTPAHEHHBIX B ABOJIONUH OPraHUYeCKOr0 MHpA.
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CXOICTBO W pa3inyue OPraHU3MOB MOXKET MPOSBISTHCS HE TOJIBKO B MOpQO-
JIOTMYECKUX TPU3HAKAX, HO U B MOJIEKYJISIPHBIX OCOOCHHOCTSIX. Mopdomoru-
YEeCKHUH Mapaiiein3M MIHPOKO PaclpOCTPAHEH B IBOJIOLUN MHOTMX TAKCOHOB.
Ha MonexynsipHOM YpOBHE 3TO SIBJICHHE M3YUCHO IOpa3io MEHbIIE, HO €ro u3-
y4eHHUEe KpaiHe BayKHO JIJIsl pa3pelIeHU s MHOTUX TPOTHBOPEYUH MKy MOpdo-
JIOTUYECKOM M MOJIEKYJIsIpHON cucTeMaTnkoil. Kak cooTHocHTCs mapasienusm
W KOHBEPreHIMs Ha MOP(OIOrHIeckoM M MOJIEKYJISIpHOM ypoBHSIX? OTBeT Ha
9TOT BOMPOC OBLT U OCTAETCSI BECbMa aKTyaJbHBIM JIJIsl 9BOJIOIIMOHHON OHOIIO0-
'Y U CHCTEMaTHKH.

WHuTepecHble cOOOpaskeHUs 110 TUM MpolIeMaM colepkKarcsi B HeOOIbIION
ctarbe «Monekyinbl, MopQonorus u (GpuiIoreHus», NpPUCIaHHONW Ha KOH(epeH-
uuio crapeimuii smopuonorom Poccun, mpodeccopom Onbroit MuxanioBHOI
Wpanosoii-Kaszac, npopaboTagiieli MHOro JieT Ha kadeape amoOpuosioruu Jle-
HUHTPAJCKOT0 TOCYIapCTBEHHOTO YHUBepcuTeTa. OHa Obli1a yUeHUIIEH H3BECT-
HBIX 300510T0B ITpodeccopa B.A. [lorens u monenta A.Il. Pumckoro-Kopcakora,
KpymHeiero rucronora akagemuka A.A. 3aBap3unHa. Cynp0a coequHUIA ee
AptemueMm BacunbeBnuem MBaHOBBIM, KpyIMHEWIINM 300JI0TOM, aKaJEMHUKOM.
Ee paboTbl oka3zanu odyeHb OOJBILOE BIMSHUE Ha POCCHUCKUX dMOPHOIIOTOB U
CPaBHHUTENBHBIX MOP(OIOroB OECIO3BOHOYHBIX KMBOTHBIX Ojarojapsi Tia-
TEJIBHOCTU U LIMPOTE MHOTHX €€ paldoT U, MPEKIe BCero, PyHAaMEHTAIbHOMY
Tpyay «CpaBHUTENbHAS aHATOMUS OECIIO3BOHOYHBIX JKMBOTHBIX», IECTH TOMOB
KOTOPOT0 BHIXOAUIU B ¢BET ¢ 1975 mo 1981 rr. OTH KHUTH CTajdu HACTOJIbHBIMU
JUTs1 SMOPHOJIOTOB M 300JI0T0B, M3YYalOIIUX OECIO3BOHOYHBIX )KHUBOTHBIX. He-
CMOTpS Ha CBOM MOYTEHHBIH Bo3pacT, Onbra MuxaiiioBHa akTUBHO paboTasa
U CJEeINIIA 33 TMOCICTHUMH JTOCTIKEeHUsIMH Omosornu. CBOU TE3HWCH K KOHpE-
PEHIIMM OHA MOCBITHIIA KUBOTPEMNEUIYLIIEMY BOIIPOCY COBPEMEHHOH 3BOJIIOLIH-
OHHON MOP(OJIOTUH — IPOTUBOPEUNIO MEXAY SBOJIIOLUOHHON Mopdosorueil u
MOJIEKYJISIpHO Onosorueil. OHa cunTana OueHb BaXXHBIM TE€3HC, COTJIACHO KOTO-
poMy «pasBuTHe MOP(HO-(PU3NOIOTHUECKUX MTPU3HAKOB OCYIIECCTBISETCS C TO-
MOIIBIO TIPOIIECCOB, TPOTEKAIOIINX Ha MOJIEKYJISIPHOM yPOBHE», HO MOKa3ajia Ha
psiae MPUMEpPOB, YTO MPEHEOPEKNUTEIBHOE OTHOMIEHNE K JaHHBIM 3BOJIOINOH-
HO# MOp(}OTOTHUH HEPEAKO MPUBOIUT K KPYITHBIM ormuOkaM. K Hamemy riry06o-
KOMY coxxasieHuto, Onbpra MuxaiyioBHa HE J0KHUIIA 10 OTKPBITUS KOHPEPEHINH
u yua ot Hac 17 suBaps 2015 . va 102-m rony u3Hu. Mbl myOinKyem npu-
CIIaHHBIC €10 MaTEepPHaIIbl K IOKJIaay U MOCBsIacM COOPHHUK €€ CBETION maMsTH.

C.B. Poocnos



Mopdghoeenes: ycmotiuusocms u 8apuabenbHocmy
Cepus «l eo-6uonocuyeckue cucmemsvi 6 npowniom». M.: ITMH PAH, 2015. C. 8—12.
http://'www.paleo.ru/institute/publications/geo/

YK 575.86
MOJIEKYJIbl, MOP®OJIOT'US U DUJIOT'EHU A
O.M. UBanoBa-Ka3zac
Canxm-Ilemepbypeckuii 20cy0apCcmeeHHbIl YHUSepCUmem

B Hacrosiee Bpemsi B OHOJIOTUU BO3HHUKIIA CJIOKHASI, TOYTH KOHPIUKT-
Hasl CUTYyalus — CYLIECTBYIOT JiBa HAyYHBIX HAIPABJICHHU S, KOTOPbIE MO/~
Yac COBEPIICHHO MO-Pa3HOMY PEIIAIOT HEKOTOpbIE (HIIOTCHETHYECKHE
npoOseMbl. DTO 3BOIIOIHOHHAS MOP(OJIOTHUsS M MOJEKYJspHas OHo-
norusi. BeIssCHEHNE MPUYNH 3TUX MPOTUBOPEUUI U MX YCTPaHEHHE YXKe
CTaJIM HACYIIHOW HEOOXOAMMOCTBIO.

S mpuHaAnexy K jarepto MopQoIoToB ¥ IJIOXO pa3OHparoch B MOJICKYIISP-
HOW OMOJIOTHH, HO s C INIyOOKHUM yBa)KEHHEM OTHOILYCh K 3TOH IUCLMILJIMHE
1 0COOEHHO Ba)KHBIM CUHTAIO TE3UC, COIJIACHO KOTOPOMY pa3BuUTHE MOpP(o-
(PU3NOIOrNYECKNX MPHU3HAKOB OCYIIECTBIISIETCS C MOMOIIBIO MPOLIECCOB, MPO-
TEKaIOUIMX Ha MOJIEKYJISIpHOM ypoBHe. [losToMy Kaxkapiii Mophonorudeckuit
MPHU3HAK SIBISICTCS, B CYIIHOCTH, BEIICCTBEHHBIM JIOKa3aTEILCTBOM TOI'O, UTO
B TIPOIIECCE OHTOreHe3a MPOUCXOINITH OIPE/ICIICHHBIC MOJICKYIISIPHBIE PEaKIUH,
XOTsI OHHU HE Bcerja ObIBarOT HaM Heu3BeCTHbI. OUeHb BaYKHO TAKIKE, YTO €CTe-
CTBEHHBIN 0TOOpP «paboTaeT» HEMOCPEICTBEHHO U MOP(OIOrnIeCKUMHU PU3HA-
KaMH, OIpe/esisi KaKue U3 HUX HY)KHO COXPaHUTh, @ OT KAKMX CTOUT U30aBUTh-
Csl, © TEM ONpEACISCT HampaBiIeHUE DBONIONHMHA. A MOJEKYJSPHBIC MPU3HAKH
OH «OLIEHMBAET» B 3aBUCHMOCTH OT TOT'O, Pa3BUTHE KAKUX MOP(OIOTHUECKUX
MPHU3HAKOB OHU obOecrieunBaroT. [103TOMy s cUHMTal0 HYXHBIM MOTYCPKHYTH,
YTO NMPEeHEOPEKUTENBHOE OTHOLIEHUE K JaHHBIM 3BOJIIOLIMOHHON MOpdosiorun
Cy’KaeT Kpyro3op HcciefoBaTeliell U 4acTo MPUBOASAT K KPYIHBIM OLIMOKaM.
PaccMOTpUM HECKOIBKO KOHKPETHBIX TIPUMEPOB.

1. Kak uszBectHo, rmaBHbiM opranoMm LIHC y XopnoBbIX siBIS€TCS CIHH-
Hasi HepBHasi TpyOKa, a y aHHeNW]| OpIOlIHAs HEpBHas Lenodka. Ho HexaBHO
OBLIIO OOHAPYIKEHO, YTO IKCIPECCHUS TEHOB, MMEIONNX OTHOIIECHNE K Pa3BUTHIO
HEPBHOW CHCTEMBI, IPOUCXOAUT y JIATYIIKH OJIMKEe K CHMHHON CTOPOHE Tea,
a 'y npo3o¢uisl Onmke K OpromrHoi ctopoHe. CXOOHBIM 00pa3oM pacroioxkKe-
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HBI U MeCTa CHHTEe3a 0eJIKOB, ydacTByromux B popmuposanuu [{HC. Dto B mo-
PSAKE BEIIEH — CTPOUTENBHBIC MaTePHAIIbI JTOJKHBI HAXOAUTHCS PSIJIOM MECTOM
cTpoiiku. OqHaKO MOJIEKYJIsIpHBIE OMOJIOTH CAEIaM HUYEM HE OIpaBJaHHBIH
BBIBOZI, UTO B PaHHEH ABOJIOLMH XOPIOBBIX MPOM30IIIA HHBEPCHS JOPCO-BEH-
TpasibHOW ocu Tena. losBHIIOCH OKOJIO AecsiTKa MyOIMKanuil, B KOTOPBIX 00-
Cy’)KJaeTcs, KOrjaa, mo4yeMy M KakuM oOpa3oM MpenKH XOPHOBBIX CTald MOJ-
3aTh Ha OBIBIICH CITMHHOI CTOPOHE. A TO OOCTOSITENBCTBO, YTO HEPBHAS CHCTE-
Ma 3THX JKMBOTHBIX Pa3JIMyaceTcs HE TOJIBKO TOJIOKESHUEM, HO U CTPYKTYpPOH,
HUKOro He cmymajno. Ho oOcyxaeHue 3Toro BoIpoca MMEET CMBICT TOJIBKO
B TOM ClIy4ae, €CJIi U3BECTHO, YTO XOP/OBbIE (M BTOPHYHOPOTHIE BOOOILE) IPO-
H30ILIM OT NEPBUYHOPOTHIX, UMEIOIIUX HEPBHYIO CUCTEMY Ha OPIOIIHON CTO-
pone. OHaKO TaKUMHU CBEICHUSIMU MBI HE paciojiaraeM. bojee BeposiTHO, 4TO
Protostomia n Deuterostomia pa3onuiuck o4eHb paHo, BO3MOXKHO, €Il Ha yPOB-
He Acoelomorpha, y KOTOpBIX HepBHas cucTeMa TpencTaBieHa TuQy3HBIM
HMHTPa3IUTENHAIBHBIM IUIEKCYCOM 0€3 IaHIVIMEB M HEPBHBIX CTBOJIOB - Ha Ta-
KO OCHOBE MOTIJIa Pa3BUThLCS HEPBHAS CHCTEMa JII000ro THIa B J000OM MecTe.
Ho unTepec k aToii TeMe, KaxkeTcs, 0cinades — MbUIBHBIN TY3bIPb JOMHYIL.

2. Bropas ciopHas mpo0Oiema — cucTeMaTnyeckoro rnojaoxenus Pogonphora -
yCIO)KHEHA TEM, YTO B 9TOM OTHOIIECHHH MOP(HOIOTH TOXKE HE STUHOMYITHBI.
CHauaza OOJIBIINHCTBO 300JI0T0OB CUUTAJIO X OCOOBIM TUIIOM BTOPUYHOPOTHIX
(bexnemumes, 1944; NBanos, 1960 u mp.), mpuyeM TIIaBHBIM U HEOIIPOBEPIKH-
MBIM apryMEHTOM ObUT (M OCTaeTCs)) SHTEPOLETbHBIA CHOco0 00pazoBaHUS
Me301epMbl. Ho HekoTOpble aBTOPBI MPHUYUCISIIA MOTOHOMOP K IMOIHUXETaM.
A mocne Toro, Kak noroHo)opamMu cTajid 3aHUMaThCs U MOJICKYJISIpHBIE OHO-
JIOTH, TIOCIEAHSS TOYKA 3pEHHs BOCTOpxkecTBoBana (cMm. CmmpnoB, 2008).
B pesynbprare Tun Pogonophora mpeBparuscs B OTHOCSIIEECS K HMOJIMXETaM
cemeiictBo Siboglinidae (Halanych, 2004); B Takom Buae oH W (uUrypupyer
BO BCEX YUEOHBIX PYKOBOACTBAX.

BonpmmHcTBO MOp(OJIOrHYecKuX MPU3HAKOB, HA KOTOPBIX OCHOBAHO COMH-
KEHUE TIOrOHO(Op ¢ MOTUXETaMH MpH OoJiee BHUMATEIEHOM PacCMOTPEHUH
yTPaunBalOT CBOE 3HAUCHKE. BHEIIHEe CXOICTBO ATUX JKHBOTHBIX BO3HUKJIO KOH-
BEPreHTHO M OOYCIIOBJICHO aJalTaluel K CeeHTapHOMY 00pasy *HU3HHU U Ipu-
KpeIUIeHHEM K CyOcTpaTy 3aJHUM KOHIIOM Tena. bosbloe 3HaueHne npuaaeTcs
TOMY, 4TO B 00€HX I'pyNnax HaOIIoAaeTcsl CIupaibHOe ApoOJIeHue, HO yITycKa-
€TCs M3 BU]Y, YTO MPOCHEKTHBHOE 3HAYCHHE OJIACTOMEPOB Y HUX CYILIECTBEHHO
paznuyaeTca. DTo OOBSICHSASTCS TeM, YTO pa3jinyHa caMa OpraHu3alus sina.
VYV monuxer aHMMalIbHO-BEreTaTUBHAsl OCh slilla COBNAJAET C NEepeaHe-3aJIHen
OCBI0 3apOJbILIA, @ Y HOTOHO(OP ITH OCH NEPEKPELIUBAIOTCS O IPSAMbIM YIJIOM.

HpobrneHne y MOIUXET XapaKTepu3yeTcss paHHEH neTrepMuHanuil Ona-
CTOMEPOB, IPUYEM OCOOCHHO Ba)KHYIO POJIb B Pa3BUTHH UIpaeT KBaapaHt D,
OT KOTOPOro MPOUCXOAUT MUKpoMep 4d — 3auaToOK BCeH LEeTOMUYECKOH Me30-
JepMBbL; y ToroHo(hop cyabpba OiacToOMEpoB ONpeAemseTcss ropas3io Mo3aHee,
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a BeCh MaTepuaj Me30JepMbl COIEPKUTCS B TiepeiHeM KBaapaHTHe B. Iloatomy
1esioM 00pa3yeTcsl y MONHUXET TEI00JacTHUECKUM CriocoboMm, a y noroHohop,
KaK Y BTOPUYHOPOTHIX — SHTEPOIETHHBIM.

JInunnku noronodop He TOX0KK HU HA Tpoxodopy, HU Ha AUTUIEBpYTy. OHU
MMEIOT Y/UTMHEHHYI0 (DOpMY M Y HUX 4aCTO UMEIOTCS PECHUYHBIE CTPYKTYPHI,
KOTOpPBIE MO)KHO CPaBHUTH C IPOTOTPOXOM UJIH C TEIOTPOXOM, HO Pa3BUBAIOTCS
OHU M3 APYTHUX OJIACTOMEPOB. Y 3TUX JTMUMHOK YK€ HAMEUYAIOTCS TPAaHUIIBI TPO-
TO-, M€30, METa- ¥ OMUCTOCOMBI, IOITOMY UX CPABHHUBAIOT C METATPOXO(OPOii
nmonuxeT. Ho Hudero cnenuduyueck MOTUXETHOTO B TaKOW PACUICHEHHOCTH
HET, TaK KaK B Pa3BUTHH BCEX CETMEHTUPOBAHHBIX JKUBOTHBIX UMEETCS CTaIHS,
cocTofIIas U3 HEMHOTUX JIapBallbHBIX CErMEeHTOB. He crenyer Takke mpuia-
BaTh OOJIBIIOE 3HAUEHUE PACIIOIOKEHHOHM Ha 33 HEM KOHIIE TeJa TOJIUXET U T10-
roHO(Op 30HE POCT, B KOTOPOU 00pa3yroTcs MocTiaapBaibHbIC CErMEHTHI. Takast
30Ha MMEETCS TaKXKe y XOPAOBBIX (JIAHIIETHHWKA M MO3BOHOUYHBIX). Ho cmocod
(hopMupOBaHUS TOCTIAPBAIBHBIX CErMEHTOB M IIPOUCXOXKJCHHUE MX Me30Jep-
MBI B Ha3BaHHBIX T'PYIIIAX Pa3IUYHBL MOCTIAPBAIBHBIE COMUTHI Pa3BUBAIOTCS
y HOJUXET UX IKTOME30JICPMBI, a Y TIOTOHO(OP ¥ XOPIOBBIX U3 SHTOME30ACPMBI.
W3 aToro cnexyer, 4To 30HA pOCTa BO3HUKIIA y HUX He3aBucuMo (Ivanov, 1988).

CoBepIeHHO He ONPaBIaHO YTBEPKIACHUE, UYTO MEPSIHUN OTACT TUIUHKA
rororodop (IpoTocoMa) BO BCEX ACTAAX HACHTHICH T'OJIOBE METATPOXO(POPHI
(Bright et al., 2013), Tak kak pa3BUBAIOTCS OHH MO-Pa3HOMY. 3a4aTOK T'OJIOBBI
pas3BuBaeTcs y Tpoxo(opsl U3 MHKPOMEPOB IMEPBHIX JBYX KBapTETOB, OTHO-
CSIIMXCS KO BCEM YETBIPEM KBaApPaHTaM, a MOTOM K HEMY MPUCOCAUHSACTCS
U CTOMOJICYM, Pa3BUBAIOUIMICS U3 MUKPOMEPOB 3-r0 KBapTeTa. A y MOroHO-
(dop Bech nepenHnil KOHEIl Tella, BKIIIoUas MeJIOMUYECKYI0 ME30/IepMy U BTO-
PUYHBIA poT, 00pa30BaH KJIETKaMH, OTHOCIIIUMUCS K kBaapaHTy B. Kpome
TOTO, B TOJIOBE TIOJIUXET OOBIYHO TIesioMa He coepxkutcs. [lo-Buammomy, mpu-
3HaHHEe OJU3KOTO POACTBA MOTOHO(OP M MOJUXET OCHOBAHO TOJIBKO HA aBTO-
pUTETE MOJEKYISIPHONH OMOJIOTHH.

3. 3acinyxuBaeT BHUMAHUS M CO3JaHHBIM MOJICKYJSIPHBIMH OHOJIOTaMHU
kian Ecdysozoa, n3-3a KOTOpOTO nepeKkpanBaeTcs BCsi MaKpOCUCTEMA TIepBUY-
HOpOTHIX. CxomcTBO TmaHoB cTpoeHus Annelida u Arthropoda 6170 X0portro
n3BecTHO eme B XX Beke, a MpOUCXOKICHUE YICHUCTOHOTHX OT KOJbUaThIX
4yepBel elle HeJaBHO cuuTanoch OeccnopHbiM. CUHUTANOCh, YTO KaKUE-TO T0-
JINXETHI COBCPIINUIN Ba)KHBIM 1m1ar HpOFpCCCHBHOﬁ 3BOJJIFOIIMH — OKOHYATCJIIBHO
MEePeNTd OT PECHUYHOTO CIoco0a MepeBMKEHUSI K MBIIICYHOMY, IPH 3TOM
N3 )XU3HCHHOI'O IIUKJIAa BbIIIaJa CTaauAa peCHH‘IHOﬁ JUWYUHKH, a U3 JHUI] CTalln
BBUTYTIJIATHCS JIMYUHKU HOBOT'O THIIA, YK€ 00JaJafoniue OCHOBHBIMH 4YepTa-
MH TJTaHa CTPOCHUS B3POCIHBIX KHUBOTHBIX. KOXKHO-MYCKYIBHBIH MEIIOK CMe-
HUJICSI Y YWICHUCTOHOTHX CJIOKHOM CHCTEMOM MBIIIEYHBIX MMYYKOB, JJIs1 KOTO-
PBIX MOTPeOOBANIKMCH MPOYHBIE TOYKH NpUKperieHus. [loatomy snactudHas
KyTHKYJa aHHEJIWJ MPEBPAaTUIIACh B )KECTKUM HAPYXKHBIM CKEJET, a LEJIOM,
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BBITIOTHSBINMH (YyHKIHIO BHYTPEHHETO THAPOCKENIETa, MOBEPIcs PeAYyKIUH.
Ho, 4T00bI cienaTh BO3MOXKHBIMU JaJIbHEHIINI POCT M M3MEHEHUS (HOPMEI
TeNa, BOSHUKIN JMHBKHA — MEPHOAMYECKOE COpachIBaHHE CTAPON KYTHUKYJIIBI
Y 3aMeHa €€ HOBOM, OCYIIECTBIISIEMOE ITPH YYACTHH CIIEIIHAITHLHOT'0 TOPMOHA —
9KIM30HA.

OnHaKo TUHBKH C 9KIU30HOM OBIBAIOT TAKXKE Y HEKOTOPBIX IOBOJIBHO MPH-
MUTHBHBIX )KHBOTHBIX — B YaCTHOCTH, Y HEMaTOA. XOTsl Y MOCIEIHUX HET Ta-
KOH CIIOKHOW MYCKYJaTypbl, HO yIpyras KyTHKYJa MOMOTaeT BOCCTaHABIH-
BaTh HOPMAIBHYIO (hOPMY TeJa Tociie AehopMalinii, 00yCIOBICHHBIX BHEIITHU-
MH WY BHYTPEHHUMU TPUYNHAMH. ECTECTBEHHO MPEATIONOKHUTH, YTO TUHBKA
y HEMATOJ U YICHUCTOHOTHX — )KHBOTHBIX, HAXOSAIIMUXCS Ha PA3HBIX CTAIUAX
9BOJIIOLIMOHHOTO Pa3BUTHS, U HE0OXOIMMas IS BBITIOJIHEHUS TaKUX pa3iiny-
HbIX QYHKIIMI BO3HUKIIA He3aBucUMO. Ho Arunanbio ¢ coaBropamu (1997) co-
BEpIICHHO O€3aneIAIHOHHO 3asIBUIIH, UTO TaKas CI0KHAs JINHbKA MOTJIa BO3-
HHUKHYTH B DBOJIIOI[MU TOJIHKO OAWH pa3. Yl Ha 3TOM OCHOBaHHH Oblja co3/1aHa
TEOpHsi, COTJIACHO, KOTOPOW B CAMOM Haualle ABOJIFOIIUU IEPBUYHOPOTHIX MPO-
n3omuia quBeprernus Ha kaaasl Ecdysozoa u Lophotrochozoa, mpuuem k mep-
BBIM OBLIH IPUYHCIICHBI WIEHUCTOHOTHE, HEMATObI U €1lle HEKOTOPbIE TPYIIIIbI,
a KO BTOPBIM — BCE OCTAJIbHBIE TEPBUYHOPOTHIE, B TOM YHCIIEe M aHHEIUIbI, U3-32
YeT0 UX POICTBO C YICHUCTOHOTUMH oTpuraeTcs. O ¢akTax, OmpoOBEprarouux
3Ty Teopuio, s yxe nucana panbine (MBanoBa-Ka3zac, 2013) u moBTOpsATHCS
He Oyny. 31ech s Xo4y 0OpaTUTh BHUMaHHE Ha TO, YTO JKJIU3030HHASI TEOPHUSI
KpaiiHe ciada ¥ B TEOPETHYECKOM OTHOLICHHH.

LennocTh n1000M TEOPUHU 3aBUCHT OT TOTO, YTO OHA IMOMOTACT PEUIUTH
KaKyHo-HUOY/b CIOKHYIO TIpodsieMy. A Teopusi DKAU30 HU OAHOH IIPOOJIEMBI
HE pelmnia, a cama COAEPXKHUT PS/I BOIIPOCOB, HYKJAIOIINXCS B pa3pelieHuH.
Tak, ocTaeTcst HEICHBIM, TIOYEMY PKIN3030HHbIC IMHHKN HE MOTJIH BOSHUKHYTh
y HEMaTOJ U YJICHHCTOHOTMX He3aBUCHUMO? Mex Iy MpounM, TaKas ke JINHbKA
oOHapy’KeHa Yy HEKOTOPbIX aHHeNnu (Y MEAUIIMHCKOM MuaBKH). 1 oT kakux xu-
BOTHBIX U MPH KaKUX 00CTOATENbCTBAX MPOU30ILIH 3KkaAn3030u? [Ipennomnoxe-
HUE, YTO WX MpeAKaMU (KaK U y APYTUX OMiIaTepuil) MOTIH OBITH TYpOETIISpHH,
OTBEpPraeTcsi u3-3a TOTO, YTO 3TH YEPBH NMPUIHUCIEHHI K Kiaxy Lophotrochozoa.
U noveMy k1130301 IPEICTABICHBI TPYIIIIAMHE, TaK CHIIBHO Pa3INYatONIIMHUCS
0 TIJIaHYy CTPOSHUS M YPOBHIO OPTaHM3AIMU, U HUKAKUX KUBOTHBIX, 3aHUMA-
IOLIMX MPOMEXYTOUYHOE MECTO, U MOTYIIHMX CIY>KUTb CBSI3YIOIIUM 3BEHOM, HET?
Hakomner, nouemy Bce 0COOEHHOCTH OpraHU3ALMK M Pa3BUTUS YJICHUCTOHOTUX
(maxxe oOpa3oBaHWE y 3apOABINICH 3a9aTKOB IEIOMHUYCCKUX MEIIKOB) JIETKO
1 OMOJIOTHYECKH OIMPABIAHHO MOTYT OBITh BBIBEIECHBI M3 TAKOBBIX aHHETU],
HO HHYEM HE HATIOMUHAIOT HEMaTOA?

3a 18 neT cBoero cyiecTBOBaHUS IKIN30301HAS TEOPHsI HE Jalia Bpa3yMHu-
TEJILHOI'0 OTBETA HU Ha OJIMH U3 3THX BOIPOCOB, HE MIPOSIBIIIA HUKAKUX TIPU3HA-
KOB Pa3BUTHA U OCTAETCS 3aKOHCEPBUPOBAHHOM.
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Tenepb oOpaTuMcst K OCHOBHOU mpoOiemMe Moero Jiokjaaa. [louemy Bo3HU-
KaroT TaKUe INPpOTUBOPEIYNA B Q)HHOFGHGTI/I‘-ICCKI/IX MMpeaACTAaBJICHUAX MOJICKYJIAP-
HBIX O10JT0TOB M MOpdosoros? [Ipex e BCcero, X0Ten0oCh ObI 3HATH, YTO TYMAIOT
00 ATOM caMU MOJIEKYyIJSIpHbIE OHOJIOTH. A 5 MOTY TOJIBKO TIpEIoararh, 9YTo
MPU3HAKY, HA KOTOPBIX 0a3uPYIOTCA UX CYXICHHS, HE UMEIOT HEIOCPEICTBEH-
HOT'O OTHOIIICHUS K 00CykaaeMbIM mpoOiemMamM. MosekyisipHasi MEXaHUKa pas-
BUTHS CJIMUIIKOM CJIOKHA, BaXHbI HEC CaMU NPU3HAKU U CUCTCMbI B3aI/IMOILCI71-
CTBHI MEeXIy HUMU. BOT korma OyZeT XOpOoIIo W3BECTHA MOJICKYIISIPHAS TIOI-
KJIaJIka OCHOBHBIX IMPOIIECCOB WHIAWBHIYAIBHOTO Pa3BUTHS, a TaK)Ke 3aKOHO-
MEPHOCTH IBOJIOIUU MOJICKYISIPHBIX MOP(OTEHETUUECKUX MEXAaHU3MOB, TOTIa
MOJIEKYJISIPHBIE OMOJIOTH CMOT'YT PacCy KaTh, HE OIS BIBAsICh HA MOP(]OIOTOB.
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Molecules, morphology and phylogeny
O.M. Ivanova-Kazas

A complicated, almost conflict situation originated in nowadays biology, i.c. there are
two scientific concepts that often solve some phylogenetic problems in a quite different
way. These concepts are evolutionary morphology and molecular biology. To figure out
the causes of these contradictions and to eliminate them are a vital necessity of modern
biology.
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KurroueBbiMu 3BONTIOIMOHHBIMU TTpHOOpeTeHnssMu Chordata mocmysxunu
QyIuIMKanun Hox-Ki1acTepoB M COBEpIICHCTBOBAHHUE CHCTEMbI TeHETHYE-
CKOT'0 KOHTPOJIsI, HOSIBJICHHE HEHPOIKTOAEPMBI U MOJI0H HEPBHOM TPYyOKH,
BO3HMKHOBEHHE MHOXECTBA IOMYJISIMI CTBOJIOBBIX KJIETOK. [IposiBieHne
HEOTEHHH B COYETAHUU C IepaMop(d0O30M B IBOJIOLHOHHON JINHUU XOP-
JIOBBIX-TIO3BOHOYHBIX-MJICKOITUTAIONINX CHOCOOCTBOBAJIO TaKUM KpyII-
HBIM apoMOpP(HBIM MHHOBAIMSM, KaK yBEJIWYCHHE pa3Mepa OpraHn3Ma
1 JUTUTEIBHOCTH JKM3HH, PAa3BUTHE MO3ra, MOsBJICHNE BHETCHOMHOW CH-
CTEeMBI ITepeaayy HHPOPMaINH, HeObIBAIJIO BEICOKHMIT POAUTEIBCKIH BKJIA
B OTOMCTBO. Pagukanbuble nepectpoiikn Hox-kiactepoB, MaoKJIeTod-
HOCTB 3apoJbIIIed W Apyrue OCOOCHHOCTH Pa3BHTHS INPEICTaBUTENCH
Ecdysozoa u obonounnkoB cpeau Chordata u npencTaBisitoT mpeneiib-
HO BBIpa)KEHHBIC IPUMEPHI AJITEPHATUBHOMN 3BOJIIOIMOHHON TEHICHIINN
¢ rpeodialanueM IporeHesa.

BBEJIEHUE

JIBe OCHOBHBIE JTOKYMEHTHPOBAHHBIE JIETOIMCH YXU3HU MPEACTaBJIEHBI Ia-
neobuonorueit u cpaBHUTENbHON reHoMukon (Penonkun, 2006). [TonoOHBIM ke
00pa30M TEJo JKUBOTHBIX — JIETOIIMCH 3BOJIIOLINH, 3alTMCAHHAs OECUNCIEHHBIMU
ciosimu (oxma3, 2013); opranu3M MpencTaBiseT cO00 HCTOPHISCKHHA TOKYMEHT
(Williams, 1992), opraunsl, knetku u JJHK xotoporo conepsar ciensl ucropun
xu3an Ha 3emute (Ly6un, 2013). Kak u3BecTHO, CTaprHHAS IEpraMeHTHAas JIETO-
MUCh, BKITIOUAIOIIAs COCKOOJICHHBIE U TIeperncanHble (hparMeHThl TEKCTa, MMEHY-
€TCsl TIAJTMMIICECTOM. DBOJIOIIMOHHAS JIETOINCH, B KAaKOW-TO Mepe MOBTOpsieMast
B IIPOLIECCE MHIMBHIYaJbHOIO PA3BUTUSA OPraHU3Ma, M Ka)KIbld OpPraHu3M —
CIIO)KHEHUIITNH, MHOTOCJIOWHBIN MaIMMIICECT ¢ MHOTOKPATHOW M MHOTO0Opa3HOM
MIPABKOM, MPUOOPETEHUSMH U MOTEPSMHU TEKCTOBOTO M CMBICJIOBOTO COZICPKAHUSI.
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CpaBHUTENbHAS TEHOMHKA CBHJIETEIHCTBYET, YTO SBOJNIOLHUS KPYyMHEHIINX
JIOMCHOB OpraHu4eckoro Mupa, Bacteria, Archaea u Eukarya, Bkiirouana coObITHsI
CHMOHOTeHE3a, «TOPH30HTAIBHBIN IEPEHOC TEHOB, YMHOKEHHUE JTHOO0 MMOTEPIO I'e-
HOB M MX KJIACTEPOB U JIpyTHe u3MeHeHus reHoma. Eukaryota Tak wim uHaue 3BO-
JIOLMOHMPOBANH 0T Prokaryota; TpeBHHE TPOKapUOTHYECKUE CHMOMOHTBI CTaJIN
OpraHesylaMH 3yKapHOTHUYECKHX KIIETOK, COXPaHHB YacTh MPOKAPHOTHYECKOTO
reHoma. B Xoyie SBONIONNHT JKUBOTHBIX MPOIOIKAETCS TOPU30HTAIBHBIN MEPEeHOC
T'CHOB OT OPraHU3MOB JIPyTUX KpynmHBIX TakcoHoB (Crisp et al., 2015).

CornacHo Teopun ¢pummopuorenesa A.H. Ceepriosa (1939), sBosrorus ocy-
IIECTBJISICTCS MyTeM U3MEHEHUs1 OHTOreHe3a. KpynmHble U3MEHEHHUSI, BEAYIIHE K
YCIO)KHEHUIO OPraHU3allid ¥ TOBBILICHUI0 WHTEHCUBHOCTH >KM3HEACSTEIBHO-
CTH, — apoMOp( 036l — OMPEACTSIOT IPOTPECCHBHOE Pa3BUTHE TPy, YaCTHbIC
MPHUCTIOCOOICHN S — UAMOAIANITAIN — HE U3MEHSIOT MPEKHUI YPOBEHb OpraHu-
3a1ru. DBOJIOIMOHHBIC PEOOpa30BaHMsI OHTOreHE3a BKIIOUAIOT JYTUTHKAIUH,
JIeTIeNINH, 3aMelICHUE U TpaHC(HOpPMAIIMH JTANOB Pa3BUTHS, a TaKxKe Moau(pUKa-
MU PA3BUTHSI BO BPEMEHH U ITPOCTPAHCTBE — FETEPOXPOHHUU M TETEPOTOIMHH (CM.
Cesepiios, 1939; Gould, 2002; McNamara, 2002). ['eTepoXpoHHUst — KITACCHYECKUAN
MEXaHHU3M JBOJIIOLUOHHBIX M3MEHEHUH TOCIIeI0BAaTEIbHOCTH MPOLIECCOB Pa3BU-
THS1, UX CKOPOCTH M CPOKOB IMPOSIBIICHU ST aHIIECTPaIIbHBIX MTpU3HAKoB. Hanbonee
YacTo paccMaTPUBaMBbIi THII T€TEPOXPOHUU — TeAoMOp(hO3, MPeCTaBICHHBIH
HeoTeHueH u mporenezoM. MakHamapa (McNamara, 2002) BBen mpeacTaBiIcHHE
o mepamMopdo3e Kak BO3PACTAHUU CKOPOCTH U3MEHEHHS (HOPMBI WM MEPUOa
9TUX U3MEHEHHH /10 TAKOH CTENEHH, YTO B3pocias popMa MoToMKa MOp(oIoru-
YEeCKH BBIXOJUT «3a MPEeIIbl» aHIECTPATBHOTO COCTOSHHSL.

Bospacranue KIeTOUHBIX PECypCoOB pOCTa M pa3BUTHs, 0OecrieunBas yBe-
JMUYEHUE pa3Mepa opraHusMa, pasHooOpasue M MIACTUYHOCTh MOP(HOreHe30B,
UTPAIio KJIFOYEBYIO POJIH B 9BOIOIMHU OobiiHCcTBa Metazoa. CoxpaHeHHe He-
I PepeHIIMPOBAHHOTO COCTOSHUS U MUTOTUYECKOH aKTUBHOCTH CTBOJIOBBIX
KJIETOK y 3apOABIIICH, TUYMHOK U B3POCIBIX KUBOTHBIX (CO CIBUTOM ILIMTO-
muddepeHnanuy Ha Oosiee TO3JHUE CTaJUU OHTOI'eHE3a) — MPOSIBICHUE JIO-
KaJIbHOW TeTePOXPOHUU; pa3InyHasl JIOKAJIU3AIMs TeX WIU WHBIX MOyt
CTBOJIOBBIX KJIETOK B OHTOTEHE3€ KHUBOTHBIX Pa3HBIX TAKCOHOB — MPOSBIICHHE
reTepoTonuii. BosHUKHOBEHME KaKOW-THOO HOBOM monysiuu HenuddepeHiu-
POBaHHBIX, CIOCOOHBIX K IPOJIU(EPALUU CTBOJIOBBIX KIETOK, TOAOOHBIX B TOM
OTHOIICHUU SMOPHOHAJIBHBIM KJIETKAaM, MOYKHO paccMaTpUBaTh KaK JIOKaJIbHBIH
amoOpuomopo3 (Mcaesa u ap., 2013).

MakposBoTIOITHOHHEIE TTpeoOpa3oBanms Bilateria B 3HAUNTENEHOM Mepe CBSI-
3aHBI C KOHTPOJIEM MPOCTPAHCTBEHHO-BPEMEHHON apXUTEKTYPhl OpraHu3Ma ro-
MEOOOKC-CO/ICPIKAIIIMH TeHAMU, MTPEXkKIC BCero renaMmu Hox-kaacTepoB, u Apy-
TUMH [€HAMU, PETYIUPYIOIUMHI reTepOTONNHU U reTepoxponuu (cMm. Gould, 2002;
Minelli, 2003; Hcaesa, 2014; Kynakosa u jp., 2014). [IpocTpaHCTBEHHOE pacrio-
noxxeHue (oceBasi cummeTpust) Hox-reros B kinactepax y Annelida, Arthropoda,

14



Chordata kapTupyeTcst B maTTEepH MX IKCIIPECCHU M OCEBOM maTTepH OyyIie-
ro xxuBotHOro (Minelli, 2003); 3T0 eMUHCTBEHHBIN OTHO3HAYHBIN MPUMEP OTO-
OpaskeHMsI, KAPTUPOBAHUS IPOCTPAHCTBEHHOI'O IOPSKA PACIIOIOKEHHUS IT'€HOB
U BPEMEHHOTO MOpPSJKAa MX SKCIPECCHU B OCEBYIO MOP(OJIOrHi0 opraHmsma
(Isaeva et al., 2012). Kak npaBuiio, CBsI3b r€HOTHUIIA U (PEHOTHIIA HEOHO3HAYHA,
HenuHelHa. C poCcTOM YHciia ypOBHEH PeryJssiu MPOUCXOIUT SKCIIOHEHITHAIb-
HBIM POCT CJIOXKHOCTH F€HHBIX CETEH; YBEIMUYEHUE YUCIIa YPOBHEH MepapXuye-
CKOH peryJsiny TeHHBIX ceTeil — apoMopdo3, MO3BOIMBIINIA OYTH O€3rpaHny-
HO HapalluBaTh CJI0KHOCTb TeHETHYECKUX IIPOrpaMM 0e3 CyIeCTBEHHOI'O pocTa
pa3mepa renomoB (KomganoB u ap., 2004; I'yabun u np., 2008). Koppemnsanuu
obmero yucna reHoB Bilateria ¢ Mop¢onaornyeckoil CI0KHOCTBIO OpraHU3Ma
HE HalJEHO, OJHAKO YHCIIO PeryisiTopHbiXx MUKpoPHK, koTopbIM mpunucsiBa-
€TCs BayKHAs POJIb B OBOJIOIIMY MHOTOKJIETOUHBIX )KMBOTHBIX, B KAKOH-TO Mepe
orpenensieT MOP(OIOTHUECKYIO CIOKHOCTh OpraHu3anuu (cM. Sempere et al.,
2006; Peterson et al., 2009). Iloka3zaHo, YTO YHCICHHOCTH pa3THIHBIX MUKPOPHK,
UTPAIOIINX Ba)XXHYIO POJIb B Pa3BUTHU U 3BOJIIOLUN MHOI'OKJICTOUHBIX *KHBOT-
HBIX, KOppENHpYeT ¢ uepapxueii cuctemsl Eumetazoa n MopgoiornieckumMu nH-
noBanusmu (cM. Wheeler et al., 2009; Hertel, Stadler, 2015).

Huxe kpaTko paccMaTpUBalOTCsl DBONIOIIMOHHBIC TPHOOPETEHUS U TIOTEPH,
BECbMa KOHTPACTHO BbIPAXKEHHBIE Y NIPEICTaBUTENEH ABYX BeTBEl OnaTepab-
HBIX XUBOTHBIX, Ecdysozoa m Deuterostomia, BKIIOYArOMKUX pa3sHOOOpa3HEIE
(opMBI, KOTOpbIE MOXKHO PaccMaTpuBaTh KaK AKCIIEPUMEHTHI, OCTABJICHHBIC
npuponoii (Mcaesa u ap., 2013).

OBOJIIOLMOHHBIE TTOTEPU ECDYSOZOA

Haarunm nuHsSIOmMMX KUBOTHBIX, Ecdysozoa BbiieneH ¢ NpHUMEHEHHEM
JaHHBIX MOJIEKYJISIPHOW OMOJIOrMM; IPUCYTCTBHE KYTHUKYJSPHOTO JK30CKele-
Ta ¢ HEOOXOJUMOCTBIO €r0 JINHBKH (3KAM3KCa) AJIs pOCTa B MPOLECCE OHTOre-
HEe3a — OCHOBHOM MopGo(dyHKIMOHATIBHBIN MpPU3HAK 3TOro TakcoHa (Ruppert,
1991; Aguinaldo et al., 1997). HapyxHas kytukymna npeacrasureneii Ecdysozoa
BBITIONHSIET (DYHKIUU cTaOMIM3anuu (GOpPMBI Tela, 3allUTHYIO U CKEJIETHYIO,
BKJIFOUAIOIYI0 MPUKPETJICHHE MBIIIIL; IIPUCYTCTBUE )KECTKOT'O TIOBEPXHOCTHO-
I'0 3K30CKEJIETa 3BOJIIOLIMOHHO COIPSDKEHO C yTPaTON MOABHIKHBIX PECHHUYEK
noBepxHoctu Tena (Ruppert, 1991; Minelli, 2003). Ilpeacrasurenu Ecdysozoa
JUILEHBI TEPBUYHBIX, PECHUYHBIX JTUYMHOK. Y MHOTHX IMpEICTaBUTEICH Kila-
na Ecdysozoa oTCyTCTBYIOT M KI'YTHKHM CIIEPMATO30HI0B, YTO MPUBEIO K I10-
SIBJICHUIO a0eppaHTHBIX HEMOABH)KHBIX CIIEPMHEB HEKOTOPBIX UYJIEHUCTOHOTHX
W aTUIAYHBIX aMEOOUTHBIX CIICPMHUEB HEMATO/I.

Kak u3BeCTHO, 4JICHUCTOHOTHE — 3BOJIIOLMOHHO YCIEIIHBIM TaKCOH, Mpea-
CTaBUTEIN KOTOPOI'O COCTABIISAIOT 0K0JI0 80% Bcex BuaoB Metazoa. AjanTuBHas
MJIACTUYHOCTh WICHUCTOHOTMX M HEMAaTo[| JIOMyCKaeT MX MPAaKTHYECKH IOBCE-
MECTHOE BbKHMBaHME U penpoaykiuio (Pynnept u ap., 2008). OnHako XecTKHi
9K30CKEJIET OKa3ajcs W OTPaHHYUTENIEM CIIOCOOHOCTH K apOMOP(HBIM Tpeood-
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pazoBanusiM Ecdysozoa, nuMUTHpPYs pazMep )KHUBOTHBIX M UX TOJOBHOTO MO3Ta.
VY npezacrasuteneii Ecdysozoa 4ucio HEPBHBIX KJICTOK W CHHAIICOB, BETBJICHHUEC
JOEHIPUTOB BECbMa JKECTKO NETEPMHUHUPOBAHBI I€HETHYECKH, OCOOEHHO IpH
syrenuu. Tak, y Hematonsl Caenorhabditis elegans neuHUTHBHBIA OpraHU3M
coiepkHUT 959 KIeTOK (He cuYuTas HEMOCTOSHHOTO YHCHA IOJIOBBIX KIIETOK),
a HelipoHHas ceTh BKiIroyaeT 302 kieTku, obpasytomux okono 8000 cuHarcos
(cm. White et al., 1986). Pannue 3aponsimu npencraButeneii Ecdysozoa maio-
KJIETOYHBI, PECYpPChl CTBOJIOBBIX KIIETOK, KaK M CIHOCOOHOCTH K pereHepaiuu
1 OecIioioMy pa3MHOXKEHHIO, BechbMa orpanndeHsl (Ruppert, 1991), He roBopst yx
00 sytenuu HekoTopelx Ecdysozoa. [IpeamecTBeHHNKYN HEPBHBIX KJIETOK Y Hace-
KOMBIX U PaKOOOPa3HbIX BBIXOIST U3 BEHTPAIBLHOM 3KTOAEPMBI B BUIE OTACIBHBIX
MOJBMKHBIX KJIETOK (cM. [mitoepr, 2010; 2008). Y XenuiepoBbiX 1 MEPHAIIO]] BO3-
HUKJIA CTUIOIIHASL, XOTS U y3Kasi, BEHTPaJIbHAsS MOJIOCKA HEWPOIKTOAEPMBI, KIIET-
KU KOTOPO# norpyskatorcst BHyTpb ( 2008), HO snuTenua bHbIi MOpgoreHes 3Toi
IIOJIOCKH HEHPOIKTOAEPMbI OTCYTCTBYET. HepBHas crcTeMa HAaCEKOMBIX U IPYTUX
0€Cr03BOHOUHBIX KOMIIAKTHA, SKOHOMHYHA U 3(Q(PEKTUBHA; TPH MUHUMAJIBLHOM
pasmepe HEpBHOM CHCTEMbI YICHHUCTOHOTMM CBOMCTBEHHA OUYCHb CIIOKHAs OMO-
JIOTHA, HO 0€3 MPOSIBICHNH NHANBUyaIbHOCTH NoBenenus (Casenbes, 2005).

VY uzyuennsix npeactasutenei Ecdysozoa, Bkitoyast Takie MOJIETbHBIE 00b-
eKTHI uccuenoBannii, kak Caenorhabditis elegans n Drosophila melanogaster,
B TOM WJIM MHOH Mepe yTpaueHa aHUecTpalibHasi opraHuzanus kiaactepa Hox-
reHoB U ux QyHKui (cMm. Minelli, 2003; Kopuyaruna u np., 2010). [1o cpaBHe-
Huto ¢ xopaoBeiMu (Putnam et al., 2008) u kuunapusamu (Technau et al., 2015)
C. elegans n npo3o¢uina NOTEPSSIM MHOTO MPEIKOBBIX T€HOB U HE COXPaHMIIN
HCXOJHOTO TOPSIKA PACHOIOKEHHUSI T€HHBIX IMOCIEA0BATEIBHOCTEH B XpO-
MocoMax. BeposTHO, moTepsi MHOKECTBA aHLECTPAJIbHBIX [€HOB B IBOJIOLUU
Ecdysozoa xoppenupoaina ¢ uanoanantauusimMu. [lopazutenbHelil mpuMep mo-
Tepu GYHKIMH OJHOTO U3 Hox-reHoB, Abdominal-A c comyTcTByIOLIEH yTpaToit
BCEro abJJOMHUHAJIBHOI'O OTJENa Tela OOHApy>KeH y YCOHOTMX PaxooOpa3HbIX,
Cirripedia (cMm. Deutsch, Mouchel-Vielh, 2003).

Wrak, nosiBiiecHHEe Hapy’>KHOM KYTHKYJBI C MOTEpPEH 3MUAECPMAJIBHBIX pec-
HUYEK CIYXKUT HPUMEPOM HIHOATaNTaluM, 0OCCIIEUUBIICH YCIICIIHOE BBIKU-
BaHHE, PACIPOCTPAHEHUE WU PEIPOAYKTHBHBIH YCIEX NpeACTaBUTENCH Kiaaa
Ecdysozoa — npu yTpare ganbHEHIINX YBOITIOLMOHHBIX EPCHICKTHB.

APOMOP®O3bI 1 UJUOAAATITALIMN DEUTEROSTOMIA

VY OGonbimHCTBa (HO HE y BeexX) Deuterostomia HaleHBI yHOPSIOUYCHHBIC
KJIACTEphI ¢ IOTHBIM HabopoMm Hox-reno. ConocraBienue opranuzanuu Hox-
KJIACTEPOB M MaTTepHa dKcnpeccud Hox-reHoB ¢ ¢eHoTunmueckoi Mopdono-
Ul pa3BHBAIOLIETOCS OpraHU3Ma JaeT BO3MOXKHOCTH NMPOCIEIUTh BO3HHUK-
HOBEHHE MaKpOdIBOJIOLMOHHBIX W3MEHEHHWH MOp(oreHe3a W IJlaHa CTPOCHHUS
y BropuuHOpoThIX (David, Mooi, 2014). Y npeacrasuteneii tumna Echinodermata
9BOJIIOIIMOHHBIN Tepexof] OT OmiaTepaiabHON K MEeHTapaguaIbHON CUMMETPHH
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oKaszaJics CONpPsDKEHHBIM C Je30praHusaluei aHuectpaibHoro Hox-kmacrepa
BTOPUYHOPOTHIX — TPaHCJIOKaIueil n naBepcueit nepenunx Hox-renos (ot Hoxl
1o Hox4) — u ¢ HapyIieHneM MMpoCTPAHCTBEHHOW KOJTMHEAPHOCTH TEHHOM DKC-
npeccun (David, Mooi, 2014). CnBur BpeMeHH! akTuBanuu nepeaaux Hox-renos
(mocne Hayaja SKCIPECCHM 3aJHUX), BEPOSTHO, U3MEHUI (PEHOTUITUYECKUN
Oananc MopdoreHesa yacTeil Tesna U BbI3BAJ MEepexo] K JOMUHUPOBAHUIO TEH-
TapaguaibHO CHMMETPHUH, BIIEPBbIC MPOSBIISIONIEHCS B (POPMUPOBAHHUHU TISITH
MEPBUYHBIX JIOMACTEH THAPOLENS ¢ JIOKATU3aluel 37eCh DKCIPECCHH Tepe-
Hux Hox-renoB (David, Mooi, 2014). B wacTHOCTH, Y MOPCKUX €XEi B3POCIBIi
OpraHM3M pa3BUBAETCS M3 3a4aTKa Ha JIEBOW CTOPOHE JIMYWHKU; HaOIromaeTcs
Koppensiuusg MOp(hOJOruu4ecKoid WHBEPCUU OPaJbHOM YacTH Pa3BUBAIOIIETOCS
KUBOTHOTO C W3MEHEHWEM IPOCTPAHCTBEHHOW M BPEMEHHOH KOTMHEAPHOCTH
nepennux Hox-reros (Cameron et al., 2006; Poxxuog, 2013; David, Mooi, 2014).
Camprit 60TBIIION 1 YCTICHTHBINA TAKCOH BTOPHYHOPOTHIX — THI Chordata, cpe-
IT1 KOTOPBIX HauOoJIbIlee pa3HoOOpasne MpUCyIe TO3BOHOYHBIM. Kak n3BecTHO,
THUIT XOPJIOBBIX XapaKTEePHU3YeTCsl TAKMMHU CHHATIOMOP(QHBIMU YepTaMH, Kak ¢a-
pHUHreanbHbIe ((kaOepHbIe) LIETH, 0pcasibHas MMojasi HepBHas TpyOKa, HOTOXOPI
u noctanaibHbIl XBocT (Ruppert, 1997; Kirschner, Gerhart, 2005). B aBontouu-
OHHOM JIMHUU XOPJIOBBIX-TI03BOHOYHBIX BBISIBIICHA YIMBUTEIbHAS KOHCEPBATHB-
HOCTH T€HOMa C HaCIJIeIOBAaHNEM OOJIBITNHCTBA TPEIKOBBIX T€HOB, COXPAHEHHUEM
LIEJIOCTHOCTH Hox-KinacTepoB M KoHcepBarm3Mma ux ¢ynknuid (Duboule, 2007;
Putnam et al., 2008; David, Mooi, 2014). DBOIIOIMOHHBIN yCIIeX TTO3BOHOYHBIX
B 3HAUMUTENBHOH Mepe oleclieueH yMHOKeHHeM umcina Hox-kiactepoB B pe-
3ynbTare ABYX (Y KOCTHCTBIX PBIO — TpeX) payH/OB IyTUIMKALMK BCETO TeHOMa
W COBEpPIICHCTBOBAHHEM CHUCTEMbI F€HETHYeCKOro KoHTpous (cMm. Gould, 2002;
Minelli, 2003; Kopuaruna u ap., 2010). YMHOKeHHE KOoMITIIeKca Hox-TeHOB 1aiio
BO3MOKHOCTBH BOBJICUEHHUSI STUX T€HOB B BHITIOJTHEHNE HOBBIX (DYHKIIUH, CBSI3aH-
HBIX C KPYITHBIMH MHHOBALMSIMH CTPOCHUS 1I03BOHOYHBIX (Putnam et al., 2008).
DBOJIOLUOHHBIA KOHCEPBATH3M (DHIIOTHITIMYECKOM [T XOPIIOBBIX CTaIuu (a-
PHHTYJIBI, Ha KOTOPOH BIIEPBBIC TOSIBIISIOTCS XapaKTEePHbIC JUIsl HUX YepThl ILa-
Ha ctpoenus Tena (Ballard, 1981), BeposTHO, 00yCIIOBIIEH CIOKHOCTBIO U KOHCEP-
BAaTU3MOM B3aMMO3aBHCHMBIX TEHHBIX PETYISITOPHBIX ceTeit (Onai et al., 2014).
Y 3MOpPHOHOB Pa3IMYHBIX BUJIOB TO3BOHOYHEIX (Danio, Xenopus, KypHIlbl U MBIIITH)
Ha CTaJMSIX PA3BUTHUS OT HEHPYJIIBI 10 MO3IHEH (hapUHTYIIBI HAllICHO HAUOOIbINee
CXOJICTBO TPAHCKPUIITOMOB, HAaHOOJIee KOHCEPBATUBHBIH MAaTTEPH F'E€HHOM dKCITpec-
CHH TI0 CPABHEHUIO C IPYTHUMH CTAIMSIMU ¥ TEM CaMbBIM BBISIBIICH (DPHIIOTHITHYECKHN
niepuon pa3sutus (Irie, Kuratani, 2011). Takum 00pazoM, (GPHIOTHTTUICCKHNA TTIEPHOT
Pa3BUTHS TO3BOHOYHBIX MOXKET OBITh PACIIMPEH OT HEUPYIHI 710 (papuHTYIIBL.
DBOITIOIIMOHHOE BOCXOXKJICHHE B JIMHUU XOPJOBBIX-TIO3BOHOYHBIX KOHTpa-
cTupyeT ¢ MOpGO(YHKIMOHATBHBIMU MTPe0OPa3oBaHUAMU O TUIY HIMOAJAIl-
TalMii, BEAYLIIMMH B SBOJIONMOHHBIE TYIHKH, YTO SPKO BBIPAXKEHO B MpeAeniax
Deuterostomia y uriiokoxux, a cpenu Chordata — y o6onounukos (Urochordata).

17



VY uccnenoBaHHBIX MpeacTaBUTeIeH 000JOUHUKOB HAlHACHBI CyIIECTBEHHBIE U3-
MeHeHHsI cucTeMbl HOX-TeHOB ¢ moTepelt aHIecTpalbHOW OpraHu3aliy KiacTte-
pa Hox-reroB n ux ¢pynaknuii (cM. Minelli, 2003; Kopgaruna u ap., 2010; David,
Mooi, 2014). CornacHo knaccudunmnu Hox-kmactepos (Duboule, 2007), orn mo-
T'yT OBITh OPraHU30BaHHBIMU, JIE30PTaHU30BAHHBIMU, PACIICIUICHHBIMH U aTOMHU-
supoBaHHbIMU. Y acuuauu Ciona intestinalis Hox-kyactep pacierieH, HelojIoH
u yactuuHo jae3opranm3oBaH (Ikuta et al., 2004; Caputi et al., 2008). YV amnmen-
mukynsipun Oikopleura dioica 9 Hox-reHoB «arommusupoBaHHOro» Hox-kmactepa
paccesHBI 1o BceMy TeHoMy (Seo et al., 2004). Actiuanu Bo B3pOCIOM COCTOSTHUN
JIUIICHBI CETMEHTAI[UM U CIIUHHOTO MO3ra, PYJMMEHT TOJIOBBI MPEICTABIICH Pe-
JOYLHMPOBaHHBIM 1IepeOpaIbHbIM FaHIJIMEM; Y alllleH UKy puii, Ha000poT, yTpa-
4yeHa mpeakoBasi B3pocnas gopma (Ruppert, 1997, Pynnept u ap., 2008; David,
Mooi, 2014). Takum oOpazoM, MoaUGHIMPOBAHHAST MOP(OIOTHUST B3POCIBIX JKHU-
BOTHBIX OTpakaeT HapyIeHue opranuzanuu Hox-kiacrepa (David, Mooi, 2014).

B sBomtonuu XopIoBbIX AyIuMKaiuu Hox-KiiacTepoB H COBEPIICHCTBOBAHHE
PETYISITOPHBIX CHCTEM OKAa3aJkCh 3BOJIONMOHHBIMH MPUOOPETEHUSIMH, CIIOCO0-
CTBYIOIIMMH KPYTHBIM apoMOP(HBIM NMPeoOpa30oBaHUSIM B JTMHUHU XOPIOBBIX-TIO-
3BOHOYHBIX, TOTJIa KaK paJuKajibHble niepecTpoliku Hox-kimactepoB y 000104HH-
KOB BEJIM K HEOOpaTUMOI HTN0a AN TAII! U SBOJTFOIIMOHHBIM TYTTUKaM. XOpJIOBbIC
MPE/IKH MMO3BOHOYHBIX M30€KaJId N30BITOYHON CIICMAIN3AIMY U TIOTEPb TeHHBIX
PETYISITOPHBIX CUCTEM, PACIIAPUIH HOTSHITHAT CIIOCOOHOCTH SBOITIOIIHOHUPOBATb.

OBOJIIOLIMOHHBIE ITPEOBPA3OBAHU A KIIETOUYHBIX PECYPCOB
POCTA U PA3BUTUA

Pasznuyme KJIETOYHBIX pecypcoB pocTa W pa3BuTHs Protostomia (Lopho-
trochozoa u Ecdysozoa) u Deuterostomia HaOroaetcest y’ke B KOHIIE IPOOICHHUSI
3UTOTHI, K HaYaly ractpyisiuu. Ha cymecTBenHOe paznudue (MpHOITH3UTEIh-
HO Ha MOPSIJIOK) YKCiIa SMOPHOHABHBIX KJIETOK TIEPBUYHOPOTHIX U BTOPUIHOPO-
TBHIX )KHBOTHBIX IIPH NEPEX0/ie K racTpyisinuu oopatui BHumanue [1.11. FiBanos
(1937). Io ero oreHke, TacTpyJsiys 3apoabliei Protostomia 00bIYHO HaUMHA-
eTcst Ha craguu 128 OaacToMepoB, Torja kKak cpexu Deuterostomia y UIJIOKO-
KUX TIEPEX0]l K TacTPYyJISIIIUU MPOUCXOAUT MPUOIU3NTENbHO Ha cTtanun 1150,
a y narymku — okojio 6000 knetok (MBanos, 1937). YV 3aponsiieii mo3BoHOY-
HBIX HaOJNIOaeTCs CYNMIECTBEHHOE BO3pACTAHHE YKCTa SMOPUOHATIBHBIX KJIETOK
K CTAJUH TacTPyJIsLKN O CPABHEHHUIO C OECIIO3BOHOYHBIMU IPEACTABUTEISIMH
xopaoBbIX (cM. Ruppert, 1997; Tabnuua 1).

CpaBHeHMe uuclia AeTeHUH TPOOICHHsI ¥ YMCIIa KJIETOK 3apoJibliia K Hada-
ny racTpynsiuu B mpenenax Chordata mokaspIBaeT, 4TO TaCTPYJIISAIUS AITICH-
nukynspun Oikopleura n acuiuauu Styela HauuHAETCS paHbIle, YeM Y JTaHIET-
Huka Amphioxus (Branchiostoma) (ta6xn. 1). ¥ munoru Petromyzon n ampuonu
Triturus 4UCIO KIETOK 3apOAbIIIA K Hadaly racTpyJIsIliMd MHOTOKPAaTHO BO3pac-
TaeT 10 CPABHEHUIO C MPEICTABUTENIMU 000JI0UHUKOB. TakuM 00pa3om, cpeau
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Tadauna 1. Yucno KIeToK npu racTpyisaiuy NpeacTaBUTENIEH XOPIOBBIX

(mo Ruppert, 1997)

KuBoTHbIE YucJ0 gejieHui YucJ10 KIETOK
Oikopleura 5-6 38
Styela 67 76
Amphioxus 9-10 780
Petromyzon 11 2200
Triturus 14 1600

XOPAOBBIX HAYaJIO racTPyJIALHUs OTJIOKEHO, 3aMEJIJICHO Y JIAHLETHUKA U II03BO-
HOYHBIX, YTO TIPEJICTaBIsET COO0M TposiBiieHne HeoTeHuu (Ruppert, 1997).

JIPBUICOH M KOJIJIETH Pa3BHIIM THIIOTE3y «OTIOKEHHBIX» (“set-aside”), 3a-
MAceHHBIX JJIs Oyayiiero MopdoreHesa KJIeTOK, JalOIUX Hadayuio AehUHUTHB-
HOMY OpraHusMy mocie Metamopdo3a y KMBOTHBIX C HENPSIMBIM pa3BUTHEM
(Davidson et al., 1995). OTu pe3epBHBIC KJICTKH B X0J¢ SMOPHOTCHE3a W JTUIH-
HOYHOM CTaJnM BBIKJIIOYEHBI U3 mpouecca auddepeHunanum, coxpatss npak-
TUYECKH HEOI'PAaHHYEHHYIO CIIOCOOHOCTBH JENMTHCS M MPOAYLHUPOBATH HOBBHIE
MIOMYJISIIAA KIIETOK B3pocioro opranu3ma (Davidson et al., 1995). B cymaocTH,
BCE CTBOJIOBBIE KJIETKH, BKJIOYas TaMETOrE€HHbIE, MPEACTABISIOT COO0H «OT-
JIOKEHHBICY, PE3EPBHBIC KIIETKH, 3allaceHHbIC JIJIsi OyIyIIEro pa3sBUTHS H/HIN
¢u3nonornyeckoil u penaparuBHON pereHepannu. «CTBOJIOBOCTHY) BKIIIOYACT
ronepykanue HenuGepeHITNPOBAHHOTO COCTOSHUS KIIETOK, UX CIIOCOOHOCTH
K CaMOOOHOBJICHHIO MyTeM MHUTOTHYECKOTO JCNICHHUS M «OTIOKEHHYIO» CIIO-
COOHOCTB K uTonu(pdepeHuranu. Te uiIn HHbIE CHCTEMBI CTBOJIOBBIX KIJIETOK
00ecTeunBa0T MHANBHAYAIBHOE PAa3BUTHE, TIOJOBYIO M araMHYIO pElpoayK-
U1, BEDKUBAHUE M TOMEOCTa3 ((PM3HOJIOTHUECKYIO B PEIapaTUBHYIO pereHepa-
[IMI0) BCEX MHOTOKJICTOYHBIX Opranu3MoB (cM. Isaeva, 2011; Shukalyuk, Isaeva,
2013). PerymsiTuBHOE pa3BUTHE, TUIMYHOE IS XOPAOBBIX W OOJBIIMHCTBA
Deuterostomia, KOppenupyeT ¢ «U30BITOYHOCTBIO» KIETOYHOIO Marepuala,
BO3MOKHOCTBIO CEJIEKIIMHM Ha KJIETOUHOM YPOBHE B IpeJesiax opraHusma (4to
MOKa3aHO JJIsi UIMMYHOKOMIIETEHTHBIX KJIETOK M HEHpOOJIACTOB) U BBICOKHM
ypoBHEM MOP(HOTCHETHICCKOM THOETH KJIETOK (amorTo3a). ¥ MHOTOKJIETOYHBIX
¢ OOJBIIMMU pa3MepaMy U MHOXKECTBOM TKAaHEH 3HAUNTEIBHO OOJIBIIE BO3MOXK-
HOCTEH «pa3HECEHUS» Pa3IMUUN HKCIIPECCUU MapajoroB I'€HOB BO BPEMEHH
u npoctpanctse (Komuanos u np., 2004; I'yn6un u np., 2008), Bkirroyas npruode-
TEHHE HOBBIX ()YHKIIMI T€HAMU JIOMIOTHUTENbHBIX Hox-KIacTepos.

YV 103BOHOYHBIX BaXKHbI OHTOT€HETUUECKUIN U 3BOJIIOLIMOHHBIN PE3epB MOP-
(horenesa cOCTaBISAIOT TUTIOPUTIOTEHTHBIE CTBOJIOBBIE KJIETKM HEPBHOTO T'PEOHSL.
Krnetkn HepBHOW TpyOKH, HEPBHOTO I'peOHS M IKTOAEPMANbHBIX IUIAKOA IIO-
3BOHOYHBIX OCYLICCTBIISIIOT «BTOpoi payHxa passutusi» (Kirschner, Gerhart,
2005). b. Xonn (Hall, 1998, 2000, 2008) mocTynupoBa, 4YTO KJIECTOUYHBIH Mare-
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pHaJl HEPBHOTO rPeOHsI MPENCTaBIIsIeT COO0M UYSTBEPTHIN 3apOJIBIIICBBIN JTUCTOK,
1 o0yajiaroniue UM MO3BOHOYHBIE — YeTHIPEXCIIOHbIE KMBOTHBIE. OH cripaBe]l-
JIMBO TI0JIATaeT, 4YTO 3apOJbIIIEBBIC JMCTKU IOABEP)KEHbl MHTEHCUBHBIM 3BO-
JIOLMOHHBIM HM3MeHeHusIM. COorflacHO KOHLENIUM XOoJjIa, HEPBHBIH IpeOeHb,
KaK U Me307iepMa, IIPEe/ICTaBIsIeT COO0M BTOPUUHBIN 3aposiiieBbii auctok (Hall,
1998; cm. Taxke Minelli, 2003). PazsuBas uaeto Xomnna, B Ka4eCTBe YeTBEPTOTO
3apOABIIIEBOTO JIMCTKA XOPAOBBIX-NMIO3BOHOUHBIX JIOTHYHO PaccMaTpUBaTh BCIO
HEHpaTbHYIO TUIACTUHKY C MPUJIETAIOIIMM KJIETOYHBIM MaTepHasioM OyIyIIero
HepBHOro rpedus. Ilomarato, 4To HeipanbHYIO NIACTUHKY MOXXHO MMEHOBATb
HEWpOLEepMON U CUMTATh BTOPUYHBIM 3aPOBIIIEBBIM JHUCTKOM XOPIOBBIX, BbI-
JETSIOMUMCS U3 9KTOAEPMBI TIOAOOHO TOMY, KaK Me307epMa OTAEISEeTCs OT SH-
Toaepmel. [losiBeHue HelpoaepMBl ¢ MOCIENYIOIUM (GOPMUPOBAHUEM HEPBHON
TpyOKH W HEpPBHOTO I'peOHsI — apoMop(dHasi SBOJTIONHUOHHAS HHHOBAIUS XOPIO-
BBIX, OOecreynBIIasi BOSHUKHOBEHHE HEOBIBAJIIOTO HEWPOTCHHOTO KJIETOYHOTO
pecypca — u30bITKa HEHPOOIaCTOB ¢ MHOIOKPATHBIM YBEIMYEHUEM MAacChl MO3-
ra, BO3MOXXHOCTBIO 0TOOpa Ha KJIETOYHOM yYPOBHE U OBICTPOI HBOMIIOLIMEH MO3Ta.
Y TputoHa HelipanbHas tacTuHka coctaBiseT 50% sxropepmsl (I'mnbepr, 2010).
VY 3apozplia yenoBeka npeodiiaiaHiue OTHOCUTEIBLHON MacChl HEHPOT€HHOTO Kile-
TOYHOT'O MaTepHalia Ha CTaJUU HEHPyJIbl MOPA3UTENBHO: TP MPOCTOM BH3Yallb-
HOM CpaBHEHUH HEHPOTECHHOH MAacChlI KJICTOK C pa3MepaMu COMUTOB (cM. Shiota,
2008; ['mmbepT, 2010) o4eBUIHBI TETEPOXPOHHUSI, YCKOPEHHBIN aJIJIOMETPUUYECKHHI
poct u epamopdo3 (rurmepmMopdo3) HEPBHBIX BAJTHUKOB M HEPBHOU TPyOKH.
W3BecTHBIE PUMEPHI FETEPOXPOHUI BKIIOYAIOT HEOTEHHYECKHE TTPU3HAKU
MJICKOTIUTAIOIINX U YEJIOBEKa, B TOM YHCIIC aJIFIOMETPHIECKOE YBEIHUCHNE 00b-
emMa Mo3ra. Y 00e3bsiH U YeJIOBEeKa IO POXKAACTCs C OOJIBIIMM MO3TOM U Ma-
JIHBKOW Maccoil Tena, 3aTeM Macca Tesla PacTeT HaMHOI'o ObICTpee, YeM MO3T
(CaBennes, 2005). HemponoprinonansHasi SKCIaHCHSI KOPTUKAJIBHOW TIOBEPXHO-
CTH TOJIOBHOT'O MO3Ta YeJIOBEKA BEIET K TOSBJICHUIO CKIIaJJOK-00PO31; B pe3yib-
TaTe MPOXOXKACHUS TOMOTHUTEIBHBIX [IUKIIOB KJIETOYHOH PENpOAYKIIMH MTPOHC-
xonut 1000-kpaTHOE BO3pacTaHUE IJIONIA M KOPTUKAJIBHON TTOBEPXHOCTH MO3Ta
YenoBeka 1o cpaBHeHuIo ¢ MbIbio (Chenn, 2002). [TosiBnenne orpoMHOro HEM-
POTEHHOI0 KJIETOYHOr0 cyOcTpara MpHUBEIo K 00pa30BaHUIO HEOKOPTEKCa Mile-
KOMHUTAIOIINX Ha 0a3e BOMEPOHA3aJIbHOM CUCTEMbI PENTHIINH, PAa3BUTHIO AMSITH
Y MBIIIJICHHU S B COYETAHUH C TPEIKOBOH HHCTUHKTUBHO-TOPMOHAJILHOH CHCTEMOI
koHTpons noBeAenus (Casennes, 2005, 2010) u MOSBICHNUIO BHETEHOMHBIX CH-
cTeM mepenaun wHGopMmanuu. Pa3BuTHE BHYTpPEHHErO CKeleTa IO3BOHOYHBIX
B 3HAUMTEIBHON MEpe CHSIO OTpaHWYEHHS pa3Mmepa Tela W 00ecredmsio BO3-
HUKHOBEHHUE CJIOKHOI'O JIBUTATEJIBHOTO IOBEICHHUS. Y BBICIIMX HMO3BOHOYHBIX
BO3HHKJIM TEIJIOKPOBHOCTD, MJIALIEHTAPHOE KUBOPOKACHUE U PEHIPOLYKTUBHAS
cTpaTerus ¢ HeObIBaJIO BHICOKUM POAUTEIBCKUM BKJIAZIOM B KaXKJI0I0 TIOTOMKA.
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OBOJIIOLMOHHA S CTPATEI'MA: BOCXOXAEHUA U TYIIUKA

OOmee mpencrtaBieHUEe 00 HBONIONHMOHHOW CTPAaTETMH BIIEPBbIE BBEICHO
JI. Cnob6onkunbim (Slobodkin, 1964). Ananu3 3BOJIONMOHHBIX MpeoOpa3oBa-
HUH B KOHTEKCTE KOHIETIINH penponyKTuBHOM cTpateruu (MacArthur, Wilson,
1967; Kacpsuos, 1989; Kasyanov, 2001) mo3BoIsieT B KaKOW-TO Mepe OOBICHUTD
Pa3JIMYHYIO SBONIOIMOHHYIO CTPATETHIO B Pa3HBIX TAKCOHOMHUUYECKUX TPYTIIaX
XKUBOTHBIX. KOHLIENIINS penpOAyKTUBHON CTpaTeruy, paccMaTprBasi COBOKYII-
HOCTB aJlalTalllii, CBSA3aHHBIX C PA3MHOKCHHEM U Pa3BUTHEM, YUUTHIBACT ABa
aJBTEPHATUBHBIX THIIA €CTECTBEHHOT'O 0TOOPA, HAPABJICHHOTO HA MOBHIIIICHHE
00 TUIOJIOBUTOCTH, JTUOO KOHKYPEHTOCIIOCOOHOCTH M BBIKHBAEMOCTH 0CO-
ocit (Kasyanov, 2001). B aBomforiuu XopaoBbIX, 0COOSHHO ITO3BOHOYHBIX, OTOOD
Ha BBDKHMBAa€MOCTh WHIIMBHJIOB, 3a00TYy O IOTOMCTBE C BBICOKMMH 3aTpara-
MU MaTepuaja ¥ 3HEPruu Ha KaKJOro MOTOMKa, YBEIMUCHHE pa3Mepa Tena,
MOSIBIICHHE HOBBIX KJIETOYHBIX PECYpPCOB Pa3BUTHS, yIJIMHEHUE TIEPHO/Ia POCTa
U MJIACTHYHOCTh MOP(QOreHe3a crnocoOCTBOBAN PACHIMPEHUIO IBOJTIOIHOHHBIX
BO3MOXXHOCTEH 1 apoMOp(hHHBIM ITPeoOpa30BaAHUSIM.

ATnbTepHaTHBHAS SBOJIOIMOHHAS CTPATErHsl PA3BUTHS MPOSBIIIACH Y Opra-
HU3MOB C OBICTPBHIM TIOJIOBBIM CO3PEBaHUEM, BBICOKOMW TJIOOBUTOCTHIO, KOPOT-
KHM XKU3HEHHBIM LUKJIOM, BBICOKOH CMEPTHOCTBIO, MAJILIMH pa3MepaMH Opra-
HU3Ma, )KECTKO ICTePMHUHHPOBAHHBIM Pa3BUTHEM U MaJIOKJIETOUHOCTBIO, HAIPHU-
Mep, HEMAToJ B HEKOTOPBIX 000JI0YHUKOB. Takasi cTpaTerus JaeT BO3MOXKHOCTb
OBICTPOTO POCTA TOMYJISIINA X OCBOSHHU ST HOBBIX KOJIOTHYECKUX HHIII, HO YBOJTIO-
[IMOHHBIE N3MEHEHMS 110 THUITY HIH0AIANTAIINH BEIyT B SBOIOIMOHHBIN TYIIHK.

B Ouonornyeckom ¢GopmooOpazoBaHUM HEU30EKHBI (PU3NUECKHE, TeOMe-
TpHuecKue, OMoMeXaHN4YeCKHe U KOHCTPYKTHUBHBIC OrpaHUYeHUsI MOp(doreHesa;
O0IIMU «IM3aiiH» CTPOCHHS OpraHU3Ma OIpeelsieT HEKOTOPhIe HEM30eKHbIC
mopgosornueckue cienacteus (Gould, 2002). Ha ¢one nedanuzarnuu ¢ pas-
BHTHEM CHCTEM PELENIMY W aHaJu3a CUTHAJIOB BHEITHEH cpeasl Kak OOIIero
apoMop¢HOTO IBOIOLNUOHHOTO TpeHna Bilateria BeimensieTcss yrpata TOJNOBBI
KaK MIM0aJanTalns HEKOTOPBIX CIIEHUATN3UPOBAHHBIX [Py )KUBOTHBIX. Ha-
MpUMep, PaKOBHMHA JBYCTBOPYATBIX MOJUIIOCKOB, OOECIEUMBILNAS HAACKHYIO
3al[UTy U BBDKMBAHHE, OKa3aJlaCh DBOIOIMOHHBIM OTPaHUYUTENIEM; 3TH MOJI-
JIIOCKU 00JIaJ]al0T CHCTEMOW HEPBHBIX TAHTIIMEB, HO JIUIIEHBI TONOBHL. [Ipnoo-
peTeHne MeHTaMepuu ¢ ToTepel Moispu3aluy Teia U mnedann3anun Owmnare-
Pa’TBHBIX TPEIKOB MPHBEJIO K yTpaTe T'OJOBBI COBPEMEHHBIMU HWTIIOKOKUMHU.
[Ipu meTamopo3e TEepsIIOT roJIOBY U ACIUANHU, Y KOTOPBIX BO B3POCJIOM COCTO-
SIHUU OCTAETCs JULIb PEy IMPOBAHHBII FaHTIUII.

OBOJIONMOHHAS «MH)KCHEPHUS» JajeKa OT COBEPIICHCTBA M MOI00Ha pado-
Te JKEeCTSHIIUKA-TyImIbIIuKa (tinkerer), KycTaps-peMECICHHUKA, HCIOIb3Y-
IOIIET0 TOIPYYHBIE MaTepuaibl I pa3Hbix meneit (Jacob, 1977). B xadectse
MPUMEPOB «KYCTapHOH pabOTHI» HBOJIONWU TpPHBENEHBI nepecTpoiiku Hox-

kiactepoB (David, Mooi, 2014), ”HBEpTUPOBAaHHOCTh CETYATKHU MO3BOHOYHBIX
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(Hoxuns, 2013), «Hepa3yMHbIH Au3aiiH» TOJOBHOrO Mo3ra venoBeka (Jacob,
1977, Williams, 1992; Gould, 2002). Mo3r 4yeyioBeka, 3BOJIFOIIMOHHO CHOPMHUPO-
BaBIITUICS KaK HAJIO)KEHHUE CTAPBIX W HOBBIX CTPYKTYp, D. Kakob (Jacob, 1977)
CpPaBHWJI C KapeTo, MpeaHa3HaueHHOW ISl TATH JIOMAIbMHU, K KOTOPOU TIPH-
CTPOCH PEaKTHBHBIN JIBUTATENh. Hen30eKHBI SBONFOIIMOHHBIC TYITHKHU, YBOJIO-
uuonHble noBymku (Williams, 1992) u nake 3BONTIOLMOHHBIE «YEPHBIE JBIPBD)
(Harvey, Partridge, 1987). 1o cioBam Cnobonkuna (Slobodkin, 1964, p. 351),
“If evolution can be regarded as a game, it is a game that can be created by
Kafka or Sartre”. Ho sBo:ronms mprBesia ¥ K TAKUM KPYITHSHIITM apOMOP(PHBIM
WHHOBAIMsM, KaKk BO3HHKHOBeHHe Eukaryota, nedanmuszanus Bilateria, pa3su-
THE MO3Ta M CO3HAHUS BBICIINX MTO3BOHOYHBIX.
SBOJIIOLUMOHHBIE ITPEOBPASOBAHU A CUMMETPUU
U TOITOJIOT M METAZOA

Baxxneiimme »BomonnoHHBIE TTpHOOpeTeHnst Metazoa MOXKHO paccMmarpu-
BaTh B CBETE KOHIEMIINU MPOrPECCUBHON dBOMONNH Kak apomopdossl mo Ce-
BepuoBy (1939). DBoMIOMOHHBIN yCHEX KUBBIX OPraHU3MOB 00YCJIOBJIEH ajall-
TalUel K OKPY’KaIolIeMy MHpY, BKJIIOUAIOIIEH ero ajeKBaTHOE OTOOpa)keHUe
OpPTaHU3MOM — OT OIIPE/IeICHU I OCHOBHOW OCH CHMMETPHH CEICHTAPHBIX JKUBOT-
HBIX M PACTEHHUH 70 KapTUPOBAHUS MPOCTPAHCTBEHHBIX KOOPAWHAT BHEITHETO
MEpa MO3roM mitekonuraronux. Hodenerckas nmpemust 2014 roma mpucyxaeHa
Jx. O’Kudy (John O’Keefe) u cynpyram Mozepam (Edward Moser, May-Britt
Moser) 3a OTKpBITHE «KJIETOK MecTa» (place cells) B runmmokamime u «KIETOK
pemeTkn» (grid cells) sHTOpHHAIBEHOTO KOPTEKCa BUCOYHOM 10TH, OIPEACISIO-
IMX ¥ 3alIOMHHAIONINX MOJIOKEHHE U MepeMelleHIe KUBOTHOTO B IPOCTPaH-
ctBe (O’Keefe, 1976; Moser et al., 2008). DTu HEHPOHBI CO3AAIOT KICTOYHYIO
CUCTeMY KOOPIMHAT, CHCTEMY OpHUEHTAI[M! 1 HABUTAIlNH KaK 9acTh HEHPOHHOU
KapThl MO3Ta, 0TOOpaKaroIIeil BHENITHEE TPOCTPAHCTBO.

OBOJIOLMOHHOE YCJIOKHEHHE CUMMETPHH KHUBOTHBIX (Ha s13bIKE (PU3MKHU —
MOHMKEHHUE MOPsIAKAa CHMMETPUH) pacCMaTpUBAETCsl KaK Mepa CI0KHOCTH Op-
ranm3anuu (cM. bemoycos, 2013). AKTHBHOE MEepEeMEIICHUE KUBOTHBIX BEICT
K TIOJISIPU3AIMKA CTPOSHHSI OpraHu3Ma, OPHEHTAIMs OCHOBHBIX OCEe KOTOpO-
TO ompeneseTcs CUMMETpHuen ¢u3mdeckux moyen. [lepeqnesaaasast och Tena
COOTBETCTBYET HAIPABJICHHUIO IBHKCHHS, C JIOKallM3allMel pra, Mo3ra, ria3
U APYTHUX CEHCOPHBIX OPraHOB B IEpEIHEH YaCTH, TOT/1a KaK I0PCO-BEHTPaJIbHAs
OCh OPHEHTHPOBAaHA B COOTBETCTBUU C BEKTOPOM TPaBUTALMH U IPAHUYHBIMU
YCIIOBUSIMU 0OMTaHUs Ha pasfene pusndeckux a3z (cM. Minelli, 2003; Pynmept
u 11p., 2008). DBOTOMMOHHOE YCIOKHEHUE oprann3Ma Metazoa MpruBeIto K MOsB-
JIeHHI0 OMjaTepalIbHON CHMMETPHH C TIOCIEAYIOIINM YCUIICHUEM MO IPU3aAIIHH
(nedanuzanun), T00aBICHIEM TPAHCISIIUOHHON CUMMETPHUH (METAMEPHH) U JIe-
BO-NIPaBOW aCUMMETPHH BHYTpeHHUX opranos (cMm. Mcaesa, 2013). DBomrouus
CUMMETPHH XOPJOBBIX BKJIIOYAET OOJIbIIEE YHCIO 3BONIOLMOHHBIX Mpeodpa-
30BaHUI O cpaBHeHUIO ¢ mpenctasutensiMu Ecdysozoa m Lophotrochozoa.
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[ToMuMO COMUTOMEpPHH, XOPIOBBIC O0JIAJAOT JIOTOJIHUTEIBHBIM BapUaHTOM
TPAHCIAIIMOHHON CUMMETPUH — OpaHXHOMEPHUEH, T. €. PHTOACPMATHLHOU TJIOT-
KOW ¢ MHOTOYHCIICHHBIMH TTapHBIMU skabepHbiMu measmu (Minelli, 2003; Pyr-
niepT u ap., 2008). Utak, cpenu Metazoa y XopZ0BbIX HanOo0JIee BEIPaKEHO IBO-
JIFOIMOHHOE YCIIOKHEHNE OPTaHU3Ma U €r0 CHMMETPUIHBIX XapaKTEPUCTHK.

[IpeoOpa3zoBaHust CHMMETPHUU B 3BOJIFOIIMH U Pa3BUTHU CBSI3aHBI C TOIOJIOTH-
YECKMMHU TpaHCHOpPMAIUSIMHU OpraHu3Ma. TormoIorndeckuii moaxo/ aenaet Bo3-
MOKHBIM KOJTMYECTBEHHBIN aHaIN3 c(PepuueCKuX NepecTPOEK TOMOIOTHIECKOTO
pOa TOBEPXHOCTH Te€Jla MHOTOKJIETOYHBIX )KHBOTHBIX B Pa3BUTHH M DBOIIOINH
(Isaeva et al., 2008, 2012). [ToBepxHOCTH Opranu3mMa Metazoa (ero 3MUTETUAITH-
Has «000yI0uKay, oOpa3yemMasi IPOU3BOIHBIMH JIFOOOTO 3apOBIIICBOTIO JINCTKA)
B AMOPHOHAJILHOM Pa3BUTHH IMPETEPIICBACT IMOCICI0BATEIBHBIC MIEPECTPOUKH,
HU3MEHSIOIINE TOMOJIOTUUECKUH POJ] TIOBEPXHOCTH (p), 3HAYCHHE KOTOPOTO OIpe-
JISJISICTCST YUCIIOM CKBO3HBIX KaHasoB (Isaeva et al., 2008, 2012). B sBosmrornu xKu-
BOTHBIX TIPOMCXOMI TIEPEXO OT OPTaHM3MOB, JTUIIIEHHBIX CKBO3HOT'O KHIIIEYHO-
ro KaHaja, MOBEPXHOCTh KOTOPBIX TOMOJIOTHYECKH IKBUBalleHTHa cdepe (p=0),
K OpraHu3MaM CO CKBO3HBIM KHIIICYHBIM KaHAJIOM U TIOBEPXHOCTHIO TENa, TOMe-
omop(HOU TOopy (p=l), 3aTeM K YKHUBOTHBIM C JIOTIOJIHUTEIHHBIMUA CKBO3HBIMU
AMUTETHUATEHBIMU KaHAJIAMU, IOBEPXHOCTH TeJIa KOTOPBIX CTajla TOMOJIOTHIeCKU
SKBUBAJICHTHA MHOXecTBeHHOMY Topy (Isaeva et al., 2008, 2012). B opranm3me
MHOTOKJIETOYHBIX KHBOTHBIX CKBO3HBIE KaHAJIbI XapaKTEPHBI JUISI CHCTEM, TI0-
CTaBJISIONINX MATAHUE M KUCIOPOJ JIMOO BBIBOISIIUX SKCKPETHI;, TOIOIOTHYE-
ckue TpaHchopMaluu, yBEIIMYMBAIOIIUE TUIONAIb 3TOTO pa3zena, o0ecrneunBa-
0T JIYUIIYIO ajanTaiuio opranusMa kK cpene (Isaeva et al., 2012). Y xopmoBbix
Ha CTaJIMU HENPYJIbI CYIIECTBYET CKBO3HOW HEMpaIbHbIN KaHa — JOTOTHUTEIb-
HBII KaHaJI, TOMIMO KAIIEYHON TPyOKH 1 MTapHBIX CKBO3HBIX KaOEPHBIX IIeIei,
¥ TaKoro HabOpa CKBO3HBIX KaHAJIOB HET y TMpEACTaBUTENeH APYyTHX TAaKCOHOB
OusaTepalibHBIX JKUBOTHBIX. TOpOHIHBIE ()OPMBI CO CKBO3HBIMH JITUTEIUAIb-
HBIMHU KaHaJaMH PacCMaTPHBAIOTCS Kak (DyHKIIMOHAIBHO ONMTHMHU3UPOBAHHBIH
nu3aitn Metazoa, TOCKOJIBKY TOMOJIOTHYECKUE TPAHCPOPMAIIUH SITUTETHAIBLHOM
MTOBEPXHOCTH OpraHU3Ma yBEIHMYHUBAIOT MMOBEPXHOCTH pa3/iesia 1 KOHTaKTa opra-
HH3Ma CO CPEION, CIIOCOOCTBYS JTydIIel aganTaIiii K OKPYKEHHUTO.

3AKJIFOYEHUE

Kaxk mokazano, nynaukamnuu Hox-ki1acTepoB U COBEPIIICHCTBOBAHUE CUCTE-
MBI TEHETUYECKOT'O0 KOHTPOJISI OKa3aJIUCh ABOJIOIMOHHBIMU MTPUOOPETCHUSIMH,
BEAYIIUMH K KPYITHBIM apOMOP(HBIM MTPeoOpa30BaHUsM, TOIIA KaK PauKaib-
HBIE TIepecTpoiiku Hox-Ki1acTepoB KOPPETUPYIOT ¢ HEOOPATHMBIMHU HIMOA AT~
tanussMu. Cpean apoMOp(HBIX SBONFOIMOHHBIX TPHOOPETEHNN XOPIOBBIX O
HUM W3 BOKHEHIINX OKA3aJI0Ch BOSHHKHOBEHHE HEHPOAEPMBI KaK YETBEPTOTO
3apOJIBIIIIEBOTO JINCTKA W 3aTE€M HEPBHOW TPYOKH, UTO 0OECIICYMIIO BOSHUKHO-
BeHHUE HEOBIBAJIOrO KJIETOUHOI'O pecypca Helporenesa. DBONIOLUOHHBIN ycex
JKUBBIX OpPTaHU3MOB OOYCIIOBJICH aanTarueii K OKpyKaromemMy MUpPY, BKIIOUa-
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IOlIeH ero aJekBaTHOE OTOOpaKeHHE OPraHU3MOM — OT ONpPEICNICHHsI ero Oceil
CUMMETPHUH JIO KapTHPOBAaHUsS IMPOCTPAHCTBEHHBIX KOOPAMHAT (hU3NUECKON
Cpeabl MO3TOM BBICIIMX TTO3BOHOYHBIX. YCIOKHEHHE MOPPO]PYHKITHOHATHEHOTO
CTpoeHus opranu3zMa Metazoa, erOCUMMETPHUIHBIX U TONOJOTMYECKUX Xapak-
TEPUCTUK HauOoJiee BBIPAXKEHO Y XOPIOBbIX.
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Evolutionary gains and losses
V.V. Isaeva

Hox-cluster duplications, upgrading of the regulatory genetic system, the emergence of
neuroectoderm, hollow neural tube and numerous populations of stem cells were key
evolutionary acquisitions in Chordata. In the evolutionary line of chordates-vertebrates-
mammals, display of neoteny as well as peramorphosis contributed to such aromorphic
innovations as an increase in the body size and longevity, brain development, the emer-
gence of extra-genomic system of information transmission and of the highest parental
investment in an offspring. Radical reorganization of Hox-clusters, a small body size and
other correlative features in Ecdysozoa and tunicates among Chordata represent the ex-
treme expression of an alternative evolutionary trend with a predominance of progenesis.
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O HEKOTOPBIX OCOBEHHOCTAX
HUCTOPUYECKOI'O MOP®OI'EHE3A

H.C. bapckos

Taneonmonocuueckuti uncmumym PAH um. A.A. Bopucsxa,
MI'Y um. M.B. Jlomonocosa
is_barskov@mail/ru

OnHol U3 IMIaBHBIX 3a/a4 Oosee, 4YeM JIBYXCOTJIICTHEr0 pa3BUTHS HAay4HOMH
MAJCOHTOJIOTHH, OBUIO BBISIBJIEHHWE TAKCOHOMUYECKOTO Pa3sHOOOpas3usi TPyl
BBIMEPIIUX OPraHU3MOB Pa3IUYHOTO paHTra OT BUAOB A0 KiaccoB. Ompene-
JICHHBIC UTOTH 3TOT0 W3y4eHHUs ObUIM MOABEJCHBI B cepeuHe XX B. B MUPO-
BBIX cBoaKkax (OcHOBBI majeoHTodoruu, Treatise on Invertebrate Paleontology).
B 70-80 rr. 0600menneM 3TUX pe3ynbraTtoB ctanu padboTsr JIx. k. Cenkocko-
ro u JI.M. Payna (Raup, 1976; Raup, Sepkoski, 1982; Sepkoski, 1978, 1982, 1984,
2002), B KOTOPBIX OBLIM MPOCIIEKEHBI 3aKOHOMEPHOCTH U3MEHEHU S (AMHAMUKH)
TAKCOHOMHUYECKOr0 PazHOO0pa3msi MOPCKON OMOTHI Ha IPOTSKEHUH (haHEePO30sl.
VYcTaHoBIIeHa Ba)kHask 3aKOHOMEPHOCTh — MOBTOPSIOIINECS KPAaTKOBPEMEHHBIC
B MaciuTade reoJOrn4eckoro BpeMEHU MHTEPBaJIbl PE3KOr0 COKPAIIECHUsS pas-
HOOOpa3usi, Ha3BaHHBIC NIEPHOJAMHU MACCOBBIX BBIMHUPAHUH, a B TE€X CIyyasx,
KOIZ1a BBIMUPAHMS 3aXBaThIBAJIM 3HAYUTEIIbHYIO YaCTh 36MHOW OMOTHI, — OHO-
THYECKHMH UM IKOJOTHYeCKMMH KPU3UCAMMU.

OTH UHTEPBaNbl UCTOPHH 3eMJIM HA MPOTSHKEHUU TIOCIEAYIONINX JeCATH-
JNETHIH CTalld e/[Ba JIM HE OCHOBHBIMH OOBEKTAMH TAJCOHTOJOTHYECKUX HC-
ciefoBaHui. bpulo MoKa3aHO, 4TO K BBIMUPAHHUIO MOIJIM NPUBOAUTH MHOTHE
13 KPyHHEWIINX a0MOTHYECKUX U3MEHEHHUH re0J0rnuecKoil Cpesibl, CBA3aHHbIE
C 3€MHBIMU — 3BCTAaTHYECKUE, TEKTOHWYECKHUE, BYJIKAaHWYECKHE, KIMMaTHYe-
CKHE MepTypOannu — Ui KOCMUYECKUMH MPHYUHAMU. BeIMUpaHus, Kak u Ju-
Bepcu(UKALUS ¥ POCT Pa3HOOOpa3Hsl, SBISIOTCS HEOTHEMJIEMBIM aTpHOyTOM
HNCTOPUYECKOTO Pa3BUTHS HE TOJIBKO OTAENBHBIX I'PyII OHOJIOrHYeCKOro Mupa,
HO U BCEH 36MHOM OMOTHI 1IETIOM.
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Puc. 1. lunamuka pazHooOpasus poaos (a) u cemeicTs (0) (mo: Sepkovski, 1982, 2002).

[Tpobnema BEIMUpaHUS U KPU3UCOB OKa3allaCh CTOJb MTPHUBIIEKATEIIEHOMN, YTO
MMEHHO C BBIMUPAHHSIMH CBS3bIBAJIOCH U MOSIBIICHHIE HOBBIX T'PYIII U ITOBBIIIICHUC
(pocT) pazHooOpa3usi B MPOIecCce HCTOPHUUSCKOTO PA3BUTHUSI TPYII OPraHU3MOB U
3eMHO OMOTHI B 1IeJIOM. BecbMa pacrpocTpaHHIIOCh M CTaJI0 TTOYTH OOIIETPUHS-
TBHIM MHEHHE O TOM, YTO OMOTHYECKUE KPU3UCHI (KAKOBHI ObI HU OBLIA WX TIPHUIN-
HBI) ¥ CBSI3aHHBIE C HUMHU MacCOBBIE BRIMUPAHHSI, & B KOHEYHOM UTOTE — A0HOTHYE-
CKHE BO3JCHCTBHS, SBJISIOTCS OCHOBHBIM (DAKTOPOM U IBHOKYIIEH CHIION HCTOPH-
4ecKoro Mop(¢oreHesa OpraHn4eckoro Mupa. BeiMupaHus CTUMYIHPOBAIH POCT
TaKCOHOMUYECKOT0 pa3HO00pa3us (He 00513aTe/IbHO CBA3aHHBIHN ¢ OMOJIOrHYECKIM
IPOrpeccoM), MOsIBIIEHHE HOBBIX MOP(OIOrnYecKrX MPU3HAKOB PA3HOTO paHTa u
TPEHJIOB, & B AKOJIOTMYECKOM M OMOC(EpPHOM IIaHe — YCIOKHEHUE, YUTHHEHUE
Tpo(hUYEeCKHX Iienel, MOsSBICHHE HOBBIX HII JPOOJICHHE CYIIECTBOBABIINX KO-
JIOTUYECKUX HHIL, aIaNITUBHBIX 30H U TU(PPEePEHIHALINIO FIKOCUCTEM.

BwMmecTe ¢ Tem, 3TOT MOIXO0/] MPEACTaBISETCS M OJHOCTOPOHHUM, U HEI0CTa-
TOYHBIM JIJIsi OOBSICHEHHSI MHOT'HUX aCIeKTOB JUMHAMHUKH Pa3HOOOpa3usi OMOTHI
B T€OJIOTHYECKOM MPOIILIIOM.

KauecTBenHble 1 KoMMYeCTBEHHBIE MOP(OTeHETHIECKHE H3MEHEHUS U KO-
nebaHus pa3HOOOpasusi B HICTOPUH OMOTHI OOYCIIOBJICHEI HE TOJIEKO BBIMHPaHH-
smu. locnenyromniee BOCCTaHOBICHUE Pa3HOOOpa3usi U €ro pocT HE SBISIOTCS
JIUIIb 3BOJIIOLIMOHHON KOMITeHcanuel BeiMupanusi. CylecTBYIOT U BHY TPEHHHE
OMONOTMYECKUE MEXaHU3MBI, PEryJIUPYIOIINEe pasHooOpasue.

Hawnbonee mokazarenbHBIM MPUMEPOM TOTO, UTO ITO TakK, ABIsETCS (peHo-
MEH «I1aJI€030CKOr0 IIATO», OTYETINBO BRIPAKEHHBIN Ha KpUBBIX CErKoCcKo-
ro (puc. 1). Ha mpoTtshkeHun maneo3os «CpeaHee» POAOBOE M CEMEWCTBEHHOE
paszHooOpaszue 0cTaBajoCh B LEJIOM MOCTOSSTHHBIM (0KoJ0 1100 pomos u 450 ce-
MeicTB). Bermupanus kak Obl «KKOHTPOIUPOBAIH» U «OTPAHUYUBAII €T0 POCT.
Ha me30-kaiiHO30MCKOM 3Tane, HECMOTPsl Ha BBIMUPAaHUs, 110 CBOEMY MacLITa-
Oy He MeHee pa3pyIIUTEIbHEIC, YeM B TTaJIe030€, POCT pa3zHOOOpasws MpHoOpe
SKCIIOHEHITHATBHBIA XapaKTep.
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DTO HECOMHEHHO MOKAa3bIBACT, YTO BHYTPCHHHE OMOJIOTMUYECKUE MEXaHMU3-
MBI (ITyCTh TTOKA HEU3BECTHHIC) BN HA TO, KAK MMEHHO OYyIyT CKa3bIBATHCS
MTOCIIEICTBHSI MACCOBBIX BBIMUPAHUN M SKOJIOTUYECKUX KPH3UCOB HA MOCIETY-
IOIYI0 AMHAMUKY pazHooOpasus U Ha CTPYKTYypy OuoThl. Huxke OyneT mpemio-
JKEH eIlle OJIMH BapHaHT MOAX0/a K O0BSICHEHUIO JaHHOTO (heHOMEeHa.

Lenbro HacTOSIICH PAOOTHI SBJISCTCS MOMBITKA TPOAHATU3UPOBATH 3aKOHO-
MEPHOCTH TOSIBJICHUSI HOBBIX TAKCOHOB, OJTMHAKOBHI JIU OHU JIJII TAKCOHOB pa3-
HOTO paHTa, 00CYINUTh, KOT/Ia U KaK TOSBIISIIACH TAKCOHEI.

s HammX 1iereit HeoOXOaUMO JOMTYCTUTD, UTO MPUHSTAs B ONOIOTHUECKOM
CHCTEMaTHKe HepapXusi TAKCOHOB aJIeKBATHO OTPaXKaeT HePaPXUUIECKOE YCTPOii-
CTBO TIPHPOJIBI BOOOIIE U OMOJIOTHYECKUX CUCTEM, B YACTHOCTH, a HE SBIISICTCS
HCKYCCTBEHHOM KOHCTPYKIIMEH, CO3IaHHOM ISl YIIOPSIIOYCHUSI 3HAHUH U YJ100-
cTBa u3ydeHus. OTcroaa cienyeT, 4To TaKCOHBI JTF0O0TO paHTa (BHbI, POIBI, Ce-
MeHCTBa, OTPSIbI) 00JaAAI0T CHCTEMHBIMH CBOWCTBAMH U TIPEACTABIAIOT OO0
peabHbBIE CYIIHOCTH (entity) OpraHn4ecKoro MHUpa - IPUPOAHBIE pa3BUBAIOIIHE-
Csl CHCTEeMBI pa3Horo ypoBHs. He BaaBasich B puitococKy o, THOCEOIOTHUECKYIO
u nicuxosyorudeckyto (MeiieH, 1984; [TapnunoB, 1992) nomorieKy Takoro perie-
HUS, YKAXKEM TOJIBKO, UTO MPUHITUE NHON TOYKY 3pPEHUS JINIIAET CMBICITA BCIKUE
HCCIICTOBAHU S, KACAIOIITUECS BBISBICHHS 3aKOHOMEPHOCTEH Pa3BUTHS OpraHuye-
ckoro mupa u Ouochepsl. K BEIBOTY 0 peansbHOCTH BBICIIUX CHCTEMaTHYECKUX
KaTeropuii MPUXOAMIIM MHOTHE HccienoBarenu (Memnukos, 1974; IIsapi, 1976;
Bapckog, 1988; [llumanckuid, 1990, 1995; Mapkos, 1995; Mapkos, Halimapk, 1998
u ap.). llpuzHanuem 3Toro siBIseTCs, B YaCTHOCTH, OOLICTIPUHSATOE MOpa3ieiie-
HYE 3BOJIOIMOHHOIO Mpoliecca Ha MUKPO3BOJTIONHIO 1 MAaKPOIBOJIIONHUIO0. [Tep-
Basi UMEET JIETI0 ¢ HEOOPATHMBIMHU H3MEHEHHUSIMH, MTPOUCXOMSIITUMA HA YPOBHE
BHJIOB, BTOpasi — Ha YPOBHE BCeX 00JI€e BRICOKMX TAKCOHOMHYECKUX KaTETOpHH.
HecmoTpst Ha BBICKa3bIBAIOMIMECS COMHEHHUS B MIPABOMEPHOCTH TAKOTO TMOApa3-
JIeNIeHUS SMHOT 0, KaK IOJIAraloT, poliecca, 0e3 TaKOoro pa3/ieieHus He ObLTH ObI
MOHSITHl MHOTHE 3aKOHOMEPHOCTH Pa3BUTHs OuoJiorudeckoro mupa. [Iporecchr
MUKPOIBOIIONNH, BEISICHCHUIO KOTOPHIX B XX B. IMMOCBSIICHO OTPOMHOE KOJIUYe-
CTBO PaboT, He OOYCIABJIMBAIOT HAMPIMYIO TeX MPOIECCOB, KOTOPhIE MPUHSTO
Ha3bIBaTh MAaKPOABOJIONHEH. MOKHO yTBEp)KJIaTh, YTO TOYHO TaK)Ke 3aKOHO-
MEPHOCTH JBOJIFOIIH Onochepsl, KOTOpas MO CYIIECTBY SBISETCS ABOJIOIUEH
COOOIIECTB M 3KOCHCTEM Pa3HOTO YPOBHS HE CBOASTCS K MAaKPOIBOIOIIHOHHBIM
nporeccaMm. Paznenenue nccieqoBaHui Ha MUKPOIBOTIOIMOHHBIE M MAKPOIBO-
JIIOLIMOHHBIE 3TO HE TOJIBKO pa3Hble YPOBHU U3yUEHHUS OJJHOTO IIPOIecca IBOIIO-
A, JTO 03HAYAET, YTO B TIOSBJIICHUH M HCTOPUUECKON CyTHOE TAKCOHOB Pa3HOTO
paHra, HapsAy ¢ OOIIMMH YepTaMHu, UMEIOTCS 3aKOHOMEPHOCTH, CBOHCTBEHHBIE
TOJIBKO TAKCOHaM JIAaHHOTO PaHTa, KOTOPBIE HE CBOJIMMBI K 3aKOHOMEPHOCTSIM
pa3BUTHUS TAKCOHOB APYTroro panra. JIoruyHo moiaratb, 4TO 3TU 3aKOHOMEPHO-
CTH JIOJIKHBI HAXOJIUTh OTPAKCHUE M B OCOOCHHOCTSIX JUHAMUKHU Pa3HOOOpa3us
U B QHJIOTEHETHYECKHUX CXEMaXx JIJIsi TAKCOHOB Pa3HOI0 paHra.
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Hepapxusi TAKCOHOMUUECKHUX KATETOPHiA, B 0OIEM, €uHA JIJIT BCEro Ouo-
sorudyeckoro Mupa. OCHOBHBIE KaTerOpHH, y3aKOHEHHBbIE MexIyHapoIHBIMU
KOZIEKCaMH 300JI0THYECKOH, OOTaHWYECKOH HOMEHKJIATyphl M HOMEHKJIATYPHI
OaxTepuii, COMOCTAaBUMO OTPaKAIOT YPOBHU OPTaHHU3AIMU KHBOTHOTO, PACTH-
TEJIBHOr0 W OaKTepUabHOI'O IApCTB. Paznmuums B KOTWYECTBE MOAYMHEHHBIX
KaTeropuii: OoJbliee — JiJIsl KaTerOpui BBIIIIE CEMEWCTBA B 300JIOTUH, U OOJIBIICE
JUISl POJTOBOM M BUJIOBOM T'PYIIIBI — B OOTAHUKE U MUKPOOUOJIOTHUHU, BO3MOKHO
CBsA3aHO HE TOJIBKO C TAKCOHOMHWYECKUMU TpaJULIUAMU, HO UMECT U OIIPCIACIICH-
HOE cofiepKaTeabHOe 3KoIorndeckoe 3HaueHue (bapckos u ap., 2005).

OO6cyxaasi OCHOBHBIE OCOOEHHOCTH MCTOPUYECKOTO Pa3BUTHS Pa3IMYHBIX
TPYIIL Pa3BUBAIOTCS JIM OHU MO «aJallTHBHOMY» MYTH — «MarHCTPaIbHBIC)
TPYIIbI, WIN «HHAJANTUBHOMY» MYTH — «IarepaibHbiey rpynnsl, B.H. [lu-
manckuit (1990, 1995) npenoxui BEIASHATE CIEAYIOMINE TPYIbl TAKCOHOMH-
YECKUX KaTeI‘OprI. MI/IKpOTaKCOHBI — BUJBI; ME30TaKCOHBI — poaa; MaKpOTaK-
COHBI HU3MINE — CEMEHCTBA, MAaKPOTAKCOHBI BBICIINE — OTPSIbI; METaTaKCOHBI
HUBIINE — KJIACCHI, METaTAKCOHBI BBICIITHE — THITHI.

Beigenenue 3Tux TpyIn MpoOBEICHO, B 3HAYMTEIBHOH Mepe, (hopMaibHO,
MPOCTO B COOTBETCTBUH C OCHOBHBIMU KaTeropusimu Kojiekcos, 0e3 skoyioruye-
CKOT'0, 9KOCHCTEMHOT0 00OCHOBAHUS, 338 UCKIIOYEHUEM TOTO, YTO aBTOP « CUH-
TaeT POJ CTOJb kK€ OOBEKTUBHOMN (BO BCSIKOM Cllydae B MAJICOHTOIIOTHH) TPYII-
oit, kak u Bua» (Ilnmanckuit, 1995, c. 36). BMmecTe ¢ TeM, Takre 000CHOBAHHS
MMEIOTCS HE TOJBKO JIIsE POAOB. B 3TOM cityuae, 0ObeMHEHIE TaKCOHOMUYE-
CKHX KaTEropHil B IPYIIIBI OyTyT HEMHOTO HHBIM.

Ecnu cunrath, 94TO TAKCOHOMUYECKUE KATCTOPUU MPEJICTABIISIOT COOOM pe-
AJIBHBIC IIPUPOAHBIC CUCTEMBI, TO B UX PAHXXHUPOBAHNU JOJI’)KHA GBITL OTpaxeHa
aJanTUBHAS CYIIHOCTD KaXKI0H 13 Kateropuil. JlocTaTouHo 00IIenpru3HaHo, 9TO
B CTPYKTYPE IKOCHUCTEM BUIBI U TTOJIBU/TBI COOTBETCTBYIOT 8l THBHBIM HUIIIAM:
M3BECTHO KPBLIATOE BRIPAXKEHUE: «OJIUH BUJ — OJ{HA HUIIa». Poabl u cemeiicTBa
3aHUMAIOT aJIANITUBHYIO 30HY. TakCOHBI O0JIee BRICOKOTO paHTa — OTPs/IbI, KJlac-
Cbl, THUIIbI BIPAMYIO HC BOUCBIBAIOTCA B SKOJIOTHYECKY IO KHaCCI/I(bI/IKaHI/IIO u Xa-
PAKTCPUIYIOTCA KaK IJIaHbI CTPOCHM A, NI apXCTUTIBI. Xots HEKOTOPHBIC YEPTHI
apxeTHIra MOTYT pacCMaTPHUBAThCs KaK MPHUCIIOCOONTENbHEIE, HATIpUMep, TTPHH-
LATMHANIBHBIE TPU3HAKNA PAKOBUHBI, XapaKTEPHBIE JUISl Pa3eIeHUsT MOJUTFOCKOB
Ha KJIacchl. /IBycTBOpUaTas pakOBHHA KaK aJanTalius K OOUTAaHUIO Ha UCXOTHO
Ha MATKHUX I'PYHTax, raCTponoJ — Ha TBEPAbIX, XUTOHOB — Ha KAMCHHUCTBIX, LIC-
¢danonon — B nmenaruanu. B pamkax apxeTuna TakCOHbI Ooliee HU3KOTO paHTa
MoryT nuddepeHIInpoBaThCs M0 Pa3HbIM aIaTUBHBIM 30HAM M HUIIAM.

Taxum 006pa3om, OoJiee JTOTUIHO BBIJEISATH CIASNYIOIIHE KAaTeTOPHH TaKCO-
HOB. MUKPOTaKCOHBI — BUBI M TTOJIBH/IBI, MAKPOTAKCOHBI — POJBI 1 CEMEHCTBA,
MEraTaKCOHBI — OTPSIJIbI, KJIACChl, THIIBL. Eciiu Takoe paHXKupoBaHUE OTpaxa-
€T pa3jInYHbIC «CBOMCTBaY peaIbHbIX 6I/IOJ'IOFI/I‘-ICCKI/IX CHUCTEM, TO OIllpaBaa-
HBI HE TOJIBKO CaMoO dTO MOoJpa3/ieliecHue, HO BO3MOXKHOCTh M HEOOXOJUMOCTh
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Pa3lenbHOTO U3YUYCHHSI 0COOCHHOCTEH MX TOSBICHUS M BHIMUPAHUS B T'€0JIO-
TFUYECKOM ITPOIILIIOM.

Hauwnnas ¢ padot /[. Payma n [[x. Cenkockoro, KOJIMYECTBEHHBIE TaHHBIC
Mo TMHAMUKE Pa3HOOOpa3us TAKCOHOB BHJIOBOTO, POJOBOTO U CEMEHCTBEHHOTO
paHra HEeoJHOKPAaTHO 00CYXAanuCh B tuTeparype. Bunosas cxema (Raup, 1976)
OKa3ajach OJHO3HAYHO HEIPHEMJIEMOM JJIs TO3HAHUS UcTopuu OnoThl. Hanbo-
nee nHHOPMATUBHBIMH MPU3HAHBI MATEPUAJIBI TI0O TAKCOHAM POJIOBOTO M CEMEM-
ctBerHoro panra (Raup, Sepkoski, 1982; Sepkoski, 1978, 1982, 1984), xoTopsie
XOPOIIIO U3BECTHHI (puC. 1).

3aKOHOMEPHOCTH TUHAMHKH Pa3HOO0pa3us TAKCOHOB STOTO PaHra OTHHAKO-
BBL: TaJICHUS B IEPHOJIBI KPU3HCOB M BOCCTAHOBIICHHE [10CJIE HUX MOIHOCTHIO CO-
BIIQ/IAOT 10 BpEMEHHU. DTO OJHO3HAYHO YKA3bIBACT HA UX aJallTUBHYIO IIPUPOLY,
YTO MO3BOJISIET PACCMATPUBATH ATOT MaKPO3BOJIFOIMOHHBIN TPOIIECC KaK ajjarnTa-
nuorere3. OTHOCHTENBHO UCXOTHO aJIAIITHBHBIX IIPUYHH MHKPO3BOIIOIUOHHBIX
M3MEHEHHU I MHEHU S, KaK H3BECTHO, HEOTHO3HAYHBI (HOMOTEHE3, TIpea arnTarus).

KonuuecTBeHHBIE TaHHBIE TIO JUHAMUKE Pa3HOOOpasus rPymI OTPSTHOTO
panra npusenens! Jx. Cenkockum (Sepkoski, 1978) u JI.A. HeBecckoii (1995)
(puc. 2). B padorax JI. Opeuna u np. (Erwin, Valentine, Sepkoski, 1987) o6cyx-
JAIOTCS TaHHBIC IO TeOJIOTMIECKOM NCTOPHH KIIAcCOB (pHc. 3).

Kak MOXXHO BHJIETh, OCHOBHOM TPEH/I B M3MEHEHUH Pa3HOO0Opa3us OTPs 0B
M KJIACCOB KapAWHAIBLHO OTINYAETCS OT TAKOBOTO POJIOB M ceMeicTB. [ aBHOe
pasiu4me COCTOUT B TOM, YTO 0OIIee KOJIMYECTBO HAUBBICIIUX TAKCOHOB (pa3-
HOOOpasue MJIaHOB CTPOEHUsI, APXETUIIOB) C TEYEHHEM BPEMEHH YMEHbIIAIOCh,
a HE yBEIIMYUBAJIOChH, T. €. «IBOJIOIMOHHBIE CYALOb» MUKPO-. MAKPO- M Mera-
TaKCOHOB OBLIN Pa3JIMIHbIMU. MaxkcuMaiibHOE KOITWYECTBO OTpsiI0B U TUIIOB
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Puc. 3. [NosiBnenue knaccos (mo: Erwin et al., 1987).

(T. €. pazHOOOpa3He IIIAaHOB CTPOCHUST) OBIIIO B KEMOPHH M OPJIOBUKE), ITO SIBIIC-
HUE TOJTYYHJIO Ha3BaHUE «apXanv4eCKOro pasHooOpasusi».

Takum 00pa3oM, BbIJICICHHBIC TPYIIIBI TAKCOHOB SIBJISIOTCS CAMOCTOSITEIb-
HBIMH MPUPOTHBIMH CHCTEMAaMH U 00J1a1al0T CBOWCTBOM AMEPIKEHTHOCTH: 3a-
KOHOMEPHOCTH MX Pa3BUTHS HE CBOJSATCS K 3aKOHOMEPHOCTSIM Pa3BUTHSI CHCTEM
0osiee HHU3KOro0 M 00JI€e BBICOKOTO paHra. DTO, B YaCTHOCTH, IOJTBEPIKIaeT
MpaBOMEPHOCTDH MPOBCACHHOI'O BBIIIC PAHXHWPOBAHNA TAKCOHOMHNYECKUX KaTC-
TFOPHH C BBIACICHUEM TPEX HX OCHOBHBIX I'PYIIIL.

Taoamna 1. CpeagHee 4uCio MOJYUHEHHBIX TAKCOHOB B COCTABE OTPSI0B
Y CEMECTB HEaMMOHOUTHBIX 11e(aIoNno]] B Maie030€

OTtaen oTpsAbl ceMeiicTBa  poga  ceM./0oTp. poa/ceM.  poa/oTp.
B. KeMOpwHit 4 8 36 2 4 8
H. OPJIOBUK 4 26 70 6 2.7 17.5
C. OPIIOBUK 6 19 69 3 3.63 11.5
B. OPIIOBHK 6 20 45 3.3 2.25 7.5
H. CHIIYD 3 10 29 33 2.9 10
B. CHITYD 3 11 35 34 3 11
H. I€BOH 2 9 14 4.5 1.55 7
C. IEBOH 2 9 25 4.5 2.77 12.5
B. JICBOH 2 7 12 3.5 1.71 6
H. KapOOH 1 6 10 3 1.66 10
c. KapOoH 1 6 3 1.33
H. IEpMb 1 4 2 2
B. TIEpMb 1 4 2 1.25
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Puc. 4. VI3MeHeHUs YnCiia TOAYMHCHHBIX TAKCOHOB B 6 OTpsaX HCAMMOHOUIHBIX
1edanonon B naaeo3oe (Opur.).

Kak MOXHO BUJETH, MaCCOBBIE BBIMUPAHHMSI, CTOJIb CHJIHO MEHSIBIIME KOJIH-
YeCTBEHHO M Ka4eCTBEHHO pa3HOOOpa3ue Ha YpPOBHE POJIOB M CEMEMCTB, OYECHb
HE3HAYHUTENIbHO (KPOME TPaHHUIIbI MEK1Y IEPMBIO M TPHACOM) BJIMSITH Ha OOIIHI
TPEHT U3MEHEHHS pa3HOoO0pasns Ha YPOBHE OTPSIOB U KilaccoB (puc. 2, 3). O6-
1iee MOHMKEHUE PAa3HOOOpa3nsl apXeTHIIOB, HE ObUIO 00YCIIOBJICHO MaCCOBBIMH
BbEIMUpaHUsMU. [1osiBIeHNEe HOBBIX TPYIIIT OTPSIHOTO U O0jiee BHICOKOTO paHTa
He ObLIO OTBETOM Ha MAacCOBBIE BBIMUPaHHs. MaKCUMYMBI UX MOSBICHUS TPHU-
XOZISITCSL HE Ha CHIIYp (IIOCJe MacCOBOT'O BHIMHpAHHUS KOHIIAa OPJOBHKA), HE Ha
TpHac (Iocjae BEJIUKOro MEPMCKOT0 BRIMAPAHHU) M HE Ha MMaJieoreH, a Ha IEBOH
n Ha topy. Co3gaercs BIEUaTICHHE, YTO MOSBJICHUE HOBBIX IIJIAHOB CTPOCHMUS
HE CJIEAYET 32 BBIMUPAHUSIMHU, a IPEIICCTBYET U MOATOTABIMBACT BEIMUPAHUSI.

OnHo# M3 XapaKTePUCTUK TAKCOHOB JIIOOOT0 paHTa SIBISIETCS €r0 CTPYKTY-
pa — KOJUYECTBO MOJYMHEHHBIX TAKCOHOB, BXOJAIIMX B €0 COCTaB. XOPOIIO
r3BecTHa OOIIas 3aKOHOMEPHOCTb, BBIpaKEHHAsh B TaK Ha3bIBAEMOM «KPHBOM
TAKCOHOMUCTa». Tak B cOCTaBe OTpPsiia UMEETCsI MHOTO CEMEHCTB, IIPEICTaBIICH-
HBIX HEOOJIBIINM KOJIMYECTBOM POMIOB, TOTAA KaK OOJIbIIOE KOJTUYECTBO POIOB
XapaKTEPHO ISl MAJIOrO KOJTMYECTBA CEMEHCTB.

[IpencraBnser MHTEpEC MOCMOTPETH, KaK MEHSJIOCh CPEHEE YNCIIO POJOB
B COCTaBe CEMEHCTB M OTPSI0B HAa MPOTSKEHUU UCTOPUM PA3BUTHSI TAKCOHOB.
Hwuxe mpuBeseHbl JaHHBIE 10 JMHAMHUKE CPETHEr0 YHCIIa CEMEHCTB B OTPsAIaX
U POZIOB B COCTaBE CEMEICTB U POAOB B COCTABE OTPSAJOB HEAMMOHOMIHBIX Lie-
(aronoxn o smoxam najueo3os (tadi. 1, puc. 4), a TakxKe Te ke JaHHBIE 110 naje-
030HCKUM aMMOHHTaM II0 sipycam (pHc. 5).

Ecnu cuntarh, 4TO MpUBENCHHBIE MaTepUajbl 10 TUHAMHUKE Pa3HO0Opa3us
TaKCOHOB Pa3HOI'0 paHTa COOTBETCTBYIOT JEMCTBUTEIHLHOCTH, TO MOKHO CAETIaTh
elle OJJUH BBIBOJI O 3aKOHOMEPHOCTSIX HCTOPHUECKOTO MOP(OreHe3a IBOIOLNH.

Kak yka3bpIBajoch BbllI€, HA POTSKEHUH T'€0JIOTMUYECKOr0 BPEMEHU KOJH-
YEeCTBO TAKCOHOB BBICILETO PaHra YMEHBIIAJIOCh, KOJIUYECTBO CEMEHCTB U Po-
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JIOB, HECMOTPSI Ha KPAaTKOBPEMCHHBIC MOMCHTBI MAacCCOBBIX BBIMHUpPaHUH, yBe-
JUYUBAIIOCH. B MpHHIKIE, 3TO JOHKHO 03HAYATh, YTO B MpEae/iaX MEeraTakco-
HOB KOJIMYECTBO IMOJYMHEHHBIX TAKCOHOB (MAKPOTAKCOHOB CEMEWCTB U POJIOB)
yBEIUYUBaJIOCh. [IpociexxBaHne Ha UMEIOIIMXCS MaTepraax (tadi. 2, puc. 6)
STHX U3MEHEHUH Ha MPOTAXKCHUHN I'€OJIOT'MYCCKOI'0 BPEMEHU IMOKAa3bIBACT UHTC-
PECHYIO 3aKOHOMEPHOCTb.

B cocrtaBe Bcell MOpCKOi OMOTBI CpeHEe KOJIMYECTBO POJOB B COCTABE
CEMEHCTB OCTaeTCs MPAKTUYECKH MOCTOSHHBIM. KOTU4ecTBO ceMeicTB B cO-
CTaBe OTPSJIOB MOCTOSHHO HA MPOTSIKEHUH T1aJIe030s1, IOHMWIKACTCSI B TpUaca
u gasee noseimmaeTcs. C 3TOro e BpeMEHH HAUMHACTCS yBEIUUYCHUE KOJIHYe-
CTBa POJIOB B COCTAaBE OTPSIOB. DTO, OUEBUJIHO, OOBICHICT 3aKOHOMEPHOCTh

Tadauna 2. CpenHee 4ynCiio NOAYMHEHHBIX TAKCOHOB B COCTaBE OTPSI0B
U CEMEICTB B MOpCKol 6uote (aneposos (mo: Sepkovski. 2002 u ap.)

Hepuoast Otpsaapl CemeiictBa Poma  Cem./otp. Poma/otp. Poa/cem.

Cm 157 180 260 1.14 1.65 1.44
O 165 500 1350 3.03 8.18 2.7
S 158 500 1300 3.16 8.23 2.6
D 156 520 1550 3.33 9.93 2.98
C 140 520 1300 3.74 9.29 2.5
P 133 490 1200 3.68 9.02 245
T 116 330 750 2.84 6.47 2.27
J 120 500 1250 4.16 10.41 2.5
K 127 700 2200 5.51 17.32 3.14
P 124 800 2400 6.45 19.35 3
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Puc. 6. CpegHee ynuciao NOJYMHEHHBIX TAKCOHOB B COCTaBE OTPSIJIOB U CEMEICTB B MOPCKOM
ouote aneposzos (mo: Sepkovski, 2002 u ap.).

IWHAMHKH Pa3HOOOPa3ns POIOB U CEMEHCTB, BRIPAKCHHYIO B HAIMYHH «I1aJIe0-
30HCKOT0 TIATO» W MOCIENYIOIETo 38 NEPMCKUX KPH3UCOM SKCIIOHEHITHAIIb-
HOT'O pOCTa pa3HOOOpa3Hsl.

[IpuBeneHHBIE NaHHBIE HILTIOCTPUPYIOT, YTO MPOUCXOAMUIIO C TAaKCOHAMHU
Pa3IUYHOrO paHra Ha MPOTSHKEHUU BPEMEHH MX CyllecTBOBaHHs. HecomHeH-
HBIA MHTEPEC MOXKET MPEJCTABISATH TO, KAK 3TO MPOUCXOIMIIO0. VICXOMHBIM Ma-
TEPUAJIOM IS 3TOTO SBISCTCA aHANIM3 QuioreHeTndeckux cxeM. Ho ato Tema
JPyTOii pabOTHI.
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On some features of historical morphogenesis
L.S. Barskov

Analysis of the diversity dynamics and phylogenetic schemes of the different taxons
(from species up to classes) shows the different ranges taxons evolved as separate inte-
gral natural systems. The main trends in the diversity dynamics of classes and orders
are quite different from those of genera and families. Diversity dynamics of genera and
families reflects an adaptive essence in the evolution of these taxons. About five short
intervals of mass appearances of genera and families took place in the Phanerozoic.
Classes and order taxonomic level characterizes the archetypes of these groups and their
diversity in evolution. Their appearance are not connected with mass extinction and
changes in abiotic environment.
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CTABUJIN3ALUSA PABBUTHUSA BE3 YHACTUSA
CTABMJIM3UPYIOIIEI'O OTBOPA

B.I'. Yepnanues, O.B. I'puropsesa

buonoeuuecxuii paxynomem MI'Y, kagpeopa buonocuueckoii 36omoyuu
vgcherdantsev@yandex.ru

Crabunm3aiuio (KaHaJIN3aIHi0) U3MEHUYNBOCTH Pa3BUTHS IPUHATO CBS3BI-
BaTh C JICHCTBUEM CTAOMIIM3UPYIOILIECTO 0TOOpa, peHedperas Oojee mpo-
CTBIMU OOBSICHCHHUSIMHU, €CTECTBCHHO BBITCKAIOIIUMHU U3 MEXAHUKUA MOp-
(horeneza. MoIeTbHBIM IIPUMEPOM MOYKET CITY KHUTH BOJFOIHS BETBICHHUS
OJTHOKJICTOYHBIX BOJIOCKOB Y pacTeHUl pona Draba, Tiae KaHATH3AIHS U3~
MEHYHUBOCTH TPOCIICKUBAETCS B SBOJIONUH (DHIOTEHETUYESCKH OTHAJICH-
HBIX TPYII POjAa MPHU OYEBUIHON CENEKTUBHOW HEHTPaJBHOCTH (DOPMBI
BOJIOCKa. BeTBnenue, ycnoxHsomnee (Gpopmy KIeTOYHOW OOOJIOUKH, SIB-
JICTCS HE TIPEIMETOM 0TO0pa, a (PU3UUCCKUM CIICACTBUEM POCTA KIICTKH,
KOMIICHCHPYFOIITUM POCT BHYTPEHHETO JNABJICHUS IIPU YBEIWMYCHUN OTHO-
meHns 00beMa KIIETKH K IUIOMIAIN e¢ TIOBEPXHOCTH. B Havane sBomonnn
pa3BUTHE BOJIOCKA HENIB3SI CAUTATh MHANBUATYyaIbHBIM PAa3BUTHEM, TaK KaK
pedb T O IEUCTBUU MOP(OTEeHETHUECKOT0 aJIrOpUTMA, (POPMUPYIOLIETO
TOJIBKO MOJLYJIM CTPYKTYPBbl, IPOCTPAHCTBEHHO-BPEMEHHOU ITOPS 10K KOTO-
PBIX CIIyYaeH, JIN0O OmpenesisieTcsl yCIoBUsIMH pa3Buths. [IpuauHoil Bo3-
HUKHOBCHHSI U TIOCJICAYIOICH KaHAIH3AIlMH OHTOTCHE3a SIBIISICTCS (PHKCa-
U TeTEPOXPOHUH, KOT/Ia KOMITOHEHTHI IIEPBOHAYAIEHO OTHOTO M TOTO JKE
W3MEHEHHUs (OPMBI pa300IIatoTCs BO BPEMEHH, W OJJHA U3 HIX CTAHOBUTCS
TEMIT TUMUATHPYIOIIEH KOMIIOHEHTOH Bcero popmooOpazoBanus. [Tpu pux-
Cally reTepOXpOHUN BO3HHMKAET JIMHEWHAS TOCIIEI0BaTEIbHOCTh CTa UM
Pa3BUTHUS CTPYKTYPBI KaK LIEJIOT0, T7ie 00JIee paHHUE CTaIUU PA3BUTHS BO3-
HUKAIOT Ha 00JIee MO3IHUX CTaHSIX 3BOJFOIIUH.

SIUTEHETUYECKUI JIAHUIADT YOJIJAMHI TOHA
VS ATATITUBHBIN JTAHJIIA®T PAMTA
[IInpoko W3BECTHBIC HATJISAIHBIC MPEIACTABICHHUS HHIUBHIYaJIBHOTO pa3-
BuTHs B BHUje snureHeTudeckoro (Waddington, 1940), a sBoxtonuu B BUC
agantuBHoro nanamadta (Wright, 1932) He nmpocto moxoxu, a MareMaruye-
CKM MICHTHYHBL. B 00omx ciydasx mepen HaMH H300pakeHHE 0OO0OLICHHOIO
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penbeda MOTEHIMAIBHON (DYHKIIMY CO CTaHAPTHBIM HA0OPOM 0COOCHHOCTEH —
BEpPILHH, KOTJIOBMH W mepeBajioB. CucreMa ABHKETCS BBEpX (B aJalTHBHOM
naaamadTe) U BHU3 (B MMUTCHETUYECKOM JIAHATIA(TE) MO0 TPAAHCHTY 3TOU
(hyHKIMH, a caM ee perbed M3MEHSIeTCS 3a CUeT M3MEHEHHS ee MapaMeTpOB.
Bompoc, siBisieTcs i Takoe CXOACTBO YHCTO MAaTEMATHYECKUM, WITH KE UMEeT
OHMOJIOTMUECKUI CMBICI, TAJICKO HE SICCH M OYCHb BAXKCH JIJIS OLCHKH JICHCTBUS
CTAOMJIM3UPYIONIETr0 0TOOPA M €r0 POJIU B KaHAJIU3AIUU U3MEHYHUBOCTH. CTa0u-
JIN3UPYIOIIUM OTOOPOM MPUHSITO, HAIIPUMED, OOBICHATH YCTOHYMBOCTH TUKOTO
tuma (Waddington, 1940, 1972; llImansraysen, 1946, 1969) — to, uto YonauHr-
TOH Ha3bIBaJ KPEOJOM HOPMAJBHOTrO pa3BuTHs. KaHanuzanus M3MEHYHMBOCTH
MIPOSIBIISICTCS, BO-TIEPBBIX, B TOM, YTO YACTOTHOE pacIpe/ieieHne KOIIMIECTBEH-
HOTO IIPU3HAKA UMEET MOJIOKUTEIBHBIN 3KCIIECC, BO-BTOPHIX, B TOM, YTO 3aBHUCH-
MOCTh 3(h(heKTa TEHOB OT UX JI03bI SIBJISETCS HEJUHEHHON — B 00J1aCTH 3HAYCHU I
MPU3HAKA, COOTBETCTBYIOLIUX TUKOMY THUITY, 3((EKT TCHOB MPAKTHUCCKH HE
3aBUCHT OT X JI03bl. Kiaccmueckum mpuMepoM CUHTAETCs Pa3BUTHE YETHIPEX
HIETUHOK (MaKpOXET) MO yriaM CKyTeITyMa Yy Ipo30(HIIbl — YBETUUYCHHUE WITH
YMEHBIIIEHUE WX YUCIIA CIy4aeTcs Topas3io peke, 4eM ObLIO Obl MPU HOPMAab-
HOM PacIpeelIiCHUH 3TOT0 MPU3HAKaA, a B 00JIACTH YeThIPEX MIETHHOK UX YUCIIO
U PACIOJIOKCHHUE OCTAIOTCS HEM3MECHHBIMU B IIMPOKOM JHANa30HE BapHaIlMid
no3el TeHOB scute (Waddington, 1972). EcTecTBeHHO MPEANIONOXKHATE, YTO aH-
HBIN KPeoJ — OffHa M3 KOTJIIOBUH AIUTEHETUYECKOT0 IaHIIa(Ta — COBIAAAET C
OJTHOW M3 BEPIIUH aIallTUBHOTO JaHAIIadTa. B TakoM IpeanonoKeH I , TOBOPS
KPAaTKO, U COCTOUT CYyTh KOHIICTIIIUH CTAOMIIM3UPYIOIIET0 0TOOpA.

Jlerno, 0IHAKO, B TOM, YTO B IIPUBEJICHHOM IIPUMEPE YSThIPE IICTUHKU SIBJIS-
FOTCSI HE €IMHCTBEHHBIM KPEOJIOM — aHAJIOTMYHBIN KPEOo i BOSHUKAET, KOI'/1a YUC-
JI0 TETHHOK PaBHO BOCKMHU. CTONBKO MIETHHOK HIKOT/Ia HE BCTPEYAETCs y MyX B
MIPUPOTHBIX TTOMYJIAIHAX, a 3HAYUT, BTOPOH KPEO HE MOT OBITh 0OBEKTOM CTa-
OMITM3UPYIOIIETO, WIIH KaKOT0-HHOYIb MHOT'0 0TOOpa. B TO ke BpeMsi, TOJNBKO B
CIIy4asix, KOTJ/Ia YUCJIO METHHOK PABHO YETHIPEM MJIM BOCBMH, OHHU PACIIOI0XKE-
HBI B CTPOTr'O OIPEACICHHBIX TOYKAX CKYTE/IyMa Ha PABHOM PACCTOSIHUU JAPYT
OT JpyTa, a Mpu J000M MHOM YHCJE IIETHHOK UX PACIOJIOKEHUE BapbUPyeT
He3aBucHMO oT uX uncia (Waddington, 1972). I1pu 06pa3zoBaHuH YeTHIPEX HITU
BOCHMHU IIETHHOK YCTAHABIIMBAETCS CBSI3b MEXKJY YHCIIOM IIETHHOK U (HOpMOit
CKYTEJUTyMa, OTCYTCTBYIOIIAsi B OCTaJbHBIX CIy4YasiX, a U3 3TOT0 CIEAyeT, 4YTO
KaHaJIM3aIus U3MCHUUBOCTHU SIBJISICTCSI TIPSIMBIM CJICIICTBUEM MEXaHHU3Ma pa3-
BUTHS CKYTEJUISIPHBIX INETHHOK. 3HAYMT, 10 KpaiHel Mepe OJMH M3 KPEOJOB
(BoceMb IETUHOK) BOOOIIIE HE CBS3aH C aIalITUBHBIM JIaHIIIa(TOM.

Co cTabunu3upyromuM oTOOpOM HYacTO acCOUMHPYETCsS HaceICTBEHHAs
¢ukcanust mogudukanuii (IlImansraysen, 1946), unu, 9To TO e camoe, TeHe-
ThYecKas accuMuianus npusnakos (Waddington, 1961). Ctporo roops, B 3THX
ClIydasix pedb UJCT He O CTAOMJIM3aIuK, a 00 U3MECHEHHUH JUKOTO THUIIA, a 3Ha-
YUT, O HAMPABICHHOM 0TOOpPE €ro MOJU(PHUKALIUMA C UX MOCICAYOIIEH CTaOUIu-
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3anmeit. Jleno, ogHako, B TOM, 4TO PUKCHPOBATH MOAU(DHUKALINIO MOKHO ITyTEM
W3MEHEHUS Pa3BUTHsI HA CTAAMSIX, MPEANICCTBYIONINX €€ BOSHHUKHOBEHHIO, U
TOTa HOBBIN (DEHOTHT JEMCTBUTENHFHO CTAHOBUTCS HOBBIM KPEOIOM Pa3BUTHUS
(Wwumkus, 1984). B mpuHITHIIE MOYKHO OMYCTHUTH, YTO HOBBIH KPEOJ CO3/1aeTCs
TOYHO TaK e, KaK CO31aBaJICsl HCXOIHBIM TUKHI TUII, KOTOPBIA KOTAA-TO TOXKE
MoT OBITh MOIU(UKAIIUEH, U B 9TOM CIydyae BOSHUKHOBEHHE HOBOTO KPEOa paB-
HO3HAYHO BO3HUKHOBEHHUIO HOBOW BEPIIMHBI aIalITUBHOTO JaHAIA(TA.

JIBa oOcTosiTenbCTBA 3aCTaBIAIOT YCOMHHUTHCS B ITOW COOJIA3HUTENh-
HO SICHOM M JIOTMYECKU HEMPOTUBOPEYMBOU KapTUHE aJalTUBHOU HBOIIOIUU
OHTOTeHe3a. Bo-mepBriX, ¢ukcanuss HOBOro )eHOTHUIIA BOBCE HE 00s3aTEIbHO
BEJET K BOBHUKHOBEHHUIO HOBOT'O Kpeoja pa3BUTHs. J{Jis cTepHOIIEBpaIbHBIX
HIETHHOK (MHUKPOXETBHI) CBSA3b MEXKAY JO30H T'€HOB M UX 3(PPEKTOM OKazbIBa-
€TCsl BIOJIHE JTIMHEHHOM, YTO HE MeIIaeT Pa3HbIM MOMYJSIUsIM (UKcHpoBaTh
W YCTOHYHMBO BOCIPOM3BOJIUTH PA3HOE YHCIO CTEPHOIUICBPAIBHBIX MICTHHOK
(Gurganus et al., 1998). Pazauna co CKyTeIUISIPHBIMH IETHHKAMH 3aKJII0Ya-
€TCS MMPOCTO B OTCYTCTBUU MOP(OTEHETHIECKOTO MEXaHN3Ma, CBS3BIBAOIIIETO
YHUCIIO MIETUHOK C MX MPOCTPAHCTBEHHBIM pacnpeaeicHueM. Co3nanue HOBO-
ro Kpeoja mojapazyMeBano Obl H3MEHEHHE MEXaHH3Ma Pa3BUTHUS METHHOK, HO
BMECTO 3TOT'0, C TIOMOIIBIO TTOZI00pa T€HOB, CYXKAeTCs AUaNa30H H3MEHUUBOCTH
pa3MepoB Tena Ha UMarnHaJIBHOM CTaJNH pPa3BUTHs, 0€3 N3MEHEHHS Pa3BUTHS
Ha TIPEIIECTBYOUINX 110 BPEMEHH CTaIHX.

Bo-BTOpBIX, BOBHUKHOBEHHE 0OJiee PaHHUX CTAJHA Pa3BUTHUS CTPYKTYPHI
Ha Oonee mo3aHuX 3Tanax ee spotonuu (nmkun, 1984), 1. €., hopmupoBanue
YCTOWYMBOTO MyTH OHTOTEHE3a CTPYKTYPhI 70C/ e €€ BOSHUKHOBEHHSI, SBIISCTCS
HACTOJILKO YHUBEPCAIBHON MOJION HBOJIOIMN OHTOT€HE3a, YTO €€ BOOOIIe TPy I-
HO CBsI3aTh C KOHKPETHBIMHU HampaBieHusMu otdopa (Cherdantsev et al., 1996;
Cherdantsev, 2014). Mopdorenes cam 3akiirodaeT B cede BO3SMOKHOCTh HarpaB-
JICHHOH 3BOJIIOLIUH ITPOCTO HOTOMY, YTO Pa3audns MKy 00JIacCTsIMH, BOSHUKA-
folre B Xoae Mopdorenesa, BaKHee MPU3HAKOB, OTMEUAIOLINX TH Pa3IHyusl.
[pu 1r060M HampaBieHUH 0TOOpa MPU3HAKOB, XapAKTEPU3YIOIINX JaHHYIO 00-
JacTh, HO (DYHKIIMOHAJILHO HE CBSI3aHHBIX C PA3BUTHEM U HE BIHSIOIIAM Ha €ro
MIPHUCTIOCOOJICHHOCTD, OIWH M3 MPU3HAKOB — HE BAYKHO KAKOW — MOYKET MOSBIISI THCS
paHBbIIIe IPYTUX, ¥ ATOTO IOCTATOYHO JJIS TOTO, YTOOBI BCS 00JIaCTh pPa3BUBAIaCh
B TOM MECTE, TJi¢ OH MOSBUJICA. BO3HMKaeT mociaeaoBaTelbHOCTh CTaAul pas-
BUTHS 00JIACTH, OTCYTCTBOBaBILAsl Ha OoJiee paHHEM JTaIre SBOJIOLHIH, U 0TOOD
B 00paTHOM HaIpaBlICHHMH HEBO3MOXKEH MMEHHO TOTOMY, YTO TOSIBIICHHE DTOMH
MOCTIeTOBATEIFHOCTH HE OBIJIO CBA3aHO C M3MEHEHHWEM MPHUCIOCOOJICHHOCTH —
pa3BUTHE HUYETO HE BHIUTPAJIO (HO U HE MIPOUTPAJIO) OT €€ MOSBICHUS. 3HAUHT,
HOBBIH KpeoJi MOKET BO3HUKATh 0€3 N3MEHEeHH S aJIJalITUBHOTO JIaHIIadTa.

Huxe MBI paccMOTpUM MOJENBHBIA NMPUMEP SBOJIOLNUM MOpQoreHesa —
9BOJIIOIMIO BETBJICHUS OJHOKJIETOYHBIX BOJIOCKOB (TPUXOM) Yy pacTeHHIl pona
Draba (xpyniku). Ha aToit Mogenu ¢hopMupoBaHue MOCIEA0BATSIBHOCTU CTaIUN
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pa3BUTUA BOJIOCKA U, KaK CJICACTBUC, KaHAJIN3alUd UBMCHYNUBOCTU — IEPEXOT OT
HerepBIBHOﬁ N3MCEHUYNBOCTHU KOJINYCCTBCHHBIX MOp(i)OJIOFH‘IeCKI/IX IIPpHU3HAKOB
K JTUCKPETHBIM KaHallaM Pa3BUTHS BOJOCKOBBIX KIJIETOK — MPOCIECKUBAIOTCS B
9BOJIOIUY (PUIIOTCHETHYESCKH OTAAJICHHBIX TPYII POJia IPU OUCBHIHON Celek-
THUBHOU HEUTPaATHHOCTH MOP(HOIOrHUECKUX pa3inudiit. Mbl MOMbITAEMCS TIOKa-
3aTh, YTO OPTaHU3AIUS U3MEHUNBOCTH U €€ SBOJIIOLIHS (UJTU XK€ €€ OTCYTCTBUEC) —
psiMOe CIICJICTBHE MEXaHUKH MopdoreHe3a BOIOCKOBOW KieTKH. OHTOreHes3
BOJIOCKA BO3HUKAET HE3aBHCUMO OT €ro BKJIaja B OOIIYI0 MPHCIOCOOIEHHOCTD,
YTO JIeJIaeT U3JINITHEH TUIIOTE3Y CTa0MIU3HPYIONMIEro 0TOOpa.
BO3HUKHOBEHUE BOJIOCKOBLIX KJIETOK 1 PACTIPEAEJIEHUE
BOJIOCKOB: OTCYTCTBUE AJJAIITUBHOM 3BOJIIOLIMHA
Y Arabidopsis, MonensHOTO 00BEKTA, CITYKAIIET0, B YaCTHOCTH, U JUIS U3Y-
YEHU S Pa3BUTHUS BOJIOCKOBBIX KJIETOK, MOP(OTeHE3 BOJIOCKA HAYMHAETCS C POCTa
o0beMa M TUIONIAJIA SMUACPMAIBHBIX KJIETOK C BOJIOCKOBOM JeTepMHUHAIIHEH,
MEePEeXOANINX OT OOBIYHBIX MUTO30B K SHAOpeAyrinKanuu. K Hell xe nepexo-
JISIT U OCTaJIbHBIC SMUICPMAITbHBIC KJIICTKH TUCTOBOTO 3a4aTKa (3a HCKIIIOUCHUEM
KJIETOK YCTBUII), HO TIO3KE ¥ C MEHBIIIMM YUCIIOM SHJIOPENY IITNKAIIHOHHBIX 11~
kioB (Edgar, Orr-Weaver, 2001; Wagner et al., 2004; Ishida et al., 2008). I'ucto-
T'CHE3 BOJIOCKOBBIX KJIETOK THIIMYCH JIA SIIUJACPMHCA, U UX O6paSOBaHI/Ie MOXK-
HO paccMaTpuBaTh KaK €ro TEPMUHAIBHYIO (da3y. BeIOop kireTok, 00pa3yronux
BOJIOCKH, TTO-BHJIMMOMY, CJIYYa€H M TOYHO CIENYET KIACCHYECKOMY CICHAPHIO
CaMOOPTraHU3aIluU B peakMOHHO-TH(DHY3MOHHOM CHCTEME ¢ OM3KOACHCTBYIO-
LIMM aKTHBAaTOPOM M JanbHOAeHCTBYomuM nHruoutopom (Larkin et al., 1996).
JIro6as KjeTka aMuAepMUca MOKET CTaTh BOJIOCKOBOM KJIETKOM MPH CIy4aiHOM
MOJIOKHUTEITHLHOHN QIIIOKTYaIIUH TPOAYKTa reHa gl/ (TpaHCKPUIIIIMOHHOTO (haKTo-
pa), aKTUBUPYIOIIETO €ro COOCTBEHHYIO TPAHCKPHIIIIHIO U TPAHCKPHITIIHIO APY-
I'UX T'CHOB, B YACTHOCTH, T'eHA {1y, MPOAYKT KOTOPOTro ONoKkupyeT g/l u ObIcTpo
MIEPEHOCUTCSI B COCEAHUE KIIETKU. FIMEHHO TOATOMY, ITPH MTPOYUX PABHBIX YCIIO-
BUSIX, HE BCE KJIETKH 3IHUJICPMHICA CTAHOBSITCSI BOJIOCKOBBIMHU KJICTKAMHU.
Cornacuo ojHoi u3 runote3 (Ishida et al., 2008), oHOKJIETOYHBIC BOJIOCKH
MMPOUCXOJAT OT MHOTOKJICTOYHBIX BOJIOCKOB, KOIr'la OOBIYHBIE MUTO3BI 3aMeIna-
I0TCsl BHIOMUTO3aMu. Ho Jake ecnu IOMmyCTHTbh, YTO OJHOKJICTOYHBIC BOJIOCKH
MPOAOIKAIOT HECTH KaKYIO-TO (YHKIHIO, HATPUMEP, IOMOTAIT SMUIACPMHICY
yACPKHUBATh BIIAry, TO (YHKIIMOHAJIBHOE 3HAYCHHE CKOPEE MOXKET UMETh Ty-
CTOTa OMYIICHUs (IUIOTHOCTH PACHOJIOKEHHUSI BOJIOCKOB), YeM (hopMma BETBIIC-
HUSI KaXKJIOTO OTIIEIBHOTO BoJiocka. Y kpynok (Uepmantes, [ puroprsena, 2010a,
0) BOJIOCKH B OCHOBHOM DPa3BHBAIOTCS HE Ha BEpPXHEHU, Kak y Arabidopsis, a Ha
HUIKHEW CTOPOHE JINCTA, HO BOJOCKOBBIC KJIETKHU BBITJISISAT TOYHO TaK XKe, OT-
JUYASCH OT OKPYIKAFOIIUX MUICPMATBHBIX KJICTOK BBITY KON GopMoit u Oornee
KPYIHBIMU pa3MepamMu, CBUJICTEIbCTBY FOIIUMHE O HaYaJe YHJI0PEIY IUTHKAIIUU C
COOTBETCTBYOIUM MTPUPOCTOM IIJIOIIAIN U 00beMa KJIeTKH (puc. la, 6).
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Puc. 1. BonockoBas xinerka D. daurica B Hadane Mopdorenesa («) 1 pacipeiesieHie BoJIo-
CKOBBIX KJIETOK Ha JTUCTOBOM 3auaTke y D. borealis (6): TUPPHI — YHUCIIO STHAECPMAIBHBIX KJIETOK
MEX Ay ONMKalIIuMK APYT K APYTY BOJOCKOBBIMH KJICTKAMH.

VY Bcex M3YUYCHHBIX BHJIOB KPYIIOK, HMCIOIIMX COBEPIICHHO pa3HbIC BOJO-
CKH, YACTOTHBIE PACIPEEICHUS PACCTOSHUN MEXAY COCEIIHUMHU BOJIOCKOBBIMHU
KJIETKaM{ OCTAIOTCSl HOPMaJIbHBIMHU C MOJOH, PaBHOM TPeM-4eThIpEM KJIETOU-
HBIM JaMeTpaMm, TakoH e, Kak y Arabidopsis. Het naxe Hameka Ha KaHaJu3a-
LU0 U3MEHYHMBOCTH paclpeieieHus] BOJIOCKOBBIX KJIETOK. Jleno 31eck He TOMb-
KO B HU3KOH ()YHKIIHOHAIBHOW HAT'Py3Ke OMMYLICHHU ST, HO ¥ B TOM, YTO pEaKIIHOH-
Ho-mu(pdy3roHHAsT cucTeMa, yrpasisitonias aupGepeHInPOBKON BOJIOCKOBBIX
KJIETOK, HE IIO3BOJISIET OTHEJIBHO PEryJIMpOBaTh KOHIEHTPALMIO aKTHBaTOpa
(mpoxyxra reHa glil) u uHrnouTOpa (MPOAYKTa TeHa {1'y), 4TO OBLIO OBl HEOOXO-
JUMO J1J1s1 M3MEHEHUS JI0JTM BOJIOCKOBBIX KJIETOK B anuaepmuce. OHa 3aBUCHT, B
MEPBYIO OUEPEab, OT MPOAOIKUTEIBHOCTH MEpUoa MPoanuepaTUBHOIO pocTa
(BKJTIOUAs SHAOPETYIUTUKALINIO), OOIIETro ISl BCEX IMHUIEPMAJIbHBIX KIETOK JIH-
croBoro 3adatka (I'puropseBa, 2013). OTCyTCTBHE KaHATHU3AIIUA OKAa3bIBACTCS
CJICZICTBUEM CaMOT'0 MEXaHM3Ma THCTOreHe3a.

[IITACTUYHOCTb OHTOI'EHE3A 1 KOHCEPBATUBHOCTD
MOP®OI'EHE3A BOJIOCKOBBIX KJIETOK

«TunuuHy10 BUIOBY10 (hOpMY» BOJIOCKA JIFOOOT0 BHIAa KPYTIOK MOYKHO Mpe-
CTaBHUTbH TOJIBKO B BHJIE CEPUH POPM BETBIICHUSI, BCTPEUYAIOIIUXCS, KaK ITPABHUJIO,
Y OTHOTO W TOTO K€ PACTEHHUS Ha OXHON W TOW e JTUCTOBOM TacTturke (Yep-
nmaH1es, [ puropsesa, 20100; Cherdantsev, Grigorieva, 2012, puc. 2). [lockombky
OCHOBHBIM MCTOYHHKOM MOP(OIOrHYECKOr0 pasHo0Opa3us BOJIOCKOB SIBJISICT-
csl BHY TPMUHAMBHYyaIbHAS H3MEHYHBOCTD, KOTJIa Ka)KAasi BOJOCKOBasl KJIeTKa
WHIUBUAYAJIBHO pearupyeT Ha YCIOBHUSI CBOCTO Pa3BUTHS, MOKHO TOBOPUTH 00
OHTOTeHEe3€ BOJIOCKA, IIOHUMasi OHTOTEHEe3 MTPOCTO KaK MOCIeA0BATEILHOCTh H3-
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D. daurica D. sibirica

Puc. 2. HopmasibHast (BHYTPHHHANBYyaibHAs) H3MECHUYMBOCTD BOJIOCKOB: d — C JJIMHHO
1 6 — C KOPOTKOM HOXKKOH.

MEHEHU U, MPOUCXOISIIIUX C BOJOCKOBON KJIETKOW B IPOMEKYTKE MEKY €€ TO-
SBJIGHUEM 1 00pa30BaHNEM U3 Hee BOJIOCKA C 3aBEpIICHHBIM BeTBIeHHeM. [Ipen-
CTaBJICHHBIM Ha PUC. 2 TBYM THIIaM BOJIOCKOB — C JUTMHHOM W KOPOTKOH HOKKOM —
COOTBETCTBYIOT JBA PA3HBIX TUIIA OHTOI'EHE3A.

JIBa TIA OHTOTeHe3a BOJIOCKOB

Pa3BuTHE BOJIOCKOB C JUTMHHOW HOXKOM HauMHAeTCs ¢ 00pa3oBaHUS Ky-
0J000Pa3HOTO BBINSYNBAHUS ANHUKaIbHOW MOBEPXHOCTH BOJIOCKOBOH KJIET-
ku (puc. 3a). AnuKanbHbI Kynon npuauMaet ¢popmy U-o0pasHoit TpyOku —
LUJIMH]pA ¢ OKPYTIBIM anekcoM (puc. 36). Jlamee anukanpHas MOBEPXHOCTD
U-00pa3Hoif TpyOku 00pa3yeT BTOPOU BRIPOCT — BTOpyIo U-00pa3Hyio TpyOKy
MEHBIIIETO AHaMeTpa, HAKJIOHEHHYIO B CTOPOHY JAMCTAJIBEHOTO Kpast JIUCTOBOTO
3agatka (puc. 36). DTO mepBOe MPOSABIICHHE JIATEPATIBLHON MOJISIPHOCTH BOJIO-

| |

Puc. 3. Pa3BuTre BOJOCKOB C INIMHHON HOKKOM y D. borealis.
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Puc. 4. Pa3BuTue BOJIOCKOB ¢ KOPOTKOH HOXKOHU y D. daurica.

CKa, T. €., ODHCHTAIIMH €ro POCTa BJIOJIb OCH JIMCTOBOro 3adaTka (Cherdantsev,
Grigorieva, 2012). [lepas u Bropas U-oOpa3Has TpyOka BMecTe (GOPMHUPYIOT
JUTMHHYO [IHJIMHJIPUYECKYI0 HOXKKY BOJIOCKA, & BETBH (JIyuH) BOJIOCKA 00pasy-
FOTCSI TOJIBKO M3 alTMKAJIBHON MMOBEPXHOCTH (30HBI POCTA BOJIOCKA) TIOCTIE €€ JIaTe-
panbHOTO pacmuperus (puc. 32). 3agaTku Tydeil 00pa3yroTcs MoCIea0BaTelNb-
HO WJIM OJJHOBPEMEHHO B BHUJE odepeaHoi cepr U-o0pa3HbIX TpyOoOK (epBas
Takasi TpyOka u300paxkeHa Ha puc. 30) MeHbLIEro nuameTpa, yem U-oOpa3Hble
TPYOKH MPEAIIECTBYIOLINX CEPHIL.

Pa3BuTHe BONOCKOB C KOPOTKON HOXKKOW TOXKE€ HAaUWHAETCs C 00pa30BaHUs
anuKaIbHOTO Kyrosna (puc. 4a), KOTopslii peBpaiiaeTcst B U-00pa3Hyto TpyOKy
(puc. 46), HO ee mmameTp OoJbIIe, a cTamus odpasoBaHus BTopoi U-o0pa3Hoii
TPYOKH OTCYTCTBYET, M3-32 YEr0 HOJKKA BOJIOCKA U MTOJTydaeTcst 001ee KOPOTKOH.
JlatepalibHOE pacIIMpeHue areKca MpeBpalaeT ero B reoMeTpuYecK IPaBUilb-
HBIH DIITUIICOMT BpalleHus (puc. 46), Ha MOIIOCaX KOTOPOTO pa3BUBAIOTCS 3a-
yaTku Jiyueit — HoBble U-00pasubie TpyOku (puc. 42). JlarepanbHast MOJSPHOCTh
MIPOSIBIISICTCS YIKE TIPH JIaTepalibHOM pacIIupEeHUH amnekca (Cp. puc. 4s, 2): onuH
W3 €ro MOJIOCOB, 00OpaIIeHHbIH K MPOKCHMAIBHOMY KpParo JUCTOBOTO 3adaTKa,
MMeeT MEHBIIINN AUaMeTp U ObICTpee MPEeBpaIaeTcs B 3a4aTOK JIy4a.

W3MeH4nBOCTH B 00€HX Ipymnmnax (CM. puc. 2) CKIaJbIBaeTCs U3 U3MEHYHBO-
CTH YHCJIa IEPBUYHBIX JIyYeH U WX PACTIOJIIOKEHHSI OTHOCUTENIEHO OCH (HOMKKH)
BOJIOCKA, 3aBUCSIIIIETO OT OYEPETHOCTH UX MosiBiieHUs. CylecTBeHHBIH BKJIA] B
WHIMBUIYaJbHYI0 H3MEHUYNBOCTH M MEKXBUIOBBIE PA3TUYMI BHOCUT BTOPUIHOE
BETBJICHHE TIEPBUYHBIX 3a9aTKOB JIy4eil, BEPOATHOCTH KOTOPOTO Y OAHUX BHJIOB
(D. nivalis w D. daurica, cm. puc. 2) 6nuska k equHune, y apyrux (D. sibirica,
CM. pHc. 2) — K Hymio (moapobnee cMm. Yepmanues, ['puropsesa, 20106). Bro-
pHYHOE BETBJICHHUE, 00pasyoliee JIydd BTOporo M 0osiee BHICOKHX (BILUIOTH 10
YEeTBEPTOr0) OPSIKOB B TOUHOCTH TIOBTOPSIET CXeMY 00pa30BaHusl IEPBUYHBIX
nmydelt, Ho auameTp ucxoaHor U-o0pa3Hoil TpyOKH MEHBIIE, U IPH €€ paciiie-
IJICHUU 00BIYHO 00pa3yeTcs He Ooliee NBYX JouepHHUX TpyOok. Kak mis BTO-
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PUYHOTIO, TaK U AJIsI ICPBUYHOI'0 BETBJICHUS JIATCPAJIbHOC PACIIMPCHUE allCKCa
o0s3arenbHO. bes Hero arnekc BBITATHBAeTCs B10JIb ocu U-00pa3Hoii TpyOKH, 3a-
OCTPSETCS, M TOJTy4YaeTCsl Hepa3BeTBICHHBIN JIyd BOJIOCKA (BMECTO BTOPUIHOTO
BETBJICHHUSI), MU OTHOTYYEBOM BOJIOCOK.

OnHony4eBble (IIPOCTHIE) BOJIOCKH BXOIAT B CIEKTP HOPMAJIbHOH H3MEH-
YUBOCTHU BOJIOCKOB OOEUX T'PYIIN, U 3aMEYaTelIbHO, YTO HECMOTPS Ha IMOJIHYIO
PeAYKIUIO BETBJICHMS, B 00EHX I'pyINax COXpaHsAeTCs CBOMCTBEHHBIH UM OH-
TOT€HE3 BOJIOCKA, C HAJIMYMEM FIIM OTCYTCTBHEM cTaauu BTopoil U-oOpa3Hoii
TpyOKH. DTO XOTS M KOCBEHHBINH, HO BECKHUI TOBOJ B TIOJIL3Y T'€HETHYCCKOM Je-
TEPMUHAIIUHU OMTMCAHHBIX TUIIOB OHTOT'CHE3A.

Onrorene3 u mopdorenes

Jlerxo 3aMeTUTh, UTO pa3iUyMsl B OPraHHU3AIMK PA3BUTHUSI BOJOCKOB JIBYX
TUIIOB KacaroTcs TOJIBKO MPOCTPAHCTBEHHO-BPEMEHHOr0 Nopsaka GpopmMoodpa-
30BaHUS, MEX]y TEM KaK caMd ()OPMBI U TIEPEXO/Ibl MEXK 1y HUMHU OCTAIOTCSI He-
U3MEHHBIMU, HC3aBUCHUMO OT MOp(i)OJIOI‘I/IT-IeCKOI‘O THUIIa 1 BPIIIOBOf/i IIpUHAJICHK-
HOCTH BOJIOCKa. Ecii OTBIIEUBCS OT MI00ATHLHON MTPOCTPAHCTBEHHO-BPEMEHHOM
OpraHu3alliy Pa3BUTHS U CICAUTH TOJIBKO 32 JOKATbHBIMU H3MECHEHUSIMU QOp-
MBI, TO BeCh MOP(HOreHe3 CBOIUTCS K IIUKIMUECKOMY YePEIOBAHUIO BCETO JIBYX
($hopM KJIETOYHOH MOBEpXHOCTU — cepuueckoro Kynona u U-oOpa3Hoii TpyO-
KU, MOBTOPAIOMIUXCSA HAa pa3HbIX CTaAUAX Pa3BUTHUA BOJIOCKA U B PA3HLIX €TI0
y4dacTKax. BerBnenue — TIEPBUYHOC NI BTOPUYHOC — HAYMHACTCA C BLIIIAYHBa-
HUS TIOBEPXHOCTH, CTpeMsIIIeiics TpuHATh GopMy cermMeHTa chepbl, KOTOPBI
MOXET COOTBETCTBOBATh ANMKAIBHOMY KYTOJNY BOJIOCKOBOW KIJICTKH, HIIU JKE
okpyriomy anekcy U-o0pa3Hoil TpyOKu, He BaKHO, Kakoii 1o cueTy. CerMeHThI
cdep obpasyror U-oOpa3Hbie TpyOKH, chepruuecKuil arieKC KOTOPBIX BBIJCISCT
CerMEeHTBI HOBBIX cep, oOpaszyroninx HoBble U-o0pa3Hbie TpyOku. Takum 00-
pa3om, Ha ypoBHE (hparMeHTa KJICTOUHOHN MOBEPXHOCTH BO3HUKACT YCTONIUBHIN
AJTOPUTM ITUKINYECKOT0 U3MEHEHUS (POPMBI MOBEPXHOCTH: CHEPUUCCKHIA cer-
MeHT — U-00pa3Hast TpyOka — cpepu4ecKHid CeTMEHT.

HeticTBre MOP(OTreHETHYECKOT 0 aNrOPUTMAa, JISKAIIETO B OCHOBE OHTOI'CHE-
3a BOJIOCKA, HE 3aBUCHUT HU OT CTAJIUU PA3BUTHSI BOJIOCKOBOHM KJIETKH, HU OT T10-
JIOKCHUA q)parMeHTa TTOBCPXHOCTU B KaKuX-JIH00 KOoOpAuHAaTax — OHO 3aBUCUT
TOJIILKO OT €r0 TeOMEeTPHUIECKON (OPMBI, YBEIMYNBAasi KPUBU3HY clla00 HCKPHUB-
JICHHOW, W YMEHbIIasi KPUBU3HY CHUIBHO UCKPUBICHHOW MOBEPXHOCTH. EauH-
CTBEHHOM MPUYHMHON, O KOTOPOI Ha OCHOBE IUKJINYECKOTO aJITOPUTMA MOXKET
pa3BopauMBaThCS JTUHEWHAs MOCIENI0BATEIBHOCTD PA3BUTHSI OJHON M TOW ke
CTPYKTYPBI, ABIsIOTCS Ondypranun. parMeHT yBeIM4YHBaEeT KPUBU3HY CBOCH
MIOBCPXHOCTU U CTPEMUTCA CTAaTb CETMCHTOM C(i)epbl, HO KOraa BbICOTA CCI'MCH-
Ta MPUONMXKACTCA K ero paguycy, cheprudeckas hopma yTpadyuBaeT yCTOWUIN-
BOCTh. BO3HHKaeT 0OYyCIIOBICHHBIH reOMETpHeil BBIOOp MEXAY JalbHEUIIHM
POCTOM KPMBHU3HBI C YMEHBIIEHUEM IJI0IIA 1 30HBI pOCTa U 00pa30BaHUEM Ya-
CTH CTPYKTYPBHI (JIyua BOJIOCKA), HJIU YK€ JIaTepabHBIM PaCUIMPSHUEM 30HBI PO-
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CTa C YMEHBIIICHUEM KPUBHU3HBI €€ TIOBEPXHOCTU — oOpa3oBanuemM U-o0Opa3Hoit
TPYOKH, T. €., IPOIOJKEHUEM Pa3BUTHS CTPYKTYpHI Kak mesoro. Ecnu Takoi
BBIOOp clTydaeH — KaKUM, HaIIpUMEpP, MOKET OBITH BRIOOP MEXKTY 3a0CTPEHU-
€M W BTOPHYHBIM BETBIIEHHEM JIy4a BOJIOCKA — TO MOp(]OreHe3 BeJeT UMb K
00pa30BaHUIO MOIYJICH CTPYKTYPBI, HO HE K €€ MHAMBHUAYaJIbHOMY Pa3BUTHIO.
OHO CTaHOBUTCS MHIIUBUYalbHBIM, T. €., OHTOT€HE30M, JIMIIB IO MEPE TOTO KaK
HanpaBiieHre OudypKanuu nomnagaeT B 3aBUCUMOCTD OT MPEAIIECTBYIOLIUX T10
BpPEMEHU CTaUi U (MIJIH) YCIOBHI Pa3BUTH S, OOIIMX JJIsI BCEH CTPYKTYPBI.
IBOJIIOLMSI OHTOT€He3a BOJIOCKA U KAHAJIU3AUUSA U3MEHYUBOCTH

ITo cpaBHEHHIO C BOJIOCKAMU C JUIMHHOM HOKKOM, pa3BUTUE BOJIOCKOB C KO-
POTKOI HOKKOH yIipoliaercsi, 1 BO3pacTaeT CXOACTBO MEXYy PAaHHUMU CTaau-
SIMM Pa3BUTHUS BOJOCKA M €ro Ae(UHUTUBHON (OPMOI — 3TO, €CIIU CIeI0BaTh
JIOTHKE U TEPMUHOJIOTMH TEOPUH CTAOUIU3UPYIOIIEro 0TO0pa, CIeAyeT CUUTATh
nposiBIeHneM pannoHanuzanuu pa3sutus (Llmansraysen, 1969). B pazsutun
BOJIOCKOB C JJTHHHOW HOXKOM POCT OCH BOJIOCKA MPOJOIIKAECTCS OTHOBPEMEHHO
C JaTepadbHBIM pacIIupeHueM arekca (puc. 3), a y BOJIOCKOB ¢ KOPOTKOH HOXK-
KOM 3TH MpoLecChl YeTKO pa3esieHbl BO BpeMEHHU U IpocTpaHcTBe. C Hayaiom
JIaTepanbHOrO PacIIMPEeHUs POCT OCH BOJIOCKA mpekpamaetcs (puc. 4), u Bce
nydd (MHOTZIA 332 UCKJIIOUYEHHEM IEepBOro Jiyda) pacroiiaralorcs B MIOCKOCTH,
NEPIEHAUKYJISIPHON 3TON OCH.

Kananu3zanus pa3BuTHs, BeJymas K COKPAIICHUIO U YIOPSIOUCHHIO U3MEH-
YUBOCTHU, NPOCIIECKNUBACTCS U B Ipeesax KaXkIoi U3 BbIAEICHHBIX I'PYII BO-
nockoB (puc. 2). Ilo monexkynsapHbiM 1 MopdonorundeckuM ganHbM (Beilstein et

00040 T —

D. borealis D. nemorosa

D. nivalis

D. daurica D. sibirica
Puc. 5. Mopdouorus Bonockos miesnomMopduoro (D. nivalis) u anmoMophHBIX BUIIOB ponia
Draba.
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al., 2006), y kpynok O6JuXe BCero K MpenkoBsIM GpopMaM poja ctout D. nivalis.
OO0 OTCYTCTBHU HACTOSIIETO OHTOTEHE3a TOBOPHUT TO, YTO YACTH (BETBH) BOJIO-
CKa SBJISIIOTCS, B CYIIIHOCTH, YMEHBIIEHHBIMHA KOITUSMH II€JI0T0 BOJIOCKA, TOT/Ia
KaK y aroMOp(HBIX BHJIOB BETBb BOJIOCKA, JaKe €CITM OHA BTOPUYHO BETBHUTCH,
SABIISIETCS MOIU(HUKALIUEH LIEJIOro BOJIOCKA, HO HE ero Konuei (puc. 5).

PasButue BonockoB D. nmivalis kpaiiHe U3MEHYHBO, a caMa U3MEHUYUBOCTh
«BBIPOKJACHA» B TOM CMBICJIC, YTO MHOI'MC BaPUAHTHLI BETBJICHUA, XOPOLIO pas3-
JIMYUMBIC B HA4YaJIC pa3BUTUA, BEAYT K 06pa3OBaHI/IIO OJHHUX U TEX KE (I)OpM BO-
Jocka. MHOTHE BBIPOCTHI 00pa3yIoT Jy4Yd, YHUKAIbHBIE JIJIS JAHHOTO BOJIOCKA
Y HE UMEIOIIHNE CEepUATbHBIX TOMOJIOrOB. [lepBrHYHOE BETBIICHUE UJET CAMBIMU
pasHBIMU MYTSAMHU 0€3 ONPEEeTICHHOIO MPOCTPAHCTBEHHO-BPEMEHHOT'0 TIOPSIKa
(puc. 6a). B utore nunnuBuAyaibHas (BHYTPHUHIUBHAYaIbHAs) N3MEHUNBOCTD
BKJIIOYAET B cels MPAKTUYCCKHU BCC BAPUAHTHLI PAa3BUTHA BOJIOCKOB C I[J]HHHOﬁ
HOXKKOH, HabIogaeMble y APYyTUX BUIOB Kpymnok. V3-3a Hepa3aeneHHOCTH Jia-
TEPaIBHOTO PACHIMPEHUS areKkca U €ro pocTa BJIOJIb OCH BOJOCKA Pa3HbIE IyIH
pacronararoTcsi Ha pa3HOW BBICOTE, IPHUJIaBasi BOJOCKY IPEBOBUIHYIO (popmy,
BCeraa cunTaBinylocsi Haubonee npuMutuBHOH (Beilstein et al., 2006). Crabu-
JIN3AIMs Pa3BUTHSI BOJIOCKOB, SICHO MPOCIEKUBaomascs B cepun D. nivalis —
D. incana — D. borealis — D. nemorosa (puc. 3), cBsizaHa, MpekKJe BCETO, C
MICYE3HOBEHHEM JIOKHBIX FJIA YHUKAJIBHBIX 3a4aTKOB JIy4eH, T. €., C YMEHBIIICHHU-
€M TEeMIIOB POCTa KJIETOYHOH moBepxHOCTH. OOpa3oBaHue ABYX MEPBUYHBIX 3a-
YaTKOB JTy4el, PacIioIOKEHHBIX Ha TPOTUBOIOJIOKHBIX JIATEPaIbHBIX MOIF0CAX
KJIETKH, CTAHOBUTCS MOYTH 00sI3aTEIbHON MPOMEKYTOUHOI CTaAuel BETBICHHUS
ariekca, M ApeBoBUIHAs (hopMa BOJIOCKaA TIOCTEIICHHO 3aMEIIaeTCsi KpecToo0pas-
HOM nin 3Be349aToil popmoit. Y D. nemorosa, dnarogaps peryiasspHOMY 9epeio-
BaHMIO NIeprofoB Mr(HEePEHINPOBKH JTyUell ¢ MEPHOJaMH JTaTepPaIbHOTO POCTa
MTOBEPXHOCTH areKca, BO3SHUKAET HACTOSAIIAs TOCIeA0BATEIbHOCTh CTa Uil HOP-
MaJBHOIO PAa3BUTHSI YETHIPEX 3a4aTKOB JIydeH, HE HapyllaeMmas Ja)ke BTOPHY-
HBIM BETBJICHUEM OJTHOT'O U3 ATHX 3a4aTKOB (pHC. 60).

Crabunu3anusi OHTOreHe3a M KaHaJIM3alus H3MEHYHBOCTH B I'PyIIIEe BOJIO-
CKOB C KOpOTKOﬁ HOXKKOM HUACT IO NYTHU, HAMCUCHHOMY YK€ CaMUM BO3HUKHO-
BEHHEM BOJIOCKOB ATOH rpynmbl. ¥ D. daurica niinHA HOXKKH BapbUpyeT M3-3a
BapHaliil JI0JIM aliMKaJIbHONH TOBEPXHOCTH BOJIOCKOBOM KJIETKH, y4aCTBYOIIEH
B (OpPMHPOBAHMHU amuKaibHOrO Kynona. ¥ D. sibirica, eIMHCTBEHHOTO BHJA
KpYyTOK, 00pa3yomero XxapakTepHble TOJIBKO JIJIsSi HErO BOJIOCKH («MaJIbITUTHe-
BBIC» BOJIOCKH), B 00pa30BaHUM alMKaJIbHOTO KYTIOJIA yYaCTBYET MPAKTUYCCKH
BCs 9T IOBEPXHOCTh, U3-3a YET'0 HOXKKA BOJIOCKA MAKCHMAaIILHO YKOPauHUBaeTCs,
a OTHOIICHHE TIOMIA U TOBEPXHOCTH arekca K ero 00beMy Bo3pacraet. UeThipe
3a4aTKa MEePBUYHBIX JIyueil BOSHUKAIOT B TOM JKe TOPSAKe, uTo y D. nemorosa,
HO OCHOBaHHOM HE Ha SnuUMopdo3e, T. €., YePEAOBaHUH MIEPUOAOB pocTa U Jud-
(dbepeHIupoBKH, a Ha MOpdalJaKcuce, T. €., OTHOBpEMEHHOU TU(epeHIIHPOB-
K€ YYacTKOB arlekca IMociie ero jarepaibHoro pacuupenus (puc. 7a). [Ipsmeim
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Puc. 6. Pa3BeTBieHHas ceTh MyTell pa3BUTHUS BOJOCKOB D. nivalis n nuHeii-
Hasl TIOCJIEA0BATEIBHOCTh CTAINH Pa3BUTHUS BOJIOCKOB D. nemorosa: CTPENKH —
rpaHuna nepBoil u BTopoit U-oOpa3Hoil TpyOKH, YepHBIC 3BE3I0YKH — 3a4aTOK
HepBoro jyya, Oesast 38€3/104Ka — BTOPUYHOE BETBIICHHUE J1yda y D. nemorosa.



TOPM  —

de6k 15% 20

Puc. 7. I3MeHUUBOCTh Pa3BUTHUS BOJOCKOB C KOPOTKOW HOXKKOW: @ — pa3BUTHE YETHIPEX-
JTy4eBOTO, 6 — ABYXJIy4eBOrO Bosocka D. sibirica B pa3HBIX 30HaX OJHOTO JINCTOBOTO 3adaTKa
(pumckue nudpsl — HOMEpa 3a4aTKOB JIyUeil); 6 — IPOCTHIE BOIOCKH D. sibirica, pa3BUBAIOIIHECS
Ha LBETOHOCE, 2—¢ — PEAYKIHs BETBJICHHSI BOJIOCKOB y D. daurica npu yMeHbIICHUH TUaMETpa
BOJIOCKOBOM KJIETKH.

CIIC/ICTBUEM Tiepexofia K Mopdalakcucy sBIsSETCS BOSHUKHOBEHUE JIBYX Kpe-
OJIOB Pa3BUTHS — Pa3BUTHS HE TOJBKO YETHIPEXJIYUYEBbIX (pHC. 7a), HO U JIBY-
JyYEeBBIX BOJIOCKOB (pHC. 76). [IByly4ueBble BOJIOCKH Pa3BHBAIOTCS MPH POCTE
OTHOIICHUS JIJTMHHOW W KOPOTKOW OCH DJUTUIICOM/A, 00pa3yeMoro amekcom, U
MIPOUCXOJIUT 3TO B KPaeBOW 30HE JTUCTOBOU TUIACTHHKH, i€ KICTKH BBITSHYTHI
BJIOJIb U CKaThl TMOMEPEK IJIMHHON ocu nucTa. To &e camoe, T. €., Iepexo] OT
HEIPEPBIBHONW pEeaKLUM Ha U3MEHEHME YCJIOBHM PAa3BUTHUS K IOPOrOBOM peak-
[IWH, TIPOUCXOUT M C OJHOJIYUEBBEIMU BOJIOCKaMU. Y D. sibirica OMHOITYYEBBIC
BOJIOCKH TIPEICTABISIOT MOP(POIOTHIECKH 000COOICHHYIO TPYIITY U Pa3BUBa-
IOTCS HEe Ha JTUCTOBOM IJIACTUHKE, & Ha IIBETOHOCE, T/ N3-3a TUIOTHOW YITaKOBKH
KJIETOK BIHJEPMHUCA BOJOCKOBAs KJIETKA «BBDKUMACTCS» M3 IIACTa, 00pasys
BBICOKYIO U y3Kyto U-o0pasnyto TpyOKy (puc. 76). Y D. daurica Ha oqHOU nu-
CTOBOM IJIACTHKE JIETKO MOA0OpaTh HEMPEPBIBHBIN CIEKTP MEPEXOA0B MEKIY
OOBIYHBIMHU (4ETHIPEXTYUYEBBIMHU) M OJIHOJYYEBBIMH BOJIOCKAMH B 3aBUCHMOCTH
OT AMAMETPa BOJIOCKOBOW KJIETKH U (FJIH) JOJIH alTMKAIBHOH MMOBEPXHOCTH, yda-
CTBYIOIIIEH B 00pa30BaHUU BOJIOCKA (pHC. 72—e).

Haxonen, B o0enx rpynmnax BOJOCKOB MapaJijieIbHO U HE3aBUCHMO CTa0H-
JTU3UPYETCs CBS3b MEXKAY JaTepallbHON MOISPHOCTHIO BOJIOCKOBOW KIIETKH, U
MOJISIPHOCTBIO JTUCTOBOTO 3avaTka. [1oyfoc BOJIOCKOBOM KJIETKH, Ha KOTOPOM
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3aKJIaJbIBacTCs MEPBBI JIyd BOJOCKA, 10 MEpEe CTAHOBJICHUS OHTOTEHE3a BCE
gamie u varie (y D. sibirica — Bcerya) Oka3bpIBaeTCsl 0OpAIICHHBIM K MPOKCH-
MaibHOMY Kparo jucta. Jleno B Tom (Cherdantsev, Grigorieva, 2012), 4To Bce
sMuepMalIbHbIe KIETKH PacTyT BMECTE C JTUCTOBOH TIIACTHHKOW B CTOPOHY €¢
JUCTAIIBHOTO Kpast, ¥ 3TOT POCT 3aJCPKUBACT Pa3BUTHE 3a4aTKa Jyda — BOT I10-
YeMy MEepBbIH JTy4 3aKJaJbIBACTCS C MPOTHUBOIOIOKHONH CTOPOHBI BOJIOCKOBOM
KJIETKH, OOpalleHHOH K MPOKCHMAaJbHOMY Kpar JIUCTOBOTO 3adatka. CTporo
TOBOPSI, Y BOJOCKOBBIX KJIETOK HET COOCTBEHHOW JlaTepajibHOW MOJSPHOCTH, a
€CTh JIaTepaJibHast OJSPHOCTD, OOMIAs IS BCEX KJIETOK JINCTOBOTO 3a4aTKa U
o0ycCJIOBIICHHAs HAIIPABIIEHUEM €T0 pocTa. BiusiHUE 3TOM MONSIPHOCTH Ha MOP-
(oreHes BOJIOCKOBBIX KJIETOK BO3pPAcTaeT C YMEHBIICHHEM TEMIIOB aKTUBHOI'O
pocTa uX COOCTBEHHOW TTOBEPXHOCTH.

B sBonronnu oHTOreHe3a BOJOCKOB MPUCYTCTBYIOT PEIIUTENBHO BCE 3aK0-
HOMEPHOCTH, OOBIYHO TIPHUIIHCHIBAEMBIE JIEHCTBUIO CTAOMIIM3UPYIONIETO 0TOO-
pa. TpyaHo, onHaKo, mpeacTaBUThH cede, Kak MOT ObI IeHCTBOBATh TaKOH 0TOOD,
MMOCKOJIBKY HHYTO HE TOBOPUT B TOIB3Y aJAlTHBHON IIEHHOCTH BOJIOCKOBBIX
KJIETOK, & IIPOTHB HEE TOBOPUT OTCYTCTBHE Y KPYIIOK aJalTHBHON SBOJIOLUH
OIMyImICeHHUsA JIMCTHEB. B mowmckax O6’I>SICHCHI/ISI OIIMCAaHHBIX 3aKOHOMepHOCTCI>'I
IBOJIIOIMH CTPYKTYPBI OCTaeTCS 00paTUTHCS K MEXaHUKE ee MopQoreHesa.

MEXAHUW3M 1 MEXAHUKA MOP®OI'EHE3A
BOJIOCKOBBIX KJIETOK

BonockoByro KIIETKY MOXHO paccMaTpwBaTh KaK aKTHBHYH OOOJIOYKY
(Cherdantsev, Grigorieva, 2012) — ynpyryio 000JI04KY, TACCHBHO pacTATHUBaIO-
LIyIOCS MO/ AEWCTBUEM BHYTPEHHETO (TypropHoro) faBieHus (puc. 8a) u oJ1HO-
BPEMEHHO CIIOCOOHYIO K aKTMBHOMY POCTY 3a CUET BCTPAaWBAHUS B HEEC HOBBIX
CTPYKTYPHBIX DJIEMEHTOB (pHC. 86).

CuiBl TaCCHBHOTO PACTSKEHHS YMEHBINAIOT, & CHIIBI JIATEPAJIbHOTO JIaBJie-
HUS1, BOHUKAIOIIUE [TPU BCTPAUBAHUK B 000JI0UKY HOBBIX 3JIEMEHTOB, yBEIUYH-
BalOT OTHOLIECHUE TOBEPXHOCTH 00O0JIOUKH K €€ 00beMY, HO MEKAY aKTHBHBIMH H
ITaCCUBHBIMU CUJIaMH MOKCT BO3HUKATDH U ITOJIOKHUTEIIbHAA CBA3b, KOI'JIa IJI0NIa1b
000JIOYKH PacTeT OJIHOBPEMEHHO C POCTOM €€ KPHUBU3HBI (KaK 3TO MPOUCXOIUT
C YIPYTOH IJIACTUHOW, M3THOAIOIICHCS TIPU POCTE BHYTPEHHUX HAIPSHKCHUT).

a
Puc. 8. Monenb akTHBHBIX 000JIOUEK: CHIIBI BHYTPEHHETO JaBIICHUE (&), CHIIBI JIaTepalb-
HOro naBiieHus (6), ¥ UX B3aMMOJCHCTBHE (8); CTPENIKM — BHYTPEHHEE JaBJIeHHe, HAKOHEUHH-

KU — BCTpanBaHUE B KJIICTOYHYIO IMOBEPXHOCTH HOBBIX CTPYKTYPHBIX 3JIEMCHTOB, IYHKTUPHBIC
CTPEIIKA — AKTUBHBIA POCT MOBEPXHOCTH, 3BE3I0YKA — HEIOABUIKHAA TOYKA BEKTOPHOT'O MOJIA.
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i

Cvar

Puc. 9. lunamuka popmbl anexkca B MOJEIH aKTUBHBIX 000J104€eK. ¢: 1—4 — IUKINYECKHe U3-
MeHEeHHs (OPMBI anieKca (CTPENIKH) B peskuMe ocnmyuIInui (B mosoxenun /1 npsimoit C*= kCvar),
CIUIOIIHBIC INHUU — yCTOWYUBBIE BETBH, ITYHKTHD — HEYCTOWYUBAs BETBb (ha30Boi KpuBoii F(C*,
Cvar); I'n I1I — nonoxenus npsimoit C*=kCvar, COOTBETCTBYIOIIIE PSIKUMY 3aTyXaHus pocTa ()
1 BBIJICJICHUIO 3a49aTKOB JIy4eil C X BTOPHYHBIM BETBIICHUEM (B).

HNmenHO TOCIeHee O0OCTOSTENLCTBO JICNIAET BO3MOXKHBIM BO3HUKHOBEHUE OU-
(hypkanuii, Korjia MaKpOCKOITUYECKOE YCIIOXKHEHUE (DOPMBI TPOUCXOMUT CIIOHTAH-
HO, 3a CYET MaJIbIX CITy4aiHbIX (DIIOKTYyaIlHii, CO3/1aBasi HOBbIC (IIOTCHI[HATBHBIC)
HaIpaBIICHHUS Pa3BUTHUS CTPYKTYpHL. B OTCYTCTBHE MacCHBHBIX CHII B 00OJIOYKE
BO3HUKAIU OBl JIUIITH MUKPOCKOITMYECKHE CKIIAJKN 0€3 BCIKON BO3MOKHOCTH X
PETYIISIPHOTO BOCIIPOM3BEACHUS, a 0€3 aKTHBHBIX CUJI CITy4YaliHbIC BBITITYMBAHUS
IIOBEPXHOCTHU HE MOTJIX OBl YCHIIUBAThCS, TAK KAK, IT0 3aKOHAM MEXaHHUKH YIIPYTHUX
000JI04EeK, YeM BhIIIIC KPUBU3HA BBITITYMBAHUSI, TEM CUIILHEE €r0 MOBEPXHOCTH CO-
MpOTHBIIsIETCS n3MeHeHu o popmbl (Tumomenko, Boitnaposckuii-Kpurep, 1966).
AKTHUBHBIE CHITBI JTATEPATFHOTO JABJICHUS PACIIUPSAIOT BHIITYNBAHUE U, YMEHB-
asi KpUBU3HY €r0 MOBEPXHOCTH, YMEHBIIAIOT 3TO COMPOTUBIICHHE (pHC. 88).
JrHaMU4ecKUMU NEPEMEHHBIMU SABISIOTCS YCPEIHEHHAsI KPUBU3HA TOBEPX-
HoctH, C*, 1 ee mpoCTpaHCTBEHHAs quctepcusi, Cvar, OEHUTH KOTOPYIO MOKHO
10 BEJIMYHMHE pa30poca TOYCK MEPECCUCHUSI HOPMaJIbHBIX PaIUyCOB KPUBU3HBI
ob6onouku (puc. 9a). Csa3p mexay C* u Cvar ONUCHIBACTCS TIAIKONW KPHBOM
Tpetbero nopsiaka F(C*, Cvar), cocTosme U3 AByX yCTOMYHBBIX BETBEH U CO-
EANHSAIONICH X HeycTOMUNBON BeTBU. Ha yCcTOMUMBBIX BETBSIX aKTUBHBIC U MaC-
CUBHBIC CIJIBI YPAaBHOBEIIUBAKOT JAPYT Apyra (oTpuiiarenbHas cBsizb C* u Cvar),
a Ha HEYCTOMYMBOM BETBU OHU JEHUCTBYIOT B OJJHOM HAIIPABJICHUU, YBEIMUYUBAsI
YCPEIHEHHYIO KPUBU3HY IIOBEPXHOCTH BMECTE C €€ IJIOMIAIbI0 U KaK CIICJICTBUE,
IHCTIEPCUEH KPUBU3HBI (IOJOXKUTENIbHAS CBsi3b C* u Cvar). BaXHBIM JOIOJI-
HUTEJIBHBIM YCIOBUEM, MTO3BOJISIIOLIUM CBSI3aTh IBHKEHUE BAOAb KpuBoh F(C¥,
Cvar) ¢ MaKpOCKOITMYECKUM U3MEHEHHEeM (POPMBI, SBISETCS JOMYIICHHE, YTO
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W3MEHEHUE OTHOIIEHHS MOBEPXHOCTH OOOJOYKH K €€ 00beMy MPOUCXOAUT C
MUHUMAJIBHBIM PUPOCTOM JIUCTIEPCHH KPUBU3HBL B 3TOM (M TOJBKO B 3TOM)
CITydae 3JIeMeHTHI 000JI0YKH IBHKYTCS BJOJTb MAKPOCKOMTUYECKUX TPAUSHTOB
KPUBH3HBI €€ TIOBEPXHOCTH, M JIBUKEHHE DJIEMEHTOB Pa3BEpPTHIBAETCS B BHUJIC
CepUU MAKPOCKOIMUYECKUX U3MEHEHUH (HOpMBI OBEPXHOCTH, 110 KOTOPO OHM
JOBWKYTCS (MPUHIMI TPOCTPAHCTBEHHON pPa3BEepPTKH MOPPOreHETHUYECKOro
nemxenus: Yepnanues, 2003; Cherdantsev, Grigorieva, 2012).

JIBI>KEHHTO B/IOTTB IEPBOM YCTONYHMBOI BeTBH (BeTBb 1—2 Ha puc. 9a) cooTBeT-
CTBYeT JlaTepajbHOE paciupenue anekca U-oopasHoii TpyOkn. CrcTeMa okasbIBa-
€TCs B HAYaJIbHOHM TOYKE HeYCTONYMBOM BeTBH KpuBoil F(C¥, Cvar), u eciu Obl OHa
JBHUTAJIACh 10 HEH, 3TO ObI 03HAYAJIO, YTO 000JIOUKA [TBITAETCS] YBETUYUTD OTHOLLIE-
HUE TIOBEPXHOCTH K 00BEMY 3a CUET pOCTa KPHBU3HBI CBOCH TIOBEPXHOCTH. JHEP-
TETUYECKH BBITOIHBIM Pa3peIICHUEM dTOr0 MPOTUBOPEUHS SIBJISETCS BBIJICIICHUE
W3 amnekca JIOKAIBHBIX BBITISTYMBAHHN TTOBEPXHOCTH O3 M3MEHEHHsI €€ yCPEIHEH-
HOM KpuBHU3HBEL CHcTeMa OIHUM MPBIKKOM (BETBh 2—3 Ha pHC. 9a) IEpexXonnuT B
HauyaJIbHYI0 TOYKY BTOPOM yCTOHUYMBOW BETBU. JIBM>KEHHE IO 3TON BETBU COOT-
BETCTBYET POCTY KPHUBHU3HBI IOBEPXHOCTH ariekca ¢ yMEHBIICHHEM €€ JHCIePCUH
(pa3riaxuBaHMIO BHINSTYMBAHUHN, BETBb 3—4 Ha puc. 9a), a TOBTOpPEHHUE MPbIKKA,
HO B 00paTHOM HamnpasiieHHU (BeTBb 4—1 Ha puc. 9a) Bo3Bpalaet arekc K popme
cpeprUIecKOro CerMeHTa M 3aMbIKaeT BUTOK MOP(OTE€HETHYECKOTO ITUKJIA.

[TomuMO ocTMIUISINEH (TOBTOPEHHUST BUTKOB MOP(OTEHETHUYECKOTO ITHKJIA),
MOJIETTh JIOITYCKAeT JIBa CTAIMOHAPHBIX COCTOSHUS, OJHO U3 KOTOPHIX COOTBET-
CTBYET 3a0cTpeHuto anekca U-o0pa3Hoi TpyOKu ¢ 00pa3oBaHUEM HEBETBSIIETOCS
Jy4a BOJIOCKA, WJIM OJHOJYUEBOTO BOJIOCKA, a Jipyroe — auddepeHnpoBKe Kie-
TOYHOH IMOBEPXHOCTH C 00pa3oBaHreM HOBBIX U-00pa3HbIX TPYyOOK. DTO 3aBUCUT
OT HaKJIoHa IPAMOH C*=kCvar+C , XapaKTepU3yIONIETO COOTHOIIEHUE AKTHBHBIX
MeXaHWYEeCKUX HaNpsKEHWH, BHI3BIBAEMBIX CHIIAMH JIATEPAJIbHOTO JABJICHUS, U
MTACCUBHBIX HANIPSKEHUH, BBI3BIBAEMBIX YIIPYTHUM pacTshkeHueM o0omouku. biu-
30cTh Kod(duIireHTa k K eQuHHIC O03HAaYaeT MPHUMEPHOE PABEHCTBO BKJIAJIOB
AKTUBHBIX M MACCHBHBIX HANPSUKEHUH B M3MeHeHue (OpMBbI arekca, a OiImM30cThb
KOHCTaHThl C) K HYJIFO 03HAYAET, YTO HYJIEBYIO KPUBU3HY UMEET MOBEPXHOCTH C
HYJICBOM JTUCTIEpCHE KPUBU3HBI, U HA000POT. B 3TOM citydae nmpsiMas iepecekaeT
HEYCTOMYHMBYIO BeTBb KpuBoil F(C*, Cvar), u B cucTeMe YpaBHEHUH

dC*%dt = F(C*, Cvar) (D),
dCvar/dt = C* - kCvar - C, 2

HET YCTOWYHMBBIX CTAI[MOHAPHBIX ToueK. [lomydaeTcst yHUBEpCabHBIA IS
HETMHEWHBIX JUHAMHYECKUX CHCTEM KosieOatenbHbld KoHTYp (bemuntes, 1990),
KOTOpBI B HAIIIEM CITyYae OMHCHIBAET POCT areKca BIIOJTb OCH BOJIOCKA, CBA3aHHBII
C PErYJISIPHBIM YEPETOBAHUEM MEPHOOB YMCHBIIICHUS M YBETHUYCHUS! KPHUBU3HBI
noBepxHocTH 30HKI pocta (Cherdantsev, Grigorieva, 2012). YcToituuBbie CTaIyo-
HapHBIC TOYKH TOSBIISIFOTCS C MMAJICHUEM UJIM POCTOM BEIIMYUHBI K, KOTJIa mpsiMasi,
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SIBJISTFOLLASICA PEIIEHUEM YpaBHEHUS (2), epeceKkaeT OiHy U3 YCTOWYMBBIX BETBEH
pemrenus ypasuernus (1) (puc. 9a). B mepom ciryuae (pocT BKJIa1a MaCCHBHBIX Ha-
npsoxernii) U-oOpasHast TpyOKa 3a0CTPSETCS M BOSHUKACT OTHOJIYICBOI BOJIOCOK
WJH JTy4 BoJiocka (puc. 96), BO BTOpOM (pOCT BKJIAJa aKTHUBHBIX HAITPSKEHHH) —
MOBEPXHOCTh aIleKca CErMEHTUPYETCS, BBIACISS 3a4aTKi CHEPUUECKUX CEerMeH-
TOB, U3 KOTOPBIX pa3BUBaroTCs HOBbIe U-00pa3Hbie TpyOKu (puc. 9s).

JU1st IpOCTOTHI MBI IOMYCTHIIH, YTO B cucTeme ypaBHeHui (1) u (2) k apnsercs
HE3aBUCHMBIM ITAPaMETPOM, HO Ha CaMOM JIeJIe COOTHOIIIEHHE aKTHBHBIX U TTACCHB-
HBIX HAIIPSKEHUH 3aBUCUT HE TOJIBKO OT TEMIIOB POCTa HOBEPXHOCTH, HO U OT I'e0-
MeTpuH pocta. Ecim nonmyctuts, uto U-o0pa3Hast TpyOKa pacTeT IIpyu Hen3MEHHOM
CKOPOCTH POCTa MOBEPXHOCTH arieKca, TO, MOCKOJIBbKY C KaXKIbIM BUTKOM Mopdore-
HETHYECKOr0 [IUKJIA YacTh allMKaJIbHON MMOBEPXHOCTH PACXOTYETCs Ha yIITMHEHUE
UWIMHAPHYECKON YacTH TPyOKH, TUTONIA b arlekca Hen30€)KHO YMEHBIIASTCS, UTO
BEZIET K POCTY €ro KPUBU3HBI (320CTPEHNIO) M B KOHEYHOM CUETE TIPEKPAICHHUIO
pocta (puc. 96). 13 3TOr0 CriemyeT, 9To MPH IMTOCTOSHHONW CKOPOCTH POCTa TTOBEPX-
HOCTH PEXHUM OCLMJIISALINI HEYCTOWYHB, U Y alleKca HET MHOTO BBIOOpa KaK MEX Ly
yracaHueM OCHMJUIALUH (320CTPEHHEM), WIIM YBEIUYEHHEM CKOPOCTH POCTa TO-
BEPXHOCTH C MEPEX0OIOM B pesKUM AU PepeHIUPOBKH (pHC. 98).

Takum 00pazom, /uisi OOBSICHEHHsI OTPAHWYCHHOCTH BETBIICHHSI OOBIYHBIC
Onosornyeckue cooOpakeHusl O CTAPEHUU KJIETKH MM «3KOHOMHUH KJICTOYHON
MIOBEPXHOCTH» OKa3bIBAIOTCSl COBEPILEHHO M3IMIIHUMHU. [Ipyu MOCTOSIHHOMN CKO-
poctu o0pa3oBaHMs HOBOW MOBEepxXHOCTH auameTrp U-oOpaszHol TpyOKH HEW3s-
0eXHO yMEHbIAeTCsl C Kax 01 OndypKanueid, Tak 4TO BETUYHHA PACTITHBAIO-
LIEN CUJIbI, JEUCTBYIOUIEH HA alMKalbHYIO MOBEPXHOCTh Ka)J0r0 U3 3a4aTKOB
Jy4ei, BO3pacTaeT, IpersiTCTBYS €ro JaTepajbHOMY paciiupenunto. He onrore-
HE3, a caMa MeXaHuKa Mop(oreHesa «IporpaMMHpYeT» MOCTENIEHHOE yracaHue
BETBJICHHUS BOJIOCKA — UMEHHO OTOMY, YTO MEXaHU3M IIEPBUYHOrO BETBJICHUS U
BETBJICHUS CIEAYIOLUIUX MOPSAKOB COBEPIIEHHO OAMHAKOB.

31ech MBI TOXOAUM K OYE€Hb BRYKHOMY AJISI IOHUMaHUS 3BOJIOLUN Pa3iH-
YUI0 MEXKIY MOP(POreHETUYECKHMMH W OHTOICHETUYECKUMH ITPHYMHAMH Orpa-
HUYCHUS HANpaBJICHU W3MeHYHUBOCTHU. [1o1 MOPOTreHETHIECKUMHU OTpaHHye-
HUSMH €CTECTBEHHO NOHUMAaTh OTCYTCTBHE KAaHAJIOB Pa3BUTHS, HE COBMECTHU-
MBIX C MEXaHHUKOH MOp(oreHesa, a oA OHTOr€HETUYECKUMH OTPaHUYCHUSIMH —
JONOJHUTEbHBIE OrPaHUYEHUs X0/1a MOpQOreHe3a, He MPOTHBOPEYAIUE ero
MEXaHHKE, HO 1 HE BBITEKAIOLIUE U3 HEe.

OCHOBHO# ¥ BBITEKAIOUINI TOJIBKO M3 MEXaHUKH MOp(doreHe3a MpUHIUIT —
yciokHeHue (GOpMBI IOBEPXHOCTH TaM, TJie 000J09Ka cirabee BCEero ConmpoTHB-
JISETCSl YIPYTOMY PacTsDKEHHIO — Cpas3y K€ OrpaHMYMBAET BETBICHHE 30HON
areKca MpocTo M3-3a ero oKpyrioi ¢opmsl. OOpazoBaHHe 3a4aTKOB JIy4yeH U3
LMJIMHIPUYECKOM MOBEPXHOCTH HOXKKH BOJOCKA 3aTPYJHEHO M3-3a 3aMKHYTO-
CTH KOJIBLEBBIX (OKPYKHBIX) YIIPYTUX HAPSIKEHUH, KOTOPBIE TacsT JII0ObIE BbI-
nsrauBanus (Tumornenko, Boiinaposckuii-Kpurep, 1966). 3to He 3HauuT, KO-
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HEYHO, YTO LUJIMHAPUYECKas MOBEPXHOCTH BOOOIIE «HENpoOUBaeMay, HO IS
ee mpo0ost HeOOXOTUMO U3MEHEHHE CaMOTO MeXaHn3Ma (POPMHUPOBAHUS Ty YCH.

Jlydyam B Moziesin aKTUBHBIX 000JI0UEK Jierye 00pa3oBaThCsl U3 MEHEE HCKPHB-
JICHHOH ITOBEPXHOCTH, IO3TOMY ISl BETBJICHHSI alleKca HEOOXOAMMO €ro JlaTepaib-
Hoe pacipenue. M3-3a 31oro (Mop¢horeHeTH4eCcKoro) OrpaHMUeHHU s IOBEPXHOCTD
arieKkca BBIHY KACHA BBIOMPATh MEKAY 00pa30BaHUEM MEHBILETO cerMeHTa cepbl
OOJTBILIETO pajMyca, UM JKe OOJBIIEro cerMeHTa cepbl MEeHbIIEro paanyca. B
MIEPBOM CJIy4ae BEJIMYMHA OTHOIICHHUS 00beMa K MOBEPXHOCTH T1aJ1a€T, BO BTOPOM
— Bo3pactaeT. dusnueckuii cMBICIT oOpa3oBanus U-o0pa3Hoil TpyOKH COCTOWT B
YMEHBILIEHNH 00beMa arleKca OTHOCUTENBHO IUIOAAN €ro HOBEPXHOCTH IIPH MU-
HUMAaJILHOM €€ npupocTe. IMEHHO 3THUM 00BsCHSETCS, oueMy c(hepruecKue cer-
MeHTHI 1 U-00pasHble TpyOKH SBISIOTCS (POPMaMHK, TOCTOSHHO OBTOPSIFOIIMHUCS]
B Xo7ie MOpdoreHe3a KJICTOUHOH MOBEPXHOCTH HE3aBUCUMO OT THIIA OHTOI'CHE3a
BOJIOCKA M JIaXKe IPH OTCYTCTBUH HACTOSIIETO OHTOTeHe3a, Kak y D. nivalis.

PacnonoxeHne nepBUYHBIX 3a4aTKOB JIydel Ha PaBHOM YIJIOBOM paccTos-
HUU — 3TO TOXE MPSIMOE CIEICTBUE POCTA OTHOLICHUS TUIOMAAN 000JI0UKH K ee
00bEMYy C MUHUMAJIBHBIM IPHPOCTOM TTOBEPXHOCTH M, COOTBETCTBEHHO, MUHU-
MaJIbHBIM POCTOM JUCIIEPCUH €€ KpUBU3HBL. [Ipy 5TOM 3a4aTk MOT'YT BOBHUKATh
MOCJICIOBATENBHO, KaK y . nemorosa, Win OMHOBPEMEHHO, Kak y D. sibirica.

[Nony4aeTcs, yTo B KayecTBE MaTepuaia Ais GOPMUPOBAHUS OHTOIE€HE3a BO-
J10cKa MOp(OreHeTUYECKUE OIPaHUYCHUS OCTABIISIIOT BCETO JBE aJIbTEPHATHBHBIC
(opMBI pocTa amekca — JlaTepajbHOe paciuperne u oopazosanue U-oOpa3Hon
TpyOKH, HO OKa3bIBAETCS, YTO UX KOMOMHUPOBAHHMSI BIIOJIHE OCTATOYHO JJISl BO3-
HUKHOBEHHS Pa3IMYHBIX M SBOJIONMOHHO YCTOMYMBBIX THIIOB OHTOI'€HE3a. DBO-
JIIOIMOHHAS YCTOMYUBOCTH O3HAYAET JIBE BEIIU, KOTOPbIC, HAPSY C JCTEPMUHH-
POBaHHOW IOCIIENOBATEIbHOCTBIO CTAJUM, MOXHO CUMTATh KPUTEPUSIMU HHIU-
BUAYaJIbHOTO Pa3BUTHS CTPYKTYpPbL. Bo-IIepBBIX, THIOJIOrHYECKHE OCOOCHHOCTH
OHTOreHe3a (HalpuMep, OHTOr'€He3a BOJIOCKOB C ATMHHON MITM KOPOTKOM HOMKKOM)
JOJDKHBI COXPAHSITHCS IIPHU €I'0 CPEIOBBIX M BUAOBBIX MOTU(UKALUIX. BO-BTOPBIX,
OHTOT€HE3 (M TOJILKO OHTOI'CHE3) MMO3BOJISIET TOBOPUTH O TOMOJIOTHH YacTel (Jry-
Yei), pa3BUBAIOIIUXCS Y Pa3HBIX 0c00ei (BOJIOCKOB) B PA3HBIX YCIIOBHUSIX.

OT MOP®OI'EHE3A KJIETOYHOM ITOBEPXHOCTH
K OHTOI'EHE3Y BOJIOCKA

W3 Mozmenu akTHBHBIX 000JI0YEK CIENYeT, YTO MpocTpaHcTBeHHas audde-
PEHIMPOBKA MOP(POJIOTHUECKUX COCTOSIHUM U X YepPEeJOBAHUE BO BPEMEHU MO-
I'yT OTIIMYATBCS JPYT OT APYyra Ha YPOBHE MAalbIX CIyYalHBIX (IFOKTYyalnu.
Pa3HuIia Mex 1y JTOKallbHBIM BBIITSIYMBAHUEM KJIETOUHOW MOBEPXHOCTH Kak (ha-
3011 pocTa amnekca, 1 Kak 00pa30BaHMEM 3ayaTKa J1y4a, MOKET 3aBUCETb OT CIIy-
YafHbIX (QIIOKTyauuii BeJIMYMHBI apaMeTpa kK B ypaBHEHUH (2) — OCHOBHOT'O
On(ypKaMOHHOTO MapaMeTpa, YIPaBISIOLIEr0 POCTOM KJIETOUHOW ITOBEPXHO-
ctu. [Ipu yBenuuenun k (T. €., yBennueHUH HakjoHa npsaMoit C*=kCvar), oT1-
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paxarorieM poCT OTHOCHTEIIHOTO BKJ1a/ia B MOP(OreHe3 TaCCUBHBIX HAIPsIKe-
HUM, BETBIIEHHE BCET/Ia YIIPOILAETCS.

VYV Bcex BUJOB KPYIOK, UMEIOIIUX BOJIOCKH C JJIMHHON HOXKKOM, COXpaHsIeT-
Csl HETIPEPBIBHOCTH TEPEX0/Ia MEKTY «TUITHIHBIMIY) M PEeAyIIHPOBAHHBIMH (Op-
MaMU BETBJICHHS, BIUIOTh IO OOpa30BaHMs OHOJIYUYEBBIX BOJIIOCKOB. BeTBieHue
YIPOINASTCSI YaIlle BCEro MPHU YMEHBILICHUH pa3Mepa BOJIOCKOBOM KIICTKU: ITEpBast
U-o0pa3Has TpyOKa mojydaeTcst 0ojiee y3Ko, U MIPH TOM K€ BETUUYHHE TypProp-
HOI'0 JIaBJICHHUS BO3PACTACT CHJIa MACCHBHOTO PACTSHKEHHS allekca BIOJIb OCH BO-
JIOCKa, TIPETSATCTBYS €ro JIaTepallbHOMY pacHIpeHuto. 3 KJIeToKk onnHaKOBOTO
JIUaMeTpa MOTYT Pa3BUBAThCs MPOCTHIC (OIHONYYEBBIC), IBYIyUYEBbIE (BHJIbYA-
ThI€), WM TPEXJIYUYEBBIC BOJIOCKH, B 3aBHCUMOCTH OT HAIIPABJICHHS MaJbIX CIy-
YaiHBIX (UIFOKTyanui nmapamerpa k. OIMHAKO, €CITH JIJIsS YBETUYCHUS YUCIIa JTyUeH
IIOAXOOAT TOJIBKO ITOJIOKHUTCIIBHBIC q)HIOKTyaHI/II/I, TO YMCHBIIACTCA OHO KaK Ipr
OTPUIATEIBHBIX (DITIOKTyalHsIX, TaK U MPHU MOCTOSTHHBIX TeMmax pocta. Jroboe
YCIO)KHEHHE TEOMETPHH POCTa TpeOyeT MOMOIHUTENBHOTO pacxXoia TOBepX-
HOCTH, ¥ €CIIU €€ MPUPOCT HEe3HAUYMTEeJeH (BennurHa k ONM3Ka K eIWHUIIE), TO
ciy4aifHple (DIFOKTyalnu Hen30eKHO BEAYT K OBICTPOMY yTacaHUIO BETBIICHUS
1 00pa30BaHUIO TIPOCTHIX BOJIOCKOB. MICTIOPTUTH BETBJICHUE TOPA3JI0 MPOIIIE, YeM
€ro MPOJI0JIKATh, TIOATOMY IPOCTHIC BOJIOCKHU SIBJISIOTCS CBOCTO POJIa «MYCOPHOM
KOp3WHOW» MOp(OreHe3a U MOTYT BO3HHUKATh Y BCEX BHJIOB KPECTOLBETHBIX Ha
mo6oM u3 opranoB pacteHus (Rollins, 1993). OctaeTcs TOIBKO NOMYEPKHYTh, 9TO
YIPOIIEHNE BETBJICHUS SBISETCS BHYTPEHHUM TPEH/IOM Pa3BUTHS BOJIOCKA U CO-
XPaHSETCs] HE3aBUCHMO OT BHEITHUX (B YACTHOCTH, CEJICKIIMOHHBIX) TPEHIOB.

HOCKOHBKy OBOJIIOHMOHHO HCXOJAHBIM SBJISICTCA PasBUTHUC JAPCBOBUIHBIX
00MIILHO BETBAIIUXCSA BOJIOCKOB C OY€Hb BBICOKMMHU TEMIIaMU POCTa IMOBEPX-
HocTH arekca (D. nivalis), BOSHUKHOBCHHE M CTAOWIIM3AINs OHTOTECHE3a TOXKE
JOTKHBI OBITH CBSI3aHBI C YIPOIIEHUEM BETBJICHHS, HO TAKMM 00pa3oM, 4TOObI
B UTOTE€, BMECTO OJHOIYYEBOTO BOJIOCKA, TIOTydaliach IETEPMUHUPOBAHHASI T10-
CJIeZIOBaTEIBLHOCTh 00pa3oBanus yyueil. [Ipu Takom, xak y D. nivalis, BeTBIe-
HHUMU TEMIIBI pOCTa KJIETOYHOM IMMOBEPXHOCTU AOJI’)KHBI BO3pacTarb, 4 3HAYUT, B
xoj1e MopdoreHes3a BoJOCKa JOKHA YMEHBIIIAThCS BETMYMHA TapamMeTpa k.

B cucteme ypapaenwuii (1) u (2) koapdunueHT k T0KEH CINTATHCS He3a-
BHCHUMBIM ITapaMeTpPOM, HO Ha caMOM JieJie (CM. BBIIIE) ero BeTWYWHA 3aBUCHT
oT nepeMeHHbIX C* u Cvar, 9TO IeTaeT CUCTEMY JOCTATOYHO TPYIHOMU ISl Ma-
Temarnyeckoro uccienoBanus (bennnues, 1990). He neiTasice onpeaenuts 3Ty
3aBUCUMOCTE B IBHOM BU/JIC, Mbl OT'PaHUYUMCH COO6pa)KeHI/I$IMI/I, O4YC€BUIHBIMHU C
(bms3ugeckoii Touku 3peHus. [1o onpeaenennro, mapameTp k TOHKCH U3MEHSIThCS
MeJJIeHHee, yeM nepeMeHHbie C* u Cvar, HO pa3iuyude MEXIY TeMIaMu U3Me-
HEHUS TapaMeTpa U MePEMEHHBIX JIOJKHO OBITh TEM MEHBIIE, YeM BBIIIE TEM-
Bl POCTa KJIETOYHOM MOBEPXHOCTH. B 4acTHOCTH, MPU JOCTATOYHO BBICOKUX
TEMIIaX POCTa NMOBCPXHOCTU BCIINYHHA k MOXXeT M3MEHUTHLCS 3a BpEMs OAHOI'O
BUTKA ocIMJIIsAnuii. Bo3HUKaeT HOBBIM M OY€Hbh MOIIHBIM MCTOYHHUK M3MEHYH-
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BOCTH — T€TEPOXPOHUH MEXKy JBHKEHUEM CHCTEMBI 10 (ha3oBoil kpuBoil F(C¥,
Cvar) v n3meHeHueM k, T. €., BpallleHneM napaMeTpuieckoil npsamoit C*=kCvar
I10 YaCOBOM cTpenke (yMeHbIeHHE k), HIIH TIPOTUB YaCOBOU CTPEIKH (yBeInde-
Hue k) (puc. 9a). IlockoabKy BpaleHne TpsIMOi 10 YaCOBOM CTPEJIKE «3apsiiKa-
eT» 000JI0YKy CHJIaMU JIATePaJIbHOTO JaBJICHHUS, a ABMKEHHUE 110 KpuBoi F(C¥,
Cvar) wamensiet hopMy 000JIOUKH, pedb UIET 0 0A30BOM IS THOOBIX Pa3BUBa-
IOLIMXCSI CHCTEM TeTEPOXPOHUHU MEXKTY (POPMHUPOBAHUEM MOP(OTEHETHUECKUX
noTeHIni u ux peanusamnueit (Jopdpman, Uepnanes, 1977).

YMeHbIICHHE U yBEIUYEHUE BEINIUHbBI K PAa3JINYaOTCs HE TOJIBKO 3HAKOM.
VYBeIMUUTh BKJIAJA AKTHBHBIX HANPSKEHUI MOXKHO TOJIBKO HA MHKPOYPOBHE —
MyTeM yBEJIWYEHUsI CKOPOCTH 00pa30BaHUS M (MJIM) BCTpaUBaHHUs B 0OOJIOUKY
HOBBIX CTPYKTYPHBIX 3JIEMEHTOB. YBEIMYCHHUE K€ BKJaJa yNpPYTUX HaIlpsoKe-
HUH (pOCT BENUYHHBI k) IMEET, TOMUMO OMOXHMHUYECKOH, MaKPOCKOITHMUECKYTO
KOMTIOHEHTY B BH/JI€ BOSHUKHOBEHUS pedep reomeTpuueckoi sxectkoctr (Tumo-
menko, BoitHaporckuit-Kpurep, 1966), koraa ynpyrocts 000JI0YKH pacTeT U3-3a
YCIIO)KHEHUSI ee TeoMeTpuueckoi hopmbl. [IpocTeimmm npumMepoM MOKeT ciy-
KUTHh YMEHBLICHUE YUCIIa JTy4eil BOJIOCKA IIPH OYSHb CHIIBHOM H3rH0e ero HOX-
KH: TIPA TaKOM HM3ru0e B 000JI0YKE BO3HUKAIOT JOMOJHUTEIbHBIC YIPYTHE Ha-
MIPsDKEHUS, TIPS TCTBYIOMME BeTBiIeHuto anekca (I puropsesa, 2013). B mobom
cllydae, pocT yIpyTruX HallpsDKEHUH TOPMO3UT peaiu3alio IIOTEHIUI K BETBIIe-
HUIO MIOBEPXHOCTH, BO3HUKAIOLINX MPH €€ IPUPOCTE, U, TEM CaMbIM, yMEHBILIAET
BEPOSITHOCTH T€TEPOXPOHHUM MEKy U3MEHEHUSIMH TTapaMeTpa U IEPEMEHHBIX.

B Habonbmield cTeneHW TakuWe T'€TEPOXPOHUHU BBIPAXKEHBI, €CTECTBEHHO,
y D. nivalis (puc. 10a). JIBe BOJOCKOBBIX KJIETKH TEPBOHAYAIBHO HAXOJST-
csl B OHOW TOYKe (a30BOW KPUBOM Ha e€e MepBOil yCTONYMBOM BeTBH (Touka 1
Ha puc. 10a) mpu OTHOM W TOM K€ 3HAUYECHUH K, COOTBETCTBYIOIIEM PEKUMY
ocumAnwi (mpsimas | Ha puc. 10a). Pasauia Togbko B TOM, 9TO y OTHOH U3 BO-
JIOCKOBBIX KJIETOK 3Hau€HHE mapamerpa k yMmeHbluaeTcst ObicTpee. O0e KIETKH
MPOXOAAT TouKy 2 Ha puc. 10a, oka3bIBatOTCS B OJHON U TOM e Touke 3 BTOpoil

et a Cc* 6 C* 8

Cvar Cvar Cvar

Puc. 10. DBomtonus pa3BUTHS BOJIOCKA B MOAETH aKTHBHBIX 000JI0UEK: @ — HCXOTHOE COCTO-
STHUE, T1Ie U3MEHEHNE HaKJIOHA TapaMeTPUUYECKON IPSIMOI CONOCTAaBUMO 110 BPEMEHH C ABH)KECHH-
€M cucTeMbI 10 (ha30BOl KPUBOIL; 6 — N3MEHEHNE HaKJIOHA TapaMeTPHIECKOil IPsAMOii CTAHOBUT-
Csl TEMIT JINMHTHPYIOIEM 3BEHOM Pa3BUTHS; 6 — QUKCAIIUS HAKIIOHA MTApaMETPHIECKON MPSIMOM.
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YCTOMYMBOM BETBU KPUBOI, HO JJIsl OMHOM KJIETKH 3HaU€HUE Kk 0CTaJIoCh MPex-
HUM, a JJIsl IPYTOi — OHa oTMedeHa Ha puc. 10a Gosiee cBETIION 3aTMBKOIl — Ma-
pamerpudeckas npsamast C*=kCvar ycriena IeperTH U3 oJIoKeHus | B mmostoke-
uue 11, coorBeTcTByIOMIEE pexxkumy auddepeHInpoBKH. ATIEKC TIEPBOM KIETKH
MPOAOJIKAET CBOM POCT BIOJb OCH BOJIOCKA (IIOCJIEIOBATENBHOCTD COCTOSHUI
1—2—3—4 na puc. 10a), a u3 anexca BTOpOH KJIETKH BBIJIEISAETCS 3a4aTOK JIyda.
Takue reTepoXpOHUH, BCET/a CBS3aHHBIC C BHIOOPOM MEXK/1y ITPOIOIIKEHUEM PO-
CTa MOBEPXHOCTH amneKca u ee AuPpPepeHInpOBKON, MOTYT IIOBTOPSATHCS MHOTO-
KPAaTHO, C TIOSBJICHUEM KaXJ0H HOBOHM 30HBI pOCTA, M B UTOT'€ BO3HMKAET pPa3BeT-
BIIEHHAS — MOYTH TaKas e, KaK U caM BOJOCOK — CETh IyTEeH Pa3BUTHSL.

OCHOBHOW NMPUYMHON MPEBPALIECHUS TAKOH CETH B JUHEMHYIO MOCIET0BaA-
TEJIbHOCTh CTAJHUH SIBISETCH YMEHBIIEHHE TEMIIOB POCTA KJIETOYHOM MOBepX-
HocTH. C yMEHBIIEHHEM TEMIIOB POCTa M3MEHYUBOCTH, OOYCIIOBJIEHHAs TeTe-
POXPOHUSIMH, COKpAIaeTCcsl — M3MEHEeHre (YMEHBIIIEHNE) 3HAUeHUs TTapaMeTpa
k npoucxonuT ropaso MeJJieHHee, 4yeM u3MeHeHue nepeMeHHbix C* u Cvar,
Y MOYKHO CUHTATh, YTO 33 OJJMH BUTOK ITUKJIA OCIMJUISIIIUN HAKIIOH MapaMeTpH-
YeCcKOM MpsiMON MpakTUYEeCKH He MeHsieTcs. Bce peno B Gojee paBHOMEPHOM
pacmpeaesieHuy IpOCTPaHCTBEHHON HEOMHOPOoHOCTH (auctiepcun Cvar) Mex-
Iy TIOCJIEZIOBATEIbHBIMHA (POPMAaMH 00OJIOYKH BOJIOCKOBON KIJIETKH, a Ha TPajIu-
IHOHHOM JIJIS1 SBOJIOIIMOHHON MOP(hOJIOTHH SI3BIKE — B BO3pacTaHUU Mop(hoIro-
THYECKOT0 CXO/CcTBa ATUX QopMm. [loHSITHO, 9TO TTpU ATOM OoOJiee paHHUE CTa-
JUY TOJDKHBI TPUOOPETaTh CXOACTBO ¢ OoJiee MO3AHIUMH CTAIUSIMU PAa3BUTHS —
o0OpaTHOE O3Hauajo Obl HE HBOJIONHMIO OHTOTCHE3a, a BOSHMKHOBEHHE HOBOMW
(hopMBI BOJIOCKA, B HAILIEM ciIydyae — GOpMbI TPOCTOTO BOJIOCKA.

OO6mmeit gepToit myTelt (popMUPOBAHUS OHTOTEHE3a BOJIOCKOB C JUIMHHON U
KOPOTKOM HOKKOM SIBIISIETCS] YCTAHOBJICHUE CBSI3U MEXK /1Y JIaTepalibHOM MO PHO-
CTBIO BOJIOCKOBOM KJIETKH U TOJIIPHOCTBIO POCTA JIMCTOBOTO 3a4aTka. YacTh mpu-
pocTa MOBEPXHOCTH BOJIOCKOBOM KIJIETKH, IPUYEM TOJIBKO C OJHOM €€ CTOPOHBHI,
00pallleHHO! K TUCTATIBHOMY Kpato OyyIIero JIMCTa, PACXOAyeTCs He Ha POCT BO-
JIOCKA, a Ha POCT JIUCTOBOM TNIAaCTUHKH. B MTOre, B 000709KE BOJIOCKOBOH KIIETKH
BO3HUKAIOT JIOTIOTHUTENIbHBIC YIIPYTHE HATPSKEHUsI, 00YCIOBJICHHbIE TIPOCTPaH-
CTBEHHOM HEOJHOPOIHOCTHIO €€ aKTUBHOTO POCTa. TeMIbI MPUPOCTa MOBEPX-
HOCTH, UCTIOJIb3YeMOH COOCTBEHHO il (POPMUPOBAHUS BOJIOCKA, 3aMEISIOTCS,
MPEMSATCTBYS BOSHUKHOBEHHIO JIy4eil BOJIOCKA M3 CIIy4YallHBIX BBIPOCTOB KJIETOU-
HOH MMOBEPXHOCTH M YMEHBIIIasi BEPOSTHOCTh OMTUCAHHBIX BBILIE TETEPOXPOHHIL.

[ BOJOCKOB C NJIMHHOW HOXKKOW CITUIIKOM OOJIBIIION HAKIIOH BTOPOM
U-06pa3Hoil TpyOKH B CTOPOHY AWCTAIBHOTO Kpas JINCTA BENET K PelyKIUU
BeTBJIICHUs (CM. BhImIe). OMHAKO, €CIU ATOT HAKJIOH HE CITUIITKOM BEIWK (000-
JIOYKA «3apsKaeTcs» YIPYTHUMH HANPSKSHUSIMHU, HO He HACTOJIBKO, YTOOBI 0J10-
KHPOBATh BETBICHHE), TO OH CTAHOBUTCS 3TAllOM OHTOTEHE3a BOJIOCKA, OTpeie-
JIsIs MECTO (POPMHUPOBAHUSI IIEPBOTO Jyda (Ha CTOPOHE areKca, OOpaIeHHON K
MIPOKCUMAJIBHOMY Kparo JUCTa, cM. puc. 4). [[puHIMIHanbHbIM OTIUYHEM BET-
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BAIIUXCS BOJIOCKOB, pa3BUBatoUInxcst y D. nemorosa, or BONOckoB D. nivalis
SIBJISIETCS HE TOJBKO JIETCPMUHUPOBAHHAS TIOCJIEIOBATEIHLHOCTh 00pa30BaHUs
U-06pa3sbIx TpyOOK, HO M TO, YTO HHU OJHA U3 HUX TIOJTHOCTHIO HE MTOBTOPSET
MPEABIAYIIYIO JaXKe TOT/Ia, KOT/Ia MOBEPXHOCTh HAXOIUTCS B PEKUME OCITUILIS-
nuii. [lapamerpudeckas npsimas nepecekaet (a3oByr0 KPUBYIO B TEUCHHUE JIBYX
LUKJIOB OCUMJIISIIUE (0OOpa3oBaHue mepBoil u Bropoir U-o0Opa3Hoil TpyOKH) H
MOBOPAYMBACTCS 10 YaCOBOM CTpENIKe TaK MEAJICHHO, YTO MEPEXOJ B PEKHUM
muddepeHIpoBKU (00pa3oBaHKe MEPBOro Jyda) MPOHCXOJUT TOJBKO IOCIE
MTOJTHOTO 3aBEPIIEHUST BTOPOTO IMKJIA OCHMIIIANNN, Koraa (opMupyercs mep-
Bas, a 3areM Bropas U-oOpa3Has TpyOka. [lociie aToro mapamerpudeckas mpsi-
Mas nepexoauT B nonoxenue I, u mocnegoBarenbHOCTh cTanguil 1—2—3—4
CTaHOBHTCS CTaHAAPTHOM MOCIIEI0BATEIBHOCTBIO, O0IIEH /151 OOJIBIINHCTBA BO-
nockoB (puc. 106). Kak 1 moI0KeHO B HACTOAIIEM OHTOTCHE3€, U3MEHEHHE Tapa-
MeTpa CTAaHOBHUTCS TEMIT JINMUTHPYIOINUM 3BeHOM pas3Butus (bemoycos, 1987).
Kaxk BuanO 13 puc. 100, mpu nepexone B pesxuM nudhepeHIINPOBKH HAKIIOH T1a-
paMEeTpUYECKOH MPsAMON MaKCUMAaJIeH — OHA TIEPeceKaeT BTOPYIO YCTOHYMBYIO
BETBb B HEMOCPEACTBEHHON OJIM30CTH OT TOYKHM MEperuda BTOPOH yCTOHUNBOM
BeTBU (ha30BOW KPUBOW B HEYCTOWYMBYIO BETBb. B 9TOM M COCTOMT MpHUYMHA
«onumopdo3an, T. €., CBOUCTBEHHOTr0 OHTOreHe3y D. Nemorosa 4epenoBaHUIO
repuonoB audhepeHIHPOBKHU (00pa3oBaHuUsI JIyda) C TIEPHOTAMHU BOCCTAHOBIIC-
HUSI TUTOTIA M TTIOBEPXHOCTH OCTaBIIeHcs 4acTH anekca. Ha oOpa3oBanme mepso-
r'o JydYa yXOIUT 3HAUYUTEIbHAS YaCTh IOBEPXHOCTHU aIleKca, U POCT €€ IO IH
CTaHOBHTCS TEMIT IUMHTHPYIOLIUM 3BEHOM BETBJICHUA.

PasBuTHe ManbnUrUeBbIX BOJIOCKOB D. sibirica peacTaBiseT cOOO0i Jioruye-
CKOE 3aBepIIeHHE BOJIIOLNN OHTOTEHE3a, KOTJa IMOJOKEHHE TapaMeTpuyecKon
TIPSIMO BOOOIIIE TIepecTaeT M3MEHATHCS — M3-32 OYeHb PaHHEH, eI1e mpu 00pa3oBa-
uun U-00pa3Hoit TpyOKH, «3apsiIKe» BOJIOCKOBOH KJIETKH YIIPYTUMH HATPSIKESHHU-
simu. BO3HMKHOBEHHE TaKUX HAMPSKEHUH C caMoro Havyasia MopQoreHesa roBOpuT
0 TECHOM YYaCTHH BOJIOCKOBBIX KJIETOK B POCTE JIUCTOBOT'O 3a4aTKa, ropasao domnee
TecHOM, 4eM y D. daurica — apyroro Buja, oOpa3yIoIero BOJIOCKH ¢ KOPOTKOH
HOXKOU. B ypaBHeHuHn napamMeTpuueckoit npsiMoit (2) koucranta €, yiKe HE paBHa
HYJIO, Tak uTo npu Cvar=0 Benmannaa C* Oomnbine Hyns (puc. 10g). DTo o3HavaeT,
YTO YIPYTOH SIBISIETCS Take 000I0YKa C MPOCTPAHCTBEHHO OJHOPOIHON KPUBHU3-
HOW. PexxuM ocumiuisinuil OTCYTCTBYET, M, IOMASI 1O KOHLIA IEPBOM yCTOMYMBOMI
BeTBH (ha30Boi KpuBOH (TonoxeHue 2 Ha puc. 106), cuctema cpasy, 6e3 o0paszoa-
Hust BTopoit U-00pa3Hoii TpyOKH, OHUM IPBIKKOM MEPEXOJUT Ha BTOPYIO YCTOM-
YUBYIO BETBb (MosIoxkeHue 3 Ha puc. 10B), a 3aTeM MObIMAeTCs O HEeH 10 TOUKH
TIEPECEUCHUSI C TTapaMeTPUIecKOi pssMoi (ooskeHue 4 Ha puc. 10s).

Toukwm 2 u 3 Ha pa3oBoii kpuBoii (puc. 106) MPeACTABISIOT MTOCIEIOBATETh-
HBIE dTaIlbl pa3MeTKH arekca (00pa3oBaHUeE AIIITUTICOU 1A BPAIICHUS C MTOCIIETY-
roei audepeHnpoBKON €ro MoNCOB, CM. pHUC. 7a, 6), TPEIIIeCTBY M
00pa30BaHUIO 3a4aTKOB JIy4el U OTCYTCTBYIOIIHME y BHJIOB ¢ 00Jee MPHUMHUTHB-
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HBIM OHTOT'€HE30M BOJIOCKa. M3 3TOTO ClienyeT, 4To pa3MeTKa arnekca, npeasapsi-
tolast 00pa3oBaHue 3a4aTKOB JIy4eH, B 9BOJIOIIMH BO3HUKAET 11032/Ce, YEM CaMH
9TH 3adaTku. OQHAKO, IIOCKONBKY 3Ta pa3MeTKa BO3HUKAET Ha OoJyiee paHHUX
CTaJNsIX Pa3BUTHsI, OHA BEACT K IOSIBJICHUIO HOBOI'O MOP()OIOrHYECKOro THIIA
BOJIOCKA, OTCYTCTBYIOILETO Yy JIPYTHX BHJOB KPYIOK. MaJjbIHMIUEB BOJOCOK
D. sibirica BBITSHYT NapalijieNbHO, a HE TEPHEHIUKYISIPHO TIIOCKOCTH JIUCTA,
n oOpa3yeT 3ayaTKu Jyuyel, He cocOOHBIe K BTOPUYHOMY BETBJICHUIO — 3TO
MpsIMOE CIIEJICTBHE PAHHETO TIepexo/a anekca K dJUIMITuIeckon Gopme, Tpedy-
FOLIET0 JIONOJIHUTENBHOIO Pacxoa KI€TOYHOH TOBEPXHOCTH, KOTOPOIl HO3TOMY
HE XBaTaeT Ha BeTBIeHUe ny4del Bomocka (Cherdantsev, Grigorieva, 2012). Oxa-
3bIBACTCSI, YTO M3MEHEHHE OPraHM3allMd OHTOr€HEe3a, BTOPUYHOE C 3BOJIIOLU-
OHHOU TOYKH 3pEHUs, MOXKET U3MEHATH Je(PUHUTHUBHYIO POPMY TaK, Kak OyaTo
9BOJIONMS OBIJIO HAINpaBlieHa MMEHHO Ha ee U3MeHeHue. PazymeeTcs, 3T0 BO3-
MOYXHO JIMIIb TIPY YCIOBHH, YTO U3MEHEHUE JIePUHUTHBHOW (POPMBI HEHTpaIb-
HO C TOYKH 3PCHHS 00IIeH MPHCITOCOOIEHHOCTH (PeHOTHIIA.

To ke camoe MOXKHO cKa3aTh W BOOOIIE 00 3BOJIIOLMM OHTOI€HE3a BOJIO-
CKOB. B Hauaje 3BONIONMY pa3BUTHE BOJIOCKA HEJIb3sl CYUTATh UHIANBUIYalb-
HBIM Pa3BUTHEM, TaK KaK pedb UIET O NEHCTBUU MOP(HOTeHETHYECKOTO aJIro-
puTMa, «OE3IMYHOT0» B TOM CMBICTIE, UTO OH HHYETO He 3HaeT 0 GpopMupyro-
hielcst CTPYKType, GOpMUPYsI TOIBKO €€ MOLYJIH, IPOCTPAHCTBEHHO-BPEMEH-
HOW MOPSAIOK KOTOPBIX JHOO0 CilydyaeH, MO0 OmpenensieTcsl yCIOBUIMH pas-
BUTHs. OCHOBHOW MPUYMHONW BOSHUKHOBEHUS M MOCIEAYIOUICH KaHATN3alHH
OHTOT€HE3a SIBJISIETCS PUHIUIINATIbHAS ACHMMETPHUsI OTBETA pa3BUBaIOLIeHCs
CHCTEMBI Ha MPOTHBOIIOJIOKHO HAIPaBJICHHBIC (QIIIOKTYallid OJHOT'O0 M TOTO
ke mapameTpa. B cimydae ¢ Bomockamu (1) dimroktyanun nmapametpa k (poct
BKJIaJla YIPYTHX HAINPSKEHUH) BEAyT K TOMY, UTO MOXKHO Ha3BaThb QuKcayu-
etl eemepoxponuti. KOMIOHEHTHI NEPBOHAYAIBHO OJHOTO M TOTO K€ M3MEHE-
HUs GOPMBI pa3o0IIaloTCs BO BpEMEHH, U OfHA U3 HUX (ECTECTBEHHO, Oojee
Me/IJIeHHas) CTAHOBUTCS TEMIT TUMHUTHUPYIONIEH KOMIIOHEHTOH BCero popmMoo-
OpaszoBaHus. B uTore, BMECTO MCXOAHBIX F€TEPOXPOHHI MOMydaeTCs TUHEH-
Has TIOCJIEe/OBATENLHOCTh CTAUN Pa3BUTHS CTPYKTYPHI KaK IeJIOro, TaK Kak
reTepOXpOHUsT GUKCUPYETCSl B BUIIE HOBOTO MOP(OJIOrHIECKOIO COCTOSHHUS,
MpeNIEeCTBYIOIEro HCXOAHOMY cocTosiHuio. HanpoTus, (-) ¢pnroxktyanuun Be-
Iy T TOJBKO K PACIIMPEHHUIO BBI3BIBAEMON e TePOXPOHUSIMH U3MEHUUBOCTH. U3
3TOTO CIeNyeT, YTO HalpaBJICHHAs dBOJIOLHUS OHTOI'CHE3a MOXKET BO3HUKATD
KaK KOppeNSTHBHBIN 3Q(PEeKT YepeoBaHNs B3aUMHO MPOTHBOIOJIOKHBIX Ha-
MpaBJeHU 0TOOpa, HIIN e, KaK B HAIIIEM cllydae, IyTeM HalpaBlIeHHOTO Ha-
KoreHus caydaiiubix puroxryannit (Cherdantsev et al., 1996), nzbuparensHo
3amoMuHas QIIOKTyaluu, IPEBPaIIAIONINe TeTEPOXPOHUH B TOCIIEI0BATEb-
HOCTb CTaJIUl Pa3BUTHSL.

Ecnu BCOOMHUTB THIOTE3Y O MPOHUCXOKIACHUU OJHOKIJIETOYHBIX BOJOCKOB
OT MHOTOKJICTOYHBIX BOJIOCKOB, OBIBIIMX KOTJIa-TO MHOTOKJIETOUYHBIMH KeJIe3a-
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MU, HO yTPaTUBIIMX CBOIO (PYHKIHIO BCIEICTBUE 3aMEUICHUS OOBIYHBIX MHTO-
30B suj0omMuTo3aMHu (Ishida et al., 2008), To momydaeTcsi, YTO AJsL CTPYKTYPHI,
[IPOCTO YTPAaTHUBLIEH CBOIO (DYHKIIMIO ¥ HE NPHOOPETILEH HUUEro B3aMeH, 3BO-
JIIOLHSI OHTOT€He3a MPOTEKAeT TOYHO TakK K€, KaK MPH BOBHHKHOBEHHH HOBOM
¢yHkuu. B oTBeT Ha U3MEHEHHE CaMOl CTPYKTYPBI — HE3A8UCUMO OM BKAA0A
9M020 UBMEHEHUs. 8 NPUCNOCOOIeHHOCHb — BOSHUKACT PAJ «PETPOrPagHBIX»
IBOJIOIMOHHBIX TPEOOPA30BAHMIA, CYyTh KOTOPBIX COCTOHUT B MIOJITOHKE HCTOPHH
Pa3BUTHS MO HOBBIM KOHEUHBIN pe3yabTar. DTO, MOXKAIYH, CAaMbIil yOenuTenb-
HBIM OBOJ IPOTUB YUYacTHsl CTaOMIM3UPYIOLIET0 OTOOPa B IBOJIOLMH, BEAY-
miel K cTabMiIn3aliy OHTOreHe3a M KaHaIn3aluil U3MEHYUBOCTH.
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Developmental canalization with no part of stabilizing selection
V.G. Cherdantsev, O.V. Grigorieva

Referring of the developmental canalization to stabilizing selection can be a bias that
originates from the ignorance of developmental mechanisms. Considering of the mor-
phological evolution of one-cell hairs in Draba plants makes it clear that the transition
from continuous variation in morphological traits to developmental chreods occurs in
the evolution of remote lineages of the genus irrespectively of contribution into the net
fitness. Morphological diversification of the hair branching is not under selection control
being a physical consequence of the hair cell volume growth equilibrated by complifica-
tion of the cell surface shape. At the start of evolution, the hair development refers not to
an individual hair development, but rather to that of repetitive hair modules (branches)
whose spatiotemporal order is arbitrary, except that some variants of the branching de-
pend on events that occur at earlier developmental stages more than the other ones.
Under selection fluctuating at random, or with no selection at all, fixing of these variants
leads to origination of the hair ontogeny, in which earlier developmental stages corre-
spond to later stages of the developmental evolution.
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Mopdghoeenes: ycmotiuusocms u 8apuabenbHocmy
Cepus «l eo-6uonocuyeckue cucmemsi 6 npowiiomy». M.: ITHH PAH, 2015. C. 62—69.
http://’www.paleo.ru/institute/publications/geo/
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I'OMOJIOI'NYECKHUE PAJIbI UKOCADJAPUYECKUX BUPYCOB
N OYJIJIEPEHOB

10.J1. BoiiTexoBcKknii

Q@I'BYVH leonocuuecxuti uncmumym Konvckozo nayunozo yenmpa PAH
woyt@geoksc.apatity.ru

B craTbe nokazaHo, 4To HKOCadApUUYECKHe (C TOUCUHBIMHU I'PYTIIIAMHU CHM-
MeTpun -3-5m u 235, Ha3bIBaeMble Takxke chepuyeckuMH) QyIIepeHbl
U BHPYCHI 00pa3yloT roMoOJIOrHuYecKHe psiabl. Maremarndecku crporas
CHCTEMAaTHKa HKOCAdAPUYECKUX (YJIJICPEHOB 110 CYTH SIBIISIETCS HUCUYEp-
NbIBaroONIeld MOP(OJIOTHYECKOH CUCTEMAaTHKONW HMKOCAdAPUYECKUX BHPY-
coB. OHa 1M03BOJISIET IPOTHO3MPOBATH UX HEU3BECTHBIE (DOPMBI, yCTaHAB-
JIUBAeT MEXJly HUMH CTPYKTYPHBIE U, BO3MOKHO, TEeHETUUECKUE CBSI3H.

BBEJIEHUE

B pa6ore (BoiitexoBckuit, 2004) ykazaHO Ha TOMOJIOTHIO B CTPYKTYypax (dyI-
JIEPEHOB — TOJMIAPHUSCKUX MOJICKYJI, HA KOTOPBIX pa3pelleHbl JUIIb MEeHTa-
u rekcaronsl (Kroto et al., 1985) — u TakcoHoMHUYecKH BecbMa pa3Iu4HbIX OHO-
JIOTHYECKUX O00BEKTOB: ckeneToB Radiolaria, xomonuii Volvocacea, KarcumoB
nkocasapudeckux Viruses. [Ipu atom emie O. ['ekkeseM 3aMeueH 1yanu3Mm IMoJu-
sppudeckux ckenetoB Circogonia dodecahedra Hkl. n Circogonia icosahedra
Hkl., 3apuxcupoBanubIif B nX Ha3zBaHUIX. Jlogexasnp — mpoctedmunii Gymiepex
(Bce TpaHM — IEHTAroOHbI), UKOCAdIP AyajeH eMy. JlyaabHbIM Ha3bIBaeTCS IO-
JUBP, BEPILIMHBI KOTOPOTO JIS)KAT HA IPAHAX UCXOAHOTO U COSIUHEHBI peOpaMu
TOT/Ia M TOJIBKO TOT/A, KOT/Ia JISKAT Ha €ro CMEeKHBIX IpaHsaxX: KyO JyaseH OK-
Tas’Apy, TeTpasap aBroayaneH (puc. 1). [lociaennee moxa3piBaeT HE ONIIO3UIIHIO,
a TIIy0OKOe POACTBO MYalbHBIX (POPM, UTO TMOTUESPKUBACTCS WX OOIIECH TodeU-
HOHM TpyNIOi CHMMETPHH, IS MKOCa’pa M JOAEKa’Apa — UKOCAdIPUIECKON
(c TeMU ke OCHOBaHMSIMH OHAa MOXKET Ha3bIBAThCS JOACKAAPUICCKON).

[eomeTpus QpynnepeHOB — aKTUBHO U3ydaeMasi 001acTh CTEPEOXUMHUN H Ma-
TEMaTHUKH, 0COOCHHO /IS MKOCAdIPHUECKUX — C TOUCYHBIMU IPYIIIIAMU CHMME-
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Puc. 1. K onpenenennio 1yaabHbIX MOJUIAPOB.

Tpun -3-5m u 235 — dymiepenos. s HUX AOKa3aH P TEOPEM, CBI3BIBAIONITNX
KOMOWHATOPHYIO TeoMeTpHIo (pacmpezeneHue 12 meHTaroHoB Cpeau JIF000ro —
Kpome | — umcia TeKCaroHoB) 1 CHMMETPHIO, IIOCTPOSHA TIOJTHAS CUCTEMAaTHKa.
Ho Bupychl HCHIONB3YIOT TY 7K€ — C HEKOTOPBIMH OI'OBOPKaMH — apXHTEKTYPHYIO
UJICI0, CTPOS Karcuasl U3 0eIKoBbIX rnolyin. TakuM oOpazom, MaTeMaTHYECKH
CTporasi CHCTEMaTHKa MKOCAdIPUIECKUX (YILICPEHOB IO CYTH SIBIISICTCS MOP-
(homormIecKkoil CHCTEMATHKON HWKOCAdAPUICCKUX BHUPYCOB. BakHOCTH 3TOTO
oueBuaHa. «HoMeHKIIaTypa 1 KIacCUpUKAIINsI BUPYCOB — TPy AHAst 0071aCcTh BH-
pycosoruu. .. 'pynnupoBka MOKeT ObITh OCHOBaHa Ha MOP(OIOTHYECKUX U (PH-
3MOJIOTHYECKUX KpUTepHsixX. Maean, K KOTOPOMY MBI CTPEMHUMCS — 3TO CO3JaTh
TaKyI0 KJIaCCUPHKAIIIO, KOTOpasi OTpaxkaia Obl DBOIIOIMOHHBIEC 1 (PHIIOTCHETH-
YecKre B3aMMOOTHOIIEHUSI OPraHU3MOB, a TaKXke o0ecrednBaia Obl YJJO0HYI0 U
panroHATBEHYIO CHCTEMY HOMEHKJIATYphl» (JIypus u np., 1981, c. 18-23).
NKOCADJIPUYECKUE OYJIJIEPEHBI

Jns ukocasapuueckux dymnepenos C nokaszano (Klein etal., 1986; Schmalz
et al., 1988), uTo uncio BepirH MokeT npuHuMath 3HaueHust N=20(h*t+hk+k?),
rae 0<k<h>0 — uenble HeoTpHIATENbHbIE yucia. JlOKa3aTenbCTBO CBOIUTCS
K cienyronieMy. Tak Kak Kaxk/plid (yJUIepeH OCTPOCH U3 TICHTAa- U TeKCaroHoB,
CXOIAIINXCA 10 3 B KaXIOH BEPIIUHE, TO AyaIbHBIN MOTUIP COACPKUT JINIIb
TPEYTONBbHBIE TPAaHU (JIETBTAdIP), CXOMSIINAECS TI0 5 UIH 6 B KaX0H BEpIIHHE.
[IpocTeiimmuii npumep — goxekasap u uxocasap. s 6onee cnoxHbIx dyniepe-
HOB C MKOCA’IpUYECKON CHMMETpHEH AyalbHBIMHU OyIyT HKOCAdIPOUIBI (MKO-
CaJIeNbTadIphl), HATOMUHAIOIINE MKOCAdIP, TAK KaK UX Mera-rpaHu CXOMISITCS
1o 5 B Kaxk10# BepuinHe. Ho kaxkast Mmera-rpanb pa3oura Ha 0ojiee MEJIKUE Tpe-
YTONBHUKH, CXOIAIINECS 10 6 BHYTPH M Ha pedpax Mera-rpaHeid, U mpeacTaB-
nset co0oi pparMeHT pa3OMeHHs MIOCKOCTH Ha MPaBUIIbHBIE TPEYTOIBHUKH.

3amaguM s TaKoro pa3OHeHUsl JeKapTOBY CHCTEMY KOOPIMHAT C YIJIOM
Mexy ocsimu 60° (puc. 2). Jlanee unest COCTOUT B TOM, YTOOBI TPEIYCMOTPETh
W T€ clydau, KOrja LENOoYKH BepmuH (yJulepeHa pacrojiaratlorcs He mapali-
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JIEBHO CTOPOHAaM Mera-rpanu. Jlis
9TOrO MOMECTUM €€ TaK, YTOObI OJHO
13 pedep CoenuHsI0 Hauyalo0 KOOpAH-
HaT u Touky (h, k). I3 cooOpakenuii
CUMMETPHH SICHO, YTO U TPEThs BEp-
LIMHA MEra-rpaHy COBMAAET C OJHON
U3 To4YeK ceTku. M3 monobust paBHO-
CTOPOHHUX TPEYTOJBHUKOB SICHO, YTO
OTHOIIEHHE IUIOMAJIe Mera-rpaHu
U DJIEMEHTapHOIO0  TPEyTOJbHHKA
paBHO KBaapary peOpa Mera-rpa-

Puc. 2. K noka3aTenbcTBY TEOPEMBI HM, KOTOpHIi Haxomum (IO Teope-
0 YHUCJIC BEPUINH UKOCASAPUIECKOI'O @ynne-
pera. M€ KOCHHYCOB) M3 TPEYTOJBHHKA CO

cropoHamu h, k u yrmom 120° mex-

ny Humu. Ono paBHO T=h*thk+k?
(TPHAHTYJISIIMOHHOE  YHCIO) —  CTOJBKO  3JEMEHTApPHBIX  TPEYTOJib-
HHAKOB TIOMENIAeTCs B Mera-TpaHdW, W KaXJOH OTBEYaeT BEpIIH-
Ha wucxomHoro ¢ymrepena. Tak kak y wukoca’apouma 20 wmera-rpaHew,
TO YMCJIO BEPIIUH UCXOXHOTO (yuiepeHa N=20T.

Amnanu3 Tabauusl 1 oOHapyuBaeT psa 3akoHomepHocTei. [Ipu k=0 3Hauenuns
h*+hk-+k? 00pa3yoT nocienoBaTenbHOCTh KBaApaToB, npu h=k — Ty e, HO yTpo-
SHHYIO TOCIIe/IOBaTeIbHOCTh. W3 JoKa3aTenbcTBa TEOPEMbI SICHO, uyTo mpu k=0
n h=k ¢yniepeHs UMEIOT CUMMETPUIO -3-5M, B APYTUX CIyUasK — IOHUKEHHYFO

Tao6auna 1. 3aauenus T qiosa 0<k<h<10

k\h | 1 2 3 4 5 6 7 8 9 10
0 1 4 9 16 25 36 49 64 81 100
1 3 7 13 21 31 43 57 73 91 111
2 12 19 28 39 52 67 84 103 124
3 27 37 49 63 79 97 117 139
4 48 61 76 93 112 133 156
5 75 91 109 129 151 175
6 108 127 148 171 196
7 147 169 193 219
8 192 217 244
9 243 271
10 300
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235 ¢ ocsiMu BpartieHus, Ho 0e3 miockoctei. Kax bl Takol dyineper odnamaet
SHAaHTHOMOP(HBIM JIBOWHUKOM. DTO MOXET OKa3aThCsl BaKHBIM MPUMEHUTEIb-
HO K OmosornyeckuM ¢dopmam. Hakorerr, oOpaIraroT BHUMaHUE TTapbl H30MEPOB
(49 m 91 B BBIIENEHHBIX KJETKaX). KOMIBIOTEpPHBIMH pacueTamMHl Ha CErOIHS
HalJIeHbI TPOCTEHILINE TPOHKHU, YETBEPKU. .. IECATKH U30MEpoB. UNCIIO BEpIINH
y HUX orpoMHo. Ho nierko BUAETH, 4TO B TPYIIIIE H30MEPOB JIULIb OJHH MOXKET
MUMETh CHMMETPHIO -3-5m. DTO BUHO M3 TOTO, YTO YKCIIOBBIC Psi/IbI BUA t* (BEpX-
Hsisl cTpoka Tadu. 1) u 3t* (muaroHasb Tabm. 1) He MOT'YT UMETh OOIIUX YJICHOB.

0060011251, OTMETHM, YTO JaKe B MHOT'000pa3nH MKOCAdAPUICCKUX (yIure-
PEHOB YHMCIIO BEPLIMH M TOYEYHAs IPYIIIa CHMMETPUH He (PUKCUPYIOT GopMy
OZTHO3HAYHO. YIOOHYIO M PallMOHAIBHYIO CUCTEMY HOMEHKJIATYphl oOecreyu-
BaeT cuMBo (h, k). J{is sHanTHOMOP(]OB € TOYeUHOH rpymnmnoi cuMMeTpun 235
cienyeT 700aBisTh CUMBON D (paBbrii) ninum L (j1eBbrif).

T'OMOJIOTMYECKHUE PA/1bI

Ukocasapudeckue (yniaepeHsl o0pa3yroT romojoruueckue psasl. Ileppas
ujes cieayeT u3 1okasatenbcTBa TeopeMbl. Ecnu h u k yBenunuuts B t pas (t=1,
2, 3...), TO Mera-rpanb UKOCadIpouJia OCTAHETCS B TOH e OpUEHTAIMH, HO yBe-
JMYUTCS N0 TUIomaan B t* pa3. Bo cTONBKO ke pa3 BBIPACTET YUCIO BEPIINH
ucxonHoro ¢yminepena. Ha atom ocHoBanuu, eciu h u k umeror o0mumii aenu-
tenb t, To popma (h, k) mocnenoparensHo cBogrMa K Oonee npocroii (h/t, k/t),
noka h u k He cTaHyT B3aMMHO IPOCTHIMU. YHCIIO BEPIINH HKOCA3PUUYECKOr0
bynnepena MoxHO BbipasuTh nHade: N=20 t>(h*+hk+k?), rne 0<k<h>0 — B3aum-
HO MPOCThIE Lenble uncina, t=1, 2, 3...

Bropas naest Bo3HMKaeT U3 HaOMIOACHUS, YTO «HOOENEBCKUI» QyiiepeH
C,, — 2TO yCceYeHHbIH MKOCAdIP, IyalbHbIA K T0/IEKadAPy — NpocTeiimemy Qyi-
nepeHy. AHaJIOTUYHO, s JTF000ro (yJuiepeHa cleNyoNIHi YWISH psijia mojryva-
eTCsl 1yalbHBIM IIEPEXOA0M U 0Ope3aHueM Bcex BepmnH. Ho ecnu y ucxonHoi
(hopmer f rpaneit (n v=2f-4 BepmnH, 4TO JETKO T0OKa3bIBACTCA), TO y TyaTbHOM,
naobopor, f=2f-4 rpaneii (Bce Tpeyronbubie) u v, =f Bepuun (12 BaneHTHOCTH
5 u =12 BanentHOCTH 6). [locie ee ycedeHus y mosy4eHHOro QyiuiepeHa oyaert
f,=Q2f-4)+f=v+f rpaneit u v,=12x5+(f-12)x6=6{-12=3v Bepmun. Teneps scHO,
YTO TJIaBHAS JIMArOHab Ta0d. 1 COAEPKUT QyIepeHsl, MOy YeHHbIE 3TOH TPO-
neaypoi u3 GyiepeHoB, 0003HAYCHHBIX B BEPXHEH cTpoke. MOKHO TTOKa3aTh,
gto ¢opme (h, k) orBewaer Gonee cmoxknas (h+2k, h—k) n, ecnu cymecTsyer,
6oxee npocras [(h+2k)/3, (h—k)/3]. [locienqHee BOZMOKHO TOT/Ia ¥ TOJIBKO TOT/A,
korna h—k nemurtcs va 3 (unHaue, h u k cpaBHuMBI IO Moaymio 3). JIByKpaTHOE
MOBTOpPEHHE BTOPOH MPOIEypbl PABHOCHIBHO MEPBOH € t=3, TO €CTh TOMOJIOTH-
YeCcKHue pAABI 1-TO M 2-T0 THUTIOB MEPECEKAI0TCH.

O06001m1as1, Ha30BeM reHepaTOpaMH HKOcadIpuUecKue (pyrepeHsl, He CBO-
JIUMBIe K OoJiee IPOCTBIM HU OJIHMM U3 JIBYX IpeodpaszoBanuii (tadm. 2). Kpo-
me (h, k)=(1, 0) — nonexasnpa C,, — Bce TeHEPaTOPbl HMEKOT CUMMETpPHIO 235,
TO ecTh 00JaAaloT SHAaHTHOMOP(HBIMM JIBOMHHMKaMH. lcmonb3oBaHue TeHe-
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Taouamnuna 2. 3nauenust T 1151 reHEpaTOPOB

k\vh [ 1] 2 | 3] 4 5] 6| 78] 9] 10
0 1

1 713 31 8 73

2 19 67 103

3 37 49 79 97 139
4 61 133

5 109 151

6 127

7 169 193

8 217

9 271
10

pPaToOpoOB YIPOIIAET OMHCAHHWE MHOT000pasvs MKOCAdAPHUCCKUX (yaepeHoB
(tabnuua 2). Ho naxe cpenu Hux pasnoodpasue ¢popm orpomto. B wactHocTH,
CPEAH HUX COXPAHSIOTCS H30MEPHI.
NKOCASJPUYECKUE BUPYChI

B nepByto oduepennr 3amertum, uto (opmyma N=20(h>+hk+k*) smepssie,
HO 0e3 moka3arenbcTBa mpuBeaeHa B crathbe (Caspar, Klug, 1962) o mopdomoruu
BUPYCOB (710 OTKPBITUS QyiiepeHoB ObLIo emie 23 roaa). BeposTHo, ee BBIBOA
ObLT aHAJIOTMYEH JaHHOMY BbIIlEe, OO OH OYeHb HarsAaeH. Ho 1uist oTeickaHus
qHcia CTPOSIIIMX Karcua OETKOBBIX CyObeAMHHII (B TPOCTEHINEM CiTydae — IJ10-
Oyu1), oHa J0KHA OBITh TpaHchopMupoBana. [lockasKy Jar0T MpocTeiime BU-
PyChI, 00pa3yIomue MIOTHEHIITHE YITAKOBKH III00YI BIOJIb pedep HKOCadaponIa
(puc. 3). IMeHHO 3TOT KpHCTAJLTOTpapuIecKUii MOTHB ITO3BOTHI IPUMEHHUTD
JUTSI U3YYCHUS BAPYCOB PEHTTEHOCTPYKTYPHBIC METOIBI.

Kancan cogeposar
n f 20 12 N ToHOE
SHOOHR! §RONT Heycranoanenioe { no onHoMy
DubpmARADshiE
WHCRD KANCOMEROR: HE a0y BEpL why )
Nentons (scero 12) pod ovpoenan 0 rexconon
B ———
Y panesme Monee wune! & .
HBPYHHOMD KANCHLA Ha BEpLIMHEX —
=" WROCKIAPS Nporomep,
. RperIROneCl wiw Benwodan -AHK
cyfseammrmun
By Tpesmmii, copepmauei PHEK cancua _@__,
Mewron
PEOBUPYC (B5-00 s, BMDYT #MBOTHBIX] , ALEHOBWPYC ’ Manepesssii coes aQEHOBADYCE,
Wil a 1 (G0-90 rina, BrDYC HHBOTHEX NOKATEIEHLNA
MOKAIIHEL HADYHHBIA H BHYTPEHH ACHAR et JIHIC

Puc. 3. Crpoenue ukocasapuieckux Bupyco (Puc, Ctepubepr, 1988).
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[Tycte m — uncio rolyi Ha pedpe Me-
ra-rpanu (puc. 4). Torma BHYTpU KaxkJaoH
(nx 20) maxomutcs no 1+2+.. +(m-3)= (m-3)
(m-2)/2 rmoby1n. Ha xaxxmom pedpe (ux 30),
HE cuuTas BEpIIMH, 1O mM-2 TJIO00YyII.
B kaxpoit Bepmmue (Mx 12) — emie mo oa-
Hoil. Wtoro, kamcunm Bupyca oOpa3oBaH
M=20(m-3)(m-2)/2+30(m-2)+12=10(m-1)*+2
rmobymamu. Ho ierko 3aMeTuTh, 910 (M-1)>
€CTh TPUAHTYIISIITUOHHOE YHCIO TS PyILie-
pena (h, k)=(m-1, 0), uTo u BeIsIBIsIET PyH-
JaMEHTAJBHYIO CBSI3b MEXJY I'€OMEeTpUeH
HMKOCadAPUIECKUX BUPYCOB U (yIIepeHOB.
Cepus npumepoB aana B ([luneBnu u ap.,
2012): y 6axtepuodara ¢X174 m=2, M=12, Puc. 4. Cxema cTpoeHHs Kancuaa
(h, k)=(1, 0) — monexasnp; y BUpyca MOIHO- AICHOBHPYC.

MBI m=3, M=42; y peoBupyca m=4, M=92;
y BUpyca repreca m=5, M=162; y aneHoBU-
pyca m=6, M=252; y pany>xHoro Bupyca m=10, M=812.

®dopmyna 06o0maeTes Ha ciy4ai, Koraa psaasl TII0Oy Kancuaa He mapa-
JeNBHBI peOpaM ukrocasdnpouaa (puc. 2). Tak, karncwa BUpyca >KEITOH Mo3an-
KU TypHernca oOpa3oBaH 32 rimoOynamMu. DTO 3HAUUT, YTO TPHAHTYISIIMOHHOE
4ucsio paBHo 3 u cooTseTcTBYET (ymepeny (h, k)=(1, 1), o ects C, (Tabum. 1).
Wnaue roBops, Karcuabl BUpyca JKEJITOH MO3aMKH TypHerica u Oaxtepuodara
X174 cooTHOCATCS Tak xke, Kak dymnepensl C ) (yeeuenusiit uxkocasap) u C
(momexanmp).

3AKJIIOYEHUE

[IpuBeneHHbIMM pacueTaMu OOOCHOBaHA (yHIAMEHTaJbHAsi TOMOJIOTHS
B CTPOCHHUU HKOCAIPUYECKUX (C TOUCUHBIMH TPyNIaMHU CUMMETPHUU -5-3m
u 235) ¢ynnepeHoB m xancunos BupycoB. Ctporo rosopsi, (yiiaepensl pea-
JIU3YIOT JOJIeKadIpUYecKUil MOTHB (aTOMBI pacriojiaraloTcsi B BEpIIMHAX T0-
amdpa, npocteimui Gpymnnepen C, — 10A€Kadap), BAPYChl — HKOCAIPUUECKU I
(Mo mpUHLHKITY IUIOTHEHIIEH YNAaKOBKH OEJIKOBble CyOBEIMHUIIBI 3aIOJHSIOT
I'PaHU UKOCA3APOMJIA U JINIIb KaK CIEACTBHE — ero pedpa u BepinHel). Ho ay-
aJIBHOCTD ITUX MOJIU3APOB MO3BOJISIET CBA3ATH JIBE CUCTEMATHKH — (YJLIIEPEHOB
0 Yuciy 00pa3yromuX aTOMOB U BUPYCOB I10 YHCY CTPOSILIUX Karcui cyOb-
enunul. Te u Apyrue o0pa3yroT H30MopQHBIE TOMOJIOTHUECKUE PSIIBI.

B mepexone OoT OfHOM CHCTEMAaTUKH K JApyrod (GpyHIaMEHTAIbHYIO POJIb
HUTpaeT He TPHAHTYJIAIHOHHOe uncno T=h*thk+k?, momynspHoe B paborax
mo Mopdorornu MKocadApudecKkux BHpycoB, a cuMmBox (h, k), omHO3HauHO
OIpeAeTAOMUN: Yncio atoMoB B (ymeperne N=20 T; umcno ri00yn B Karcu-
ne M=10 T+2; ux Toueunyto rpynny cumMmmeTpuu -3-5m npu k=0 unu h=k, 235
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B IpyTHX ciyyasx. JIuib sHaHTHOMOPHBIE pA3HOBHIHOCTH aKCHAJIBHBIX (POpM
235 tpebyroT gobaBnenus cumMBoioB D umu L.

YcTaHOBIIEHBI 1B MaTeMaTHYECKHE TPOLIENYPBI, TPOU3BOISAIINE TOMOJIOTH-
YecKue PAbl MKOCAdIPUIecKuX (DyJUIEPEeHOB M BUPYCOB: POCT T'PpaHel moimaipa
C TOYHOCTBIO JIO TIONOOMSI U AYyaJbHBIN MEepexoj] ¢ 00pe3aHueM BepIIHH. Psibl
000MX THIIOB MEPECEKAIOTCS, TAK KaK JIByKPAaTHOE BBITIOIHEHHE 2-i IPOLIETY PbI
PaBHOCHJIBHO 1-1 ¢ KO3 PuIIEHTOM 1000 3. DTO MO3BOJISIET CBECTH OITUCAHUE
BCEro MHOT000pasus (hopM K MPOCTEHUIITHM MPECTABUTEISIM PSZIOB — FEeHEPaTO-
pam. MIx pazHooOpasne BEIMKO, HO TIEPEUHCIIAEMO C HCUESPITHIBAIOIICH MTOTHOTOMH.

OcoOblIif MHTEpEC MPEACTABISAIOT YHAHTHOMOP(HBIE Taphl C CUMMETpHEN
235. OHu MOTYT OBITH HEPAaBHOIIPABHBI B PUIIOKEHUAX K BUpycam. Cpean uzo-
MEpOB ((PyIIIEPEHOB C PaBHBIM YHCIOM aTOMOB, KallCHIO0B C PaBHBIM YHCIOM
OENKOBBIX CyOBETUHUIT) JIUIIb OAMH MOKET HMETh CHMMETPHIO -3-5m, 0CTalb-
Hble — 235. Micxomst u3 GU3UYIECKUX MPUHIIAIIOB, 115 (DyJUIepEHOB (KOJIe0aTehb-
HBIX aTOMHBIX CHCTEM) MOYKHO ITPOTHO3UPOBATH 00JIe€ BHICOKYIO CTA0OMILHOCTH
(hopMmbl -3-5m. [l BUPYCOB CErofHs HUYETO HE U3BECTHO O TOM, 3aBUCHUT iU
CTaOMIIBHOCTD KaIlCH/Ia OT €T0 CUMMETPHH.

«Kancupl coBeplieHHO pa3IuYHbIX BUPYCOB, HallpuMep, (paros, BUPYCOB
KUBOTHBIX MJIM BUPYCOB PACTEHHM, MOT'YT OBITh MOCTPOEHBI TOYHO IO OJTHOMY
IUTaHY U OBITH MPAKTUUECKH HEPAZIHINMBIMU Mopdomoruuec» (Jlypus u ap.,
1981, c. 56). 1 Bce ke ocTaeTcst BOIPOC O TOM, €CTh JIK TeHETHYIEeCKasl TOI0TIIeKa
y CTOJb COBEPIICHHBIX TOMOJIOTHUECKHUX PSIJIOB, YCTAHOBICHHBIX IO CTPYKTYP-
HOMY (MOpP(OJIOrHUECKOMY) TPU3HAKY.

Ukocasapudeckue (yiepeHbl ¥ BUPYCHl — IPUMEP TOT0, KaK TPUPOAA CTPO-
UT CTPYKTYpHI COTJIACHO OOMMM HpHHIHUIAM. VX mepapXxuveckuil JHanazoH
OXBAaTHIBAET MHOTO MTOPSIKOB, BEJb TE K€ CTPYKTYPHI BCTPEUEHBI CPENIN CKee-
toB Radiolaria u xononuii Volvocacea. [Ipupona 3To#t yHHBEpCcaInu — mpeaMeT
OTAENBHOH CTaThH. 31€Ch OTMETHUM JIMIIB, YTO €€ METOIOJIOTHUECKOH miuaTdop-
Mol MoxkeT ObITh Teopusi R-cucrem FO.A. Ypmanuesa (1988). Muorue npu-
Mepbl n30Mophu3Ma OHOJOTMYECKUX M HEOMOJOTHYSCKUX MOJUMOPHUUICCKUX
MHOXecTB maHbl B pabotax C.B. Meitena (2007). Hakonern, naTepecHa uaes
A. Jluma-ne-®apua (1991) 00 HCTOTB30BAaHUN OMOJIOTHYECKUMH OOBEKTaMHU
3aBEIOMO ONTHUMAIBHBIX CTPYKTYpP, HUCHBITAHHBIX €IIe Ha Ipea0uoiornye-
CKOHM CTaJIuU 3BOJIIOLUN MaTEPUU.

CIIMCOK JIMTEPATYPBI

Botimexosckuu FO.JI. 2004. ITpumeps! bnomuHepaibHO#M romosnoruu. 1. dysepeHs! u pa-
nuossipud. 11. BoneBoKces! 1 BUpychl // BUHHOIOTHsl, CAMMETPOJIOTHSI M CHHEPIeTHKA B
€CTECTBEHHBIX Haykax. TtomeHb: u31-Bo TroM[ HI'Y. C. 59-65.

Jluma-oe-@apua A. 1991. OBomronns 6e3 ordbopa. ABToIBOIIONUS POpMBI U PyHKITHH. M.:
Mup. 455 c.

68



Jlypus C., Japnenn [Joic., Barmumop JI. v ap. 1981. O6mmas upycosorus. M.: Mup. 680 c.

Tunesuy A.B., Cupomxun A.K., I'aspunosa A.B. n np. 2012. Bupyconorust. CII6.: u3n-Bo
CIIoI'Y. 432 c.

Puc 2., Cmepnoepe M. 1988. Ot knetok k aroMam. MinmrocTpupoBaHHOE BBEICHUE B MOJIE-
KyJsIpHYT0 Ouonoruro. M.: Mup. 144 c.

C.B. Meiien: maneo00TaHUK, DBOIIOMHOHKMCT, MbIcauTenb. 2007 / In memoriam. Pen.
N.A. Urnatees. M.: TEOC. 348 c.

Vpmanyes FO.A. 1988. DBONIONMOHNKA WIIM OOIIAsi TEOPUsT PA3BUTHUSL CUCTEM ITPUPOIBI,
obmectsa u Mprmenust. [Tymmao: OHTH HIIBU AH CCCP. 79 c.

Caspar D.L.D., Klug A. 1962. Physical principles in the construction of regular viruses //
Cold spring Harbor symp. Quant. biol. V. 27. P. 1-24.

Klein D.J.,, Seitz W.A., Schmalz T.G. 1986. Icosahedral symmetry carbon cage molecules //
Nature. V. 323. P. 703-706.

Kroto HW.,, Heath JR., O'Brien S.C. et al. 1985. Cy: Buckminsterfullerene / Nature.
V. 318. P. 162-163.

Schmalz T.G., Seitz W.A., Klein D.J. et al. 1988. Elemental carbon cages / J. am. chem. soc.
V. 110. P. 1113-1127.

Homological series of icosahedral Viruses and fullerenes
Yu.L. Voytekhovsky

The icosahedral (spherical, i.e. of -3-5m and 235 point symmetry groups) fullerenes and
viruses are shown to form the homological series. The mathematical system of icosahe-
dral fullerenes is, at the same time, the morphological system of icosahedral viruses. It
allows us to predict their unknown forms and to find the structural and, perhaps, genetic
relations between them.
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Mopdghoeenes: ycmotiuusocms u 8apuabenbHocmy
Cepus «l eo-6uonocuyeckue cucmemsi 6 npowniom». M.: ITHH PAH, 2015. C. 70-87.
http://’www.paleo.ru/institute/publications/geo/
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IHCEBJAOHUKJINYECKHUE ITPEOBPA3OBAHU A
B 3BOJIIOIIUA MOJAYJBbHbBIX OPTAHU3MOB
N IMPOBJIEMA HEJJOCTHOCTHU BUOCUCTEM

A.A. HotoB

Tsepckoti cocyoapcmeentbill yHuUgepcumem
anotov@mail.ru

[ceBnomuknuueckas (II) wHTErpammss wmMmena OoXbpIIOe 3HAYCHUE
B DBOJIOLMU MOAYJBHBIX OpraHu3MoB. Ee mmpokoe pacmpocTpaHeHue
00yCIIOBICHO 0COOCHHOCTSIMH X MOp(OreHe3a, OHTOTeHe3a, CHCTEMHOM
cnenuduxoii. [I-mpeobpa3oBaHUs YaCTO CONMPSIKEHBI ¢ N3MEHEHUEM T'pa-
HUII TIOJICHCTEM M CTPYKTYp. VX peann3aus CBHICTEIbCTBYET 00 OTHO-
CHTEJIEHO HEBBICOKOM IIEJIOCTHOCTH MOJYJIBHBIX OMOCHCTEM.

BBEJIEHUE

[TouTn Bce coBpeMeHHbIe TPECTaBICHUS O CTPYKTYPHOM 3BOIIOIUU COCY-
JTUCTBIX PACTEHUH MPSAMO MIIH KOCBEHHO CBUJIETEIBCTBYIOT O ITUPOKOM PACIIPO-
crpanennn [l-maTerpamun (Xoxpskos, 1981; Kysuerora, 1986, 1998; MeiieH,
1988; Beerling, Fleming, 2007 u ap.). MoaynbHbIE )KHBOTHBIE B 3TOM OTHOIIIE-
HUHM NTOKa HEIOCTATOYHO M3ydeHbl. OJHAKO Y HUX ICEBAOLUKINYECKUE CXOM-
ctBa (IIC) Takke BcTpeyaroTcsi B pa3HbIX cUcTeMaTHuecKux rpynnax (Hortos,
1999; Tumonwus, 20016, 2006). [T-xapakTep CTPYKTYPHOU IBONIOLHHA OOBICHS-
10T TI0-pa3HoMy. ETo cBS3BIBAIOT ¢ 0OMIMMH 3aKOHOMEPHOCTSIMU ITpeodpa3oBa-
Hus (Gopmel, PpakTasbHBIM HPUHLUIIOM OPraHU3ALMHU MOIYJIBHBIX CTPYKTYD
Y OPraHU3MOB, cienudukoi nx MophoreneTnyeckux mporpamm (MeiieH, 1988;
Horog, 1999; Tumonwus, 20016, 2006 u ap.).

AKTyanbHO JajbpHelIee BBIICHEHHE XapakTepa compsskeHHocTH ll-mpe-
o0pa3oBaHUil ¢ MOAYJIBHBIM TUIIOM opranu3anuu. LlenecooOpazen Takxe cre-
IHATHHBIN aHannu3 [1-ceMopuIe30B ¢ MO3UITNH MPEACTABICHUNA O METOCTHOCTH
OnuocucTem.
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[T-ITIPEOBPA3OBAHUM A 1 MO YJIBHA A1 OPTAHU3ALIN A

Briepsrie monsitue I1 661710 HCMOIB30BaHO MPU aHAIN3E MOPHOIOTHIECKUX
PSLIOB LIBETKOB M COLIBETHIl, B KOTOPBIX HEOAHOKPAaTHO BCTpEUYaIuCh rabuty-
aJbHO CXOIHBIE CTPYKTYpPHI, COOTHOCSIIMECs Kak 4acTb M uenoe (Gaussen,
1947, 1952). Takue psiabpl 00pa3yroT, HAIPUMED, OYCHD ITOX0XKHUE BHEILIHE I[BET-
KM, TIPOCTbIE U CIOXHBIE couBeTus. [Ipaktudecku cpasy [l-psaabl moxyuuiau
9BOJIOIMOHHYIO TPAKTOBKY, COITIACHO KOTOPOW CTalM BBIACISTH MPUMHUTHB-
HBIE, DBOJIIOMPOBAHHBIC M CBEPXIBOIIONPOBAHHBIE CTPYKTYpHI (Gaussen, 1952).
OTpe30K HBOITIOLMOHHOIO IyTH OT MPUMHUTHUBHON CTPYKTYpHI O IOZOOHOM,
HO HE UJCHTUYHOM €, CBEPXABOIIOMPOBAHHOM, cTanu Ha3biBaTh I1. B pamkax
koHuenuuu 1 ObIn paccMoTpeHsl 00IKe MOAYyChl TpeoOpa3oBaHuil B mpene-
nax I1-psos. [TozgHee mokazaHa BO3MOXKHOCTD €€ HUCIOJIb30BaHUsI [l aHAJIN3a
Pa3HBIX CTPYKTYp cocynucThix pactennil (Kysuenona, 1986).

MoaynbHbI TUI OpraHU3alllKi, BCTPEYAIOIIMIICS y IpencTaBUTeNe pas-
HBIX HAPCTB *KUBBIX OPraHU3MOB, IPEACTABISET OCOOBIH HHTEPEC AJIs aHAIU3a
[I-nmpeobpazoBanuii. Crenyer mog4epKHYTh, YTO B JaHHOH CTAaThe HUCIOJIb3Y-
I0TCS IIPE/ICTABJICHUS O MOAYJIBHOCTH, C(QOPMUPOBAHHBIC B PAMKaX KOHLETIHH
MOAYJBHOM opranmsauuu (cM. Mapdenun, 1999, 2008; Horos, 1999; Notov,
2011; T'armyxk, 200806 u ap.). B ocHOBY KOHIIETIITNHU OBIIa TIOJI0KEHA UES O IBYX
[MPUHLIMIIAAIBHO PAa3HbIX THIAX OPTaHM3aLUU XKUBBIX cymecTB. OHU XapakTe-
PHU3YIOTCS Pa3iMYHBIMU MOJEISIMH MOpQOreHe3a U MHIWBUIYaJIbHOIO Pa3BU-
tus (Mapdenun, 1999; Horos, 1999; I'atiyk, 20080). ¥ MOxyIbHBIX OpraHus3-
MOB B OTJIMYHE OT YHUTAPHBIX IPOUCXOAUT MHOTOKPAaTHOE 00pa3oBaHUe OCHOB-
HBIX CTPYKTYPHBIX 3JIEMEHTOB — MOJyJIel. DTa 0COOEHHOCTHh OHTOI'eHEe3a OIpe-
JeIISIET CIEeUPHUKY CTPOCHHUS, HYHKIIMOHUPOBAHUS, MEXaHU3MOB PEryJIsIUH,
9KOJIOTHH, 3BOJIIOLUU U MO3BOJISIET PACCMAaTPUBATh MOJYJIbHYIO OPraHU3aLHIO
B KQU€CTBE 0COOOT0 MOAETBHOI0 00BEKTA B JIIOOBIX OMOJIOIMUECKUX UCCIIE0Ba-
Husix (Mapdenun, 1999, 2002; Hotos, 1999; Notov, 2011 u np.).

[I-psiapl CTPYKTYp OKa3bIBalOTCS Oosiee MaclITaOHBIMU M TIOJHBIMH TIPU
JOCTaTOYHO CIOKHOU nuddepennuanuu Tena. OHa, Kak MPaBHIIO, CONMpPsKEHA
C Mepapxueil CTPYKTYPHBIX JJIIEMEHTOB, KOTOPasl JIeTAIbHO ONUCaHa, HAlIpUMep,
IUTT TeMMakcHIsIpHBIX pacteHuit ([armyk, 2008a). Takoe cTpoeHMe mpu MO-
IOYJIBHOM OpraHu3anuy odsieryaeT BOSHUKHOBEHUE BHEILIHE CXOJHBIX CTPYKTYP,
MPEICTABIAIONIMX pa3Hble HepapXHUUecKue YpoBHU. B 3Toif cBs3u npu aHanuse
[I-nmpeobpazoBanuii 0c000ro BHUMaHMS 3aCTyKUBAIOT BBICILINE PACTEHUS U MO-
INyJIbHBIE KUBOTHBIC. [[pUMEHHUTEIBHO K rprdaM, UMEIONIMM 0oJiee TTPOCTYIO
CTPYKTYpPHYIO OpraHu3anuio, mpobiema [I-unaTerpanun eme He obcyxaanach
1 HYXJaeTcs B CHELUaIbHOM n3yueHuu. Hike npuBeneHsl KOMMEHTApHUHU O Xa-
pakTepe pacnpocTpaHeHHs] BO3MOXKHBIX [I-mpeoOpa3oBaHuii 1 MyTsIX BBISBIIC-
Hus HOBBIX THNOB [IC. YKka3zaHbl HaliZIeHHBIE B TUTEpaType LU(PPOBBIC TaHHBIE,
HO st Ooyiee KOPPEKTHOM KOJTMYECTBEHHOW OLEHKH BCTPEUAEMOCTH Pa3HBIX
tunoB [IC HEOOXOMUMBI CIIeIUabHbIC UCCIeOBAaHUS. DBOJIOIIMOHHAS HHTEP-
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npeTanus mpenojaraeMblx MOJyCOB TpaHC(hOpMaIlUU Takke TpeOyeT Ooee
JETalIbHOTO O0CYKJeHUs 1 aHanu3a. OIHAKO TOMBITKA OLECHUTH BBISBICHHOE
pa3Hoo0pa3re MOXKET CITOCOOCTBOBATH POPMHUPOBAHUIO TIOAXOIA K TaIbHEHIIICH
cucteMatuzauuu u uzyuenuto 11C.

Buicuue pacmenua. Y cocyaucteix pacrenuid I[IC Obuin nmpenMeToMm cre-
uunansHoro uccnenoanus (Gaussen, 1947, 1952; Kysuenosa, 1985, 1986, 1992,
1998; Meiien, 1988 u np.). Ha mpumepe »Toi Tpynmbl BBISCHEHBI OCHOBHBIE
CTPYKTYPBI, colpsbkeHHble ¢ [I-uHTerpanueii 1 Monychl UX TpaHchOopMaIuu
(Ky3nemosa, 1986, 1992, 1998). Il-cemodunae3bl OTIWYAIOTCS IO MacmTaldy
Y YPOBHIO Ipe00pa3oBaHus CTPYKTYPHO-(QYHKITMOHAIBHOM opranu3anun. OaHu
U3 HUX MIPUBOIAT K €€ KaYeCTBEHHOMY YCJIOKHEHHIO UM K M3MEHEHHUIO T'PaHUI]
MEX]y BEreTaTHBHOW M TeHepaTHBHOW cepamu. [pyrue cBsi3aHbI JIMIIb C He-
3HAUYUTEIBLHON Ha YPOBHE OpraHu3Ma MepecTPORKON OTACIBHBIX €r0 CTPYKTYP.

K mepBoii rpy1ime Mo>KHO OTHECTH TPeoOpa30BaHusl, CBSI3aHHBIE C MTOSBICHUEM
TEJIOMHOT'O, CHHTEJIOMHOTO, MTOOETOBOTO yPOBHEW MOP(OIOrHYEcKOil opraHu3a-
LMW Y COCYUCTHIX pacTeHHid. IHOrIa MX paccMaTpHUBarOT KakK dTarbl KaueCTBEH-
HOHM TMOJMMEPU3allMK U BBIJACISIOT JONOMHUTENbHBIE CTyneHH (Xoxpskos, 1981
u ap.). B aTux ciydasx TpaHcopMHpoBaiach CTPyKTypa OpraHu3Ma B ILIEJIOM,
a B pe3yJIbTaTe MHTErPallMOHHBIX MPOLIECCOB BO3HUKAIM OCHOBHBIC OPTaHbl BBIC-
mux pacteHuii. Hekotopsie ceModmiessl, CBI3aHHBIE C TIOSIBICHUEM U TTOCIIEe Ty TO-
ITAM TTPEOOPa30BaHMUSI JINCTHEB, TTOOETOB, CIIOPOMHIIIIOB, CTPOOHII, a MTO3IHEE Ce-
ME3a4aTKOB, CIOKHBIX (DPYKTU(DHUKAIIIA U [[BETKOB, BEPOSITHO, OBLITH COMPSKEHBI
¢ [T-arperanueii (cm. Meyen, 1984; Ky3ueriosa, 1986; Metien, 1987, 1988, 2009).

Hanpumep, BO3HHKHOBEHHE TTOOETOB Yy OOJNBIIMHCTBA COCYTUCTHIX PACTCHUH
TPaJIUIUOHHO CBSI3BIBAIOT C 00pa30BaHUEM MaKpO(QHIUIBHBIX JUCThEB (XOX-
pskoB, 1981; Beerling, Fleming, 2007; Meiien, 2009). DToT mporecc ocyIiecT-
BIIsiIICs Onaronaps nuddepeHnnanui CUCTEMbl TeJIOMOB. llepBbIif MK WHTE-
Ipaliy 3aBEPIIMIICS 00pa30BaHUEM PAa3BETBICHHON CHCTEMBI OAHOPOIHBIX OCEH
M0OEroBOT0 CTPOCHUSI C JIMCTHSIMH MakpOoQHIIbHOW Mpuponsl. Cleayroumuii
stan auddepeHuannn OblT cBI3aH ¢ GOPMUPOBAHHUEM MOOETOB M UX CHUCTEM,
MopdoTIorudecKky M (PyHKITMOHAIBHO CXOAHBIX C IUCTHSIMU. DTy CTAIIHIO MOX-
HO paccMaTpuBarh kak Hawayo Broporo I1 (Ky3ueroBa, 1986). Eif cooTBeTCTBY-
10T, HarpuMep, puutoMopdHbIe BeTBH BUAOB pona Phyllanthus L. VIX cxoncTBo
C JUCTHSMHU YBEJIMUMBACTCS Onarogapsi peayKUnuu acCUMIJINPYIOMINX JIUCTHEB
Ha OCHOBHBIX OCSIX TAKHX BeTBe. PasHooOpa3Hbie (husioMopdHbIC BETBU BCTPE-
YaroTCs B pa3lIMYHBIX TAKCOHAX IIBETKOBBIX M TOJIOCEMEHHBIX pacteHuit (Hallé et
al., 1978; Marroxwus, 2010). C Touku 3penuns [1C x HuM mpudmrmkaroTes Gunio-
kimaguu. Hanname ¢umioMopdHBIX BeTBEH paccMaTpUBAETCs B KAYECTBE KITFO-
YeBOTo NMpU3HaKa apxuTeKTypHoi Moaenu Cook. [To mpenBapuTeTbHBIM TAHHBIM
ona otmeyeHa B 20 pomax u 10 cemericTBax nokpsitocemeHHbIx (Hallé et al., 1978).
Oco0eHHO HIMPOKO pacnpoCTpaHeHbl (UITIOMOp(HBIE BETBH, (DUILIOKIAIHN
W CIeIUaIM3UpOBaHHbIC OpaxuOIacThl, B pa3HOU CTEICHH CXOJHBIE C JTHCThS-
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MH, Yy XBOWHBIX (kiacc Pinopsida). M3 58 ponoB, mpenctaBisrommx 7 ceMeHcTB
aroro kiacca, J[.JI. MatroxuasiM (2010) mpoananusupoBan 41 poz. Oumiomopd-
HbIE BETBU U (PHILTOKIIAINN OTMEUEHBI O0Jiee YeM Y TIOJIOBHHBI POJIOB M TIOYTH BO
Bcex ceMeiicTBax (25 pomoB u3 6 cemelicTB). bpaxubnacTsl BRISIBIEHBI B 6 pomax
n3 4 ceMeHCTB. Y MCKONAeMbIX TOJIOCEMEHHBIX CIICIUAIN3UPOBAHHBIC TOOETH
Takxe ObLH BechMa pazHooOpasHel (Meyen, 1984; Metien, 1987).
dopmupoBaHHe IBETKA € TMO3WIMH TICEBIAHTOBOM T'HIIOTE3bI MOTJIO OBIThH
COTIPSI’KEHO C MHTErpanreil MHOTOOCHBIX (DJIOPAJIbHBIX €IWHULL, & C TOYKHU 3pe-
HUS TUTIOTE3Bl aHTOKOPMa €CTh I[BETKH, COOTBETCTBYIOIIHE IIETIOMY aHTOKOPMY
U «dIIEMEHTapHbIE IBETKW» BOSHHUKIITNE U3 COTIOTYMHEHHBIX AIIEMEHTOB ITpeduIo-
panbHBIX CTPYKTYp (cM. Ky3snenosa, 1986). [locnenytomas I1-unterpanus Opuia
cBsi3aHa ¢ (POPMHPOBAHUEM TICEBAAHIIUEB PA3HON CTENEeHHU CIOKHOCTH. [10100-
HBIC [[BETKY DJIEMEHTBHI COL[BETHUI MOTYT IIPE/CTABIISITH IIPOCTHIC U IBOWHBIE KOP-
3WHKH, 30HTHKH, InaTuu (cM. Kysuerosa, 1986, 1992; Classen-Bockhoft, 1990
u 11p.). I1o HEKOTOPEIM JaHHBIM NICEBAAHITNN pacpoCcTpaHeHbl 6osee ueM B 40 ce-
meiictBax (Classen-Bockhoff, 1990). OgHako cnennaibHOE M3y4eHUE Pa3HBIX
I'PYTII MO3BOJISIET MOCTOSTHHO BBISIBJIATH HOBBIE TpuMepsbl (Sokoloff et al., 2006).
Ha 6a3e onpeneneHHbIX CTPYKTYP MOTJIa OCYIIECTBISITHCS CEPHsI HHTErpa-
IMOHHBIX [IUKJIOB 0OJIee HU3KOTO ypoBHs. HekoTopble MUKIIBI OBLITH COMpSIKe-
HBI C M3MEHEHHEM TpaHUI] MEKJy BET€TaTHBHON W TeHEpaTUBHOU cdepami,
JIpYTHE TPOUCXOIUIH B TIPEIENIax CTPYKTYPhI, MPEACTABIISIONICH OHY U3 HUX.
«BxITFOUeHME» AIEMEHTOB BETeTaTUBHOW C(epbl B TEHEPATHBHBIE CTPYKTYPHI
HEOAHOKPATHO MPOUCXOAHIIO MPH (POPMHUPOBAHUU JOTIOTHUTEIBHBIX TIOKPOBOB
JKEHCKOHN penponyktuBHON chepsl (Meyen, 1984; KysueroBa, 1986; MeiieH,
1987, 1988, 2009). DTu nporecchl OCYUIECTBISAIUCH MIPH (HOPMHUPOBAHUHU CE-
Me3a4yaTKa, BepXHeW M HWKHEH 3aBs3W, TUTIAHTHUEB U TIOIOOHBIX UM CTPYKTYD,
BO3ZHHKAIOMINX Ha OCHOBE OCH COIBETHS (Hampumep, CHKOHHUH). Il-arperamus
npHBesia TAaKKe K BOSHUKHOBEHHUIO CIIOPO(UIIIOB, CTPOOMI, CIOXKHBIX (HpyK-
TUpUKAUH TosoceMeHHbIX pactenuit (Meyen, 1984; Kysnenosa, 1986; Meii-
eH, 1987, 1988, 2009). MHorue U3 3TUX MPOIECCOB UMENIH OOJIBIIOE 3HAYCHHE
B DBOJIIOLUH COCYAMCTHIX pacTeHuil. Hampumep, ¢ mosBieHHeM ceme3adarka
CBS3aII0 BOSHUKHOBEHHNE CEMEHHBIX pacTeHHH, a hopMHupoBaHUE HIDKHEH 3aBSI3U
OBIJIO OTHUM W3 KJIFOUEBBIX HAIIpaBJICHUH criennain3amniy 1setka. OHa BCTpe-
YaeTcs y mpencraBureseit oonee 70 ceMeHCTB MOKPHITOCEMEHHBIX PACTCHUN U3
pa3HBIX HOPSAAKOB U monakiaccoB (cM. TaxramxksH, 1987). Il-arperanus crana
OCHOBOW MOSIBJICHUSI CEMEHHOM YeIIyH B IIUIITKe COCHOBBIX (Pinaceae), koTopsie
ABJISIIOTCS HanOOoJIee MHOTOYHCIICHHON TPYTIIONH COBPEMEHHBIX TOJIOCEMEHHBIX.
BremnrHee cxoAacTBO co ciopo(MIIIOM BO3HHKJIO B JJAHHOM Cllydae B pe3yib-
TaTe CIOKHBIX WHTErPAlMOHHBIX MporeccoB. [llmpoko pacmpocTpaHeHHBIM
MozaycoM [I-TpaHcopManum reHepaTUBHBIX CTPYKTYP C MPUBJIICYCHHUEM diie-
MEHTOB BEreTaTUBHON cdepbl sBISeTCS (HOPMHPOBAHHE MCEBIOTEPMHHAIb-
HOTO COI[BETHS Ha OCHOBE MHTEPKAJISIPHOTO LIBEeTOpacroyiokeHus. Takue mpe-
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o0Opa3oBaHUs UMeIH OOJIBIIOE 3HAUYCHUE B CTPYKTYpHOU 3Bojtonuu Fabaceae.
Ha ocnoBe cundnopectieHnnii 6000BBIX OBIJIO peajr30BaHO TPU TMONHBIX I,
a WHTEPKAISIPHOE [BETOPACIIONIOKEHHE CTall0 CBA3YIOIIUM 3BEHOM MEXIY
I1 pa3ubix cTpykTypHBIX ypoBHE# (Ky3Henosa, 1991, 1992).

[I-mpeoOpazoBanus B mpeienax BereTaTUBHOM c(epbl yalle BCEro MpHBO-
I K GpopMupoBaHUIO PUIIOMOP(HBIX BETBEH M (HILIOKJIAANEB, KOTOPHIE
YaCTHMYHO PAacCMOTPEHBI Bblllle. MHOTME W3 HUX MPEICTABISIOT BapHaHTEHI,
JUIICHHBIE TEHEPATUBHBIX CTPYKTYp. OHH HEPEIKO BCTPEUAIOTCS, HAIIPUMED,
B pa3HBIX Tpymmax rooceMeHHbIX (MartroxuH, 2010).

Oco0bIM pa3HOOOpa3ueM W HIMPOKHM PACIpPOCTPAHEHHEM XapaKTepHU3y-
torest I-psanpr Gopm cunHpIOpecueHnnd, KOTOphIe PeaJu30BaHbl B Mpenenax
rerepatuBHOi cdepbl. [lomHble W nocTaTOYHO TONHBIE [I-psAabl BBISBICHEI
B cemeiicTBax Asteraceae, Apiaceae, Rosaceae, Campanulaceae, Euphorbiaceae,
Fabaceae, Acanthaceae, Scrophulariaceae, Gesneriaceae, Ericaceae u ap. (Ky3-
HeroBa, 1985, 1991, 1992 u np.). BapuanTsl QuiopaibHBIX SAUHHI] B CEMEHCTBAX
Asteraceae, Apiaceae, Fabaceae, Euphorbiaceae rpynmupytorcs B 1Ba, U axe
B Tpu II-psna. drnopasbHble eTMHUIBI BBICOKOH CTEMIEHHU arperaiui B HEKOTOPBIX
TaKCOHaX MMEIOT OYeHb MIMPOKOoe pacrpocTpaneHue. Hanpumep, y Asteraceae
OHM YaCTO MPE/ICTABICHBI T'OJIOBKON U3 KOP3MHOK, KOTOPYIO MHOTAA Ha3bIBAIOT
cunnedamueit. Takue cTpyKTyphl oTMedeHBI B 70 pomax (Crisci, 1974; Ky3uero-
Ba, 1992). [Ipu xpaiiHeil cTeneHn peayKInN CUHIIe(aIns CTAHOBUTCS TTPAKTH-
YeCKH HEOTIMYNMOM OT TTPOCTOM KOP3UHKHU. BO3MOKHO, B COIIBETHSAX ITOKPHITO-
ceMeHHBIX peanu3oBaH u yeTBepThiid [1-psaa (Kysunenosa, 1986). Psanbr mpeobpa-
30BaHUS PEMPOAYKTHBHBIX CHCTEM I'OJIOCEMEHHBIX CXOJIHBI C PsiIaMu TpaHcop-
Malli¥ COUBETUH. Y XBOWHBIX OOHAPYKEHBI CTPYKTYPBI, IIOX0KHE HA MTPOCTHIE,
TIBOMHBIC U TPOWHBIEC KUCTH (cM. Meyen, 1984; Metien, 1987). BeisiBiieHb1 aHano-
TUYHBIE MOJTYCHI TPe00pa30BaHms CONBETHH U JTUCTheB (cM. Ky3Herosa, 1986).
[lo-BuaMMOMY, MMEHHO IMKJbl «IOXYMHEHHBIX» YPOBHEH CIIOCOOCTBOBAIH
yBenuueHuro pazHoobpasus [1C.

Bosmoxkna Il-tpanchopmanmsi U OTACHBHBIX DIEMEHTOB CTpyKTyp. OHa
olMcaHa, HampuMep, Aias manmycoB Asteraceae (cM. Kysuemosa, 1986). Bua-
YaJjie TUICHYaTBhIA Tanyc Ipeodpa3oBaicss B HACTOSIIMK MANITyC U3 BOJIOCKOB.
Ha yposre Broporo I1 cHapy»xu oT niepBoro mnariyca cq)opMUpOBaIICs BTOPO,
a epBblIii penyuuposaics. [lo3nnee BTOpoi namnmyc ObLT 3aMeIeH BOJIOCKOBU -
HBIMH 00pa30BaHUSIMH U3 TIOKPOBOB CEMSTHKH.

[Mo-Buaumomy, [I-npeoOpazoBanusi uMenu emie OONBIIYIO POJib, B CTPYK-
TYPHOH 3BOJIONNH COCYIUCTHIX PACTEHUH, 9YeM 3TO TIPEACTaBISETCS B HACTOS-
mee BpeMs. OmHaKO 115 €€ KOPPEKTHOU OIEHKH HeOOX0AuM (POHTATHHBIN aHa-
nu3 IIC. Coxpanser akTyanbHOCTh uccaenoBanue [IC ¢ mpuBiedeHUEM BCETro
nMeronerocs najgeodorannyeckoro marepuaa (Metien, 1988). [l BoissBICHHS
cneuuduku [I-mpeobpazoBaHuil CTPYKTYp pa3HOrO HEPAPXUUYECKOTO YPOBHS
1eecoo0pa3Ho TakyKe UCIONIb30BaHNE KOHIIEMIINKA apXUTEKTYPHBIX MOENeH,
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MPEICTABICHUH O PEUTEPALNN U HEPAPXUUECKON CUCTEME CTPYKTYpPHO-OHOIIO0-
rudeckux equnuil (Hallé et al., 1978; I'atiryk, 2008a).

Y MOX000pa3HbIX B CBS3U C MEHBIIIEH CTENEHBIO CTPYKTYPHO-(DYHKIIMOHAIIb-
Hoit mudpdepennnanun BoigBienue [1C 6onee mpobnemarnyano. [lo-Buaumomy,
c [I-npeoOpa3oBanusMHU CBSI3aHO (OPMHUPOBAHHE CTPYKTY], 3aIULIAIONIUX ap-
XEerOHUH 1 MOJIOJIOH CIIOPOTOH y ITpeACTaBuTeIeH HaamopsAka Jungermannianae.
3amuTHBIE 00pa30BaHUsI PA3HOTO MPOUCXOXKACHUS (POPMUPOBATUCH Y HUX HE-
OJTHOKPATHO, TaK K€ KaK M HOBBbIE MTOKPOBBI )KEHCKOW PETPOIyKTHBHOMN cheps
B IIBETKE. Y BCEX MOX0OOPa3HbIX 3aLIUTHYIO ()YHKIIUIO BBIIIOJIHSET pa3pacTaro-
ieecst OPIOILIKO apXerOHMsI, U3 KOTOPOTro 00pa3yeTest KONMa4oK. Y OOJIbIINHCTBA
Jungermannianae Onaromapsi crieqUaJIW3alMK JUCTHEB TOSBUICS MEPHAHTUH.
B nononHeHue Kk HeMy BO3HHMKAJIHM pa3iU4HbIE CTPYKTYpHI cTeOneBoro (moode-
TOBOT0) IPOMCXOXKICHH S — IEPUTHHUH, CTEOIeBOM KONTAu0K, MapCyInid, 1eo-
kayn (cm. [msaxos, 1975). 3amuTHBIE CTPYKTYPBI pa3HOM MPUPOABI BHELITHE MO-
ryT ObITH O4eHb NoX0ku. Hanpumep, creGiieBoii KONMayoK NOYTH HE OTINIUM
OT «apXeroHuaJIbHOroy. Llenokayn MoXeT HalOMHHAThH KOJIMAa4OK MIIM B3y ThIH
NepUaHTHi. AHATU3UpyeMble 00pa30BaHUsI CBSA3aHbI CO CTPYKTYpaMH Pa3HOro
YPOBHS M TPOUCXOXKJICHHS (ApXETOHUH, JTUCT, O0eT).

Kusomnwie. ViccnenoBanue [I-mpeoOpa3oBaHuii y KOJTOHHUATBHBIX KUBOT-
HBIX OCJIOKHSAETCS] OTCYTCTBUEM y HUX B OTJIMYUE OT BBICUIMX PAacTCHUH enu-
HOT'O IIJIaHa CTPYKTYPHOM OpraHU3aliy 3JeMEHTapHOTO MOAYJISI U KOJIOHHAJIb-
HOT'O OpraHu3Ma, pa3HOM CTENEHBIO BBIPAKEHHOCTH MOJYJIBHOM OpraHu3aluu.
[Ipoueccr 060co0IeHNsT BEreTaTUBHOM U TeHepaTUBHOM cep B cocTaBe o01ie-
ro Tejla OpraHU3Ma-KOJIOHWH Y )KHUBOTHBIX MPOSBUIINCH HE TaK MOJIHO U YETKO,
Kak y pacteHuil. OiHaKo BBISBICHHBIC Y PACTEHUH BAPHAHTHI CTPYKTYP W THIIBI
ApXUTEKTYPhl UMEIOT ONpPEIEJCHHbIE AHAJOTH Y KOJIOHUAJIbHBIX JKUBOTHBIX.
Hanpumep, y xopaysioB oOHApYyKEHbl apXHUTEKTYpPHBIE MOJEIH, OIHCAHHbIC
IUTIsl TPOIIMUECKUX JIEPEBbEB, U CXOAHbBIE mpoueccsl peutepaunu (Hallé et al.,
1978; Dauget, 1991). CtpyKkTypa CHHPIOPECUEHIINH TOKPHITOCEMEHHBIX pacTe-
HUW COMOCTaBMMAa C BapHaHTAMM BETBJIEHUS KOJOHUN THAPOHUIHBIX IOJIHIIOB.
BeTpedwaroress monurenuueckue U MoHoTenmdeckue TUE (TumonwH, 20010),
a psnpl uX ipeodpaszosanus (Marfenin, Kosevich, 2004; Kocesuy, 2012) MoxHO
cootHectu ¢ Il-pspamu cundnopecuenuuii. Bee 310 obnerdaer nouck mogoo-
ueix [I-npeobpazoBanuii. OHM Tak e, KaK U y BBICIIUX PACTEHUH, COMPSKEHEI
C pa3HbIMH CTPYKTYPHBIMH ypOBHSIMH. OOHapy)KeHHBIC B HACTOSIIEE BPEMs
y *uBOTHBIX [IC, KaKk mpaBuiio, CBSI3aHBI C OTACIBHBIMU CTPYKTYPHBIMH dJie-
MeHTaMu. KoJloHHanbHbIA YPOBEHb U3YUEH €Ile IBHO HEJIOCTATOYHO.

Hexortopsie ananoru II-cemoduiie3oB 3HaunMTENbHOIO MacuiTaba, cOmps-
KCHHbIE C NpeoO0pa3oBaHUEM CTPYKTYPHO-(GYHKIHMOHAJIBHONH OpraHu3aluy,
OTMEUEHHBIC BBILIE JJIs PACTEHUH, Y KOJOHUAIBHBIX KUBOTHBIX MOIJIH OBITH
CBsI3aHBI C ()OPMHUPOBAHNEM MHTEIPUPOBAHHBIX «MOHOJIHTHBIX» M COCTaBHBIX
CJIOHBIX KOJIOHHUM. Takue KOJIOHUH ONMCaHbl Y HEKOTOPBIX KOPAJIJIOB, ACLIUIHIM
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u mmanok (Dauget, 1991; Pomanog, 1997; Buckosa, 1999). CocTaBHbBIE KOJIOHHU
COCTOSIT M3 CYOKOJIOHMH OmpenereHHoi cTpykTypsl (Buckosa, 1999). Bapuan-
Thl MHTETPALIUU 300HI0B B «MOHOJHUTHBIX» KOJIOHMSIX B HEKOTOPOW CTENCHH
CXOAHBI C IporeccaMu (HOPMHUPOBAHMS NICEBAAHLUEB Y pacTeHui. Hanpuwmep,
IIPH CIUSHUU 3001J0B y KopasuioB-mo3roBukoB (Leptoria, Diploria, Platygyra)
00pa30BajiCh PAbI POTOBBIX OTBEPCTHH, OKPYKEHHBIX 2 psAOamMH LIyTalerl
1 00Ias racTpanbHas NOJIOCTh. [ paHHUIIBI MEXKAY 300UAaMHU MTPH 3TOM yTpauu-
BalOTCsl, U BCSI KOJIOHUS YTIOJIO0JISIeTCsl OIMHOYHOMY opranusmy (Haymos u np.,
1987). CxomHBIM 00pa30M IPOUCXOIHIIO JIATEPaTbHOE CIUSHUEC IIBETKOB B TIO-
yatke BugoB Cyclanthus Poit. ex A. Rich., B koTopoM Bo3HHKIIa 00IIast 3aBA3b,
oOpamJieHHas psaamu TeiunHoK (Tumonun, 200106).

WnTerpanust pa3iavMdHbIX 3JIEMEHTOB, IPUBOIAIIAS K 0Opa30BaHHUIO KOJIO-
HUH, KOTOpbIC BHEIIHE U (yHKIIMOHAJIBHO MOXOXKHU HA OAMHOYHBIE POPMBI, OT-
MeYeHa BO BCEX KPYITHBIX IPYIIIIax MOIYIbHBIX ;KHBOTHBIX (bexiemunes, 1950;
Abpukocos, 1987; Haymos u ap., 1987; Pomanos, 1997). Hanpumep, y MimaHoK,
00BEIUHSAIOMINX OKOJIO 4 ThIC. BUJOB, Oaronaps IMOJHOMY CIHMSHUIO LIUCTH-
noB chopmupoBanuck kojgonuu tuna Cristatella Cuvier (AOpuxocos, 1987).
[Ipu 5TOM BO3HUKIIN OOLIEKOJIOHNATBHBIE JOKOMOTOPHASI MYCKYyJIaTypa U HepB-
HOE CIIJICTEHHUE, a KOJOHHS CMOTJIa Pa3MHOKAThCS Ty TEM MONIEPEYHOTO JCTICHHUS
(bexnemutmes, 1950). Y MmaHOK Tak)ke MPEACTABICHBI COCTABHBIC CIIOKHBIC
KOJIOHMH, COCTOSIIINE 3 HECKONBKUX cyOkononnii (Buckosa, 1999). bonee mo-
JIOBUHBI BUI0B acuaAni (0kojio 700 BUIOB) SABIISIIOTCS KOJOHUAJIBHBIMH (opMa-
mu (Pomanos, 1997). Ilpoueccsl 00pa3oBaHus BHEIIHE «MOHOJIUTHBIX)» KOJOHHH
MOXXHO TIPEACTaBUTh y HUX B BHJE ABYX [I-psioB. B KoHIE mepBOro BO3HUK-
JI1 MAacCHBHBIC KOJIOHMH M3 300UJIOB, & BTOPOH 3aBEpIINIICS KOPMUIUAIBHON
kojonuer (Pomanos, 1997). MokHO BBISIBUTH Tak)ke Hadayio ciemyromero I1.
VY Sycozoa mirabilis Oka nponeccsl HHTEIpallii KJIOAKaIbHBIX MOJIOCTEH KOp-
MUJUEB NPUBEIN K 00Pa30BaHUIO €IMHOIN OOIIEKOJOHHAIBHON KJIOaKaJbHOM
cucteMbl. [Ipr 3TOM MpogoIbHBIE KaHAJIBI «PACTBOPHIINCH» B 00IICH KiI0aKaib-
Hoii kamepe (PomanoB, 1997). Y rupon1HbIX HHTET pAllMOHHBIE TPOLIECCHI PH-
BOJIMJIM K TpeoOpa3oBaHuio Mopdorenesa noderos, GOpMHUPOBAHHIO MOHOIIO-
MUATBHBIX KOJOHWM, TepMHUHAIBHEIX 30H pocta (Mapdenun, 1993; Marfenin,
Kosevich, 2004; Kocepuu, 2012).

OmnpeneneHHOe CXOACTBO MPOLIECCOB TPeoOpa30BaHmsl CTPYKTYPHOM opranu-
3alliu Tella Y PaCTEHUH U KOJIOHUAJIBHBIX )KMBOTHBIX BBISBIISICTCS ITPH aHAIH3E
OOKOBBIX «alIMeHJAUKYISIPHBIX)» U MIACTUHYATHIX CTPYKTYp. OHM XapaKTepHBI,
HampuMep, s Mopckux mnepbeB (Pennatulacea). I[TogobnHo snmemenTaM Makpo-
(u1a 300MABI CIMBAJINCH OCHOBAaHUSIMH U 00pa30Bajii LIMPOKHE JINCTOBUAHbIE
BeipocThl (HaymoB u ap., 1987). Y ropronueBbix ClusHAE BETOYECK MPUBOIUIIO
K TMOSIBJICHUIO BeepoBHIHBIX TutacTuH (Haymos u nip., 1987; Sanchez, 2002, 2004).
[InacTuHYaThIe CTPYKTYpPHI BCTpeuaroTes Takxke y MiaHok (Hageman, 2003).

WHTerpanoHHble UKIIBI 00Jiee HU3KUX YPOBHEH OBLITH COPSIKEHBI ¢ hop-

76



MHUPOBaHUEM «MHOT00COOHBIX opranoBy» (beknemuies, 1950) u «cocTaBHBIX
OO0IIIEKOJIOHUANIBHBIX CTPYKTYP. B KadecTBe «MHOTOOCOOHBIX OPTaHOBY» MOYKHO
paccMaTpuBaTh KOP3WHOUKH BUIOB poaa Aglaophenia Lamouroux (Thecophora),
KOTOpbIE MPECTABIAIOT CHELHUAIN30BaHHbIN KopMuauil. OH COCTOUT U3 pAna
KOPMSILIMX 300HI0B, KQXKbII U3 KOTOPBIX 3aKJIIOUCH B TUAPOTEKY M OKPY>KEH
TpeMsl 3aIlIUTHBIMH 300MAaMH. BHYTpH KOP3MHOYKH €CTh HEIOpPa3BUTHIE 0CO-
ou memysougHoro mokosnenus (HaymoB u mp., 1987). TlomoOHbIE CTPYKTYpHI
BHEIITHE MMOXO0XKH Ha IMCEBJAHIIUU IIBETKOBBIX PACTCHHH. Y HEKOTOPBIX THAPO-
KOPAJUJIOB LEHTPAJIbHBINA TaCTPO30HU C KPYIIHBIM POTOBBIM OTBEPCTHEM OKpPY-
KCH HAIlOMHHAIOLIMMH IIyHajibla O0e3pOoThIMU JaKTHIO30MAaMu. Bes rpynmna
CTPYKTYPHO U (PyHKIHMOHAJIBHO yNomoosseTcs ogqHoMy 300uay. CXoaHbIM 00-
paszoMm opraHu3oBaH nuaTuil BuAoB pona Euphorbia L. (Tumonun, 20016). Ero
LEHTPAJBbHBIN KEHCKHUI I[BETOK OKPY’KEH MOHOXA3UsIMU M3 OJHOTHIYMHOYHBIX
MYKCKHX I[BeTKOB. OpUTHHAIIbHBIE KOMIIAKTHBIC TPYIIIBI 300H/I0B BCTPEUYAIOT-
csy ruaponioB u3 orpsna Chondrophorida. Ux cTpykTypa aHamornyHa MoJiennu
CTPOCHMSI YacTHOTO couBeTHsi Petagnia saniculifolia Guss., KOTOpOe COCTOUT U3
LEHTPAIBHOTO KEHCKOT0 LIBETKA U MPUPOCIHINX K €T0 3aBSI3U MEITKHX MYKCKUX
uBetkoB (Tumonun, 20010). B kayecTBe «COCTAaBHBIX» OOIIECKOJIOHHAIBHBIX
CTPYKTYP MOKHO paccMaTpuBaTh NOIUCH(POHHBIC CTBOJIBI Y THPOHIOB U3 PO
Eudendrium Ehrenberg, KoTopble SBISIOTCS pe3yJIbTaTOM CPACTaHHS OCEBBIX
aneMeHTOB KooHuu (Haymos u ap., 1987).

BonpmmacTBO MccienoBarenell OTMEUYal d HE3aBUCHMOE IPOHCXOXKICHHE
OCHOBHBIX THIIOB KOJIOHHH, (pOpM BETBJIEHHS BO MHOTHX TpyIax M Kiaaax
KOJIOHHAJTbHBIX Oecro3BoHOUHbIX (PomanoB, 1997; Buckopa, 1999; XKypasnes,
1999; Hageman, 2003; Mckinney, Mcghee, 2003; Marfenin, Kosevich, 2004
n ap.). Ceryarslil XapakTep CTPYKTYPHOM 3BOJIIOLUH II03BOJISET MIPEIIONAraTh
eme Oosiee 3HAYUTEIBHYIO 110 CPABHEHHUIO C COBPEMEHHBIMH MPEACTaBICHUSIMHU
pons II-npeoOpa3oBanuii y MOAYIBbHBIX KUBOTHBIX. @poHTanbbIi ananus [1C
B Pa3HBIX TPYIIax U TAKCOHAX MOIYJIBHBIX JKHUBOTHBIX COMPSIKCH C pPa3BUTHU-
€M KOHIICTIIINY apXUTEKTYPHBIX MOjIeel Ha 30osornueckoM Matepuasne (Hallé
et al., 1978; Dauget, 1991). Iloka eme He pazpaboTaHa cucTeMa CTPYKTYPHBIX
eIMHUL IJIs1 KOJOHHAJIBHBIX JKHBOTHBIX aHAJOIM4Has TOH, KOTOpas co3laHa
1u1st cemeHHBIX pacTenui (I'atiyk, 2008a). OHa oOnerdria Obl H3y4YeHUE MOTY-
COB MpeoOpa30oBaHMs SAMHMIL KaXKJOr0 HepapXuueckoro yposHs. OmnpeneneH-
HBIC IIAaTH CACTaHbl IPUMEHUTENBHO K MIIAHKAaM, Y KOTOPBIX BBLACISIOT KOPMU-
nuu, cyokononuu (Buckosa, 1999).

Ipubvr u auwaiinuxky. bomee mpocTas IO CPABHEHUIO C BBICIIUMH PACTEHU-
SIMM ¥ MOZYJIbHBIMH >KHBOTHBIMH CTPYKTYPHO-(DYHKIIMOHAJIbHASI OPTaHU3aLHs
U OTCYTCTBHE YETKOW CTPYKTYpHOH HMepapXuu y I'pHOOB OrpaHHYMBAIH IIO-
spienne [IC. BepmuHO#l cTpyKTypHOW 3BOMIONMHM TI'pUOOB, KaK U JIPYTrHX
rpynmn Taio(uToB, cTajia KiajoMmHas opranmzaius (3mutpoud, 2010).
Huddepennmanmst ydiie BepakeHa IPU MHOTOOCEBOM KJIaJIOMHOM THUIIE CTPO-
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SHHSI, a MAaKCUMallbHOE MOP(OIOTHYECKOe pacujeHeHHEe XapaKTepHO AJ He-
KOTOPBIX JUINAHHUKOB (JIMXCHU3UPOBAHHBIX TI'PUOOB). YPOBEHBb IENOCTHOCTH
ATHUX CHMOMOTHYECKHUX aCCOIMAIMH MPUONIIKAaeTCs K OpraHu3MeHHOMY (AJiees,
1986), uTO MO3BOJISET AHATU3UPOBATH UX BMECTE C MOLYJIbHBIMU OPraHU3MaMHU.
Takoli onxon onpaBiaaH U C MO3ULUN pa3BUBAaEMOIl B HACTOSIIEE BPEMs KOH-
uenuuu aytonenosa (Casunos, 2012). C I[1-npeoOpa3oBaHUsIMU, O-BHANMOMY,
cBsi3aHbl Tpolecchl AupGEpeHINAN  JIEMEHTOB BTOPHUYHOTO CJIOCBHIIA
y npeacrasutenei ponoB Cladonia P. Browne u Stereocaulon Hoffm. Nx BHem-
HE CXOAHBIE BEPTHUKAJIBHBIC OCH CJOCBHINA M OOpa3yroliyecs Ha HUX Jare-
pajbHBIE DJIEMEHTHI UMEIOT pa3Hoe MpoucxoxaeHue (cM. JlomOpoBckas, 1996).
BeisiBisiercst mpsiMasi MIM KOCBEHHAsi CBSI3b 3TUX CTPYKTYP C pa3HBIMH dJie-
MEHTaMHU MEPBUYHOTO TOPU3O0HTAJIBHOIO CIOEBHUINA (YeUIylKa WM amoTeluuH,
CTPYKTypa B IIeJIOM 1K ee yacTh). [Ipumepom [IC MoryT OBITh Takke IpOCThIe
U CIIOXKHBIE amotenuu Acarosporaceae. Y BumoB pona Glypholecia Nyl. crnox-
HBIE aloTeLH 00pa30BaJINCh OJaroAapst CIUSHUIO MHOT'OYHCIICHHBIX MEIKHUX
npocthix (IomyOkoBa, 1988).

Takum o00pa3oM, clelaHHBIE BBIIIE KOMMEHTApUU CBHACTEIBCTBYIOT
0 KpokoM pacnpoctpanennn [IC B pa3HBIX rpymnax MOLYJIBHBIX OPTraHU3MOB,
0COOCHHO TP JJOCTATOYHO CIIOKHOW CTPYKTYpPHOH opranu3anuu Tena. [loutn
BCE COBPEMEHHbBIE IIPEACTaBICHUS O MOP(HOJIOrMUECKOM IBOIOLUH COCYIUCTBIX
pacTeHH# MPSIMO WJIH KOCBEHHO cBs3aHBI ¢ Il-mpomeccamu (Xoxpsikos, 1981;
KysnemoBa, 1986, 1998; Meiien, 1988; Beerling, Fleming, 2007). Muorouucies-
HbIE aHAJIOTHH CTPYKTYPHBIX TpeoOpa3oBaHuil y MOAYIbHBIX )KHBOTHBIX U pac-
TEHUH TO3BOJISIIOT MPEATIONIOKUTE, YTO MIPH CIICIIHATEHOM aHAIH3€ )KMBOTHBIX
OyZeT OATBEPKIACHO eIle 0obinoe 3HaueHue [I-unTerpanum.

CTUCTEMHA A CIITELHUOUKA MOAYJIBHBIX OPITAHN3MOB

CrpykTypHBIC U (pyHKIHOHAJIBHBIC OCOOCHHOCTH MOIYJBHBIX OPraHU3MOB,
cBOe0Opa3ne NX MHANBUYaJIbHOI'O PA3BUTHUS PACCMOTPEHBI B CIELIUAIbHBIX pa-
oorax (Mapdenun, 1993, 2008; Hotos, 1999). KitroueBbIM IpU3HAKOM SIBIISCTCS
LHUKJINYECKHI MOp(OTreHe3, KOTOPBIN COMPSKEH ¢ MHOTOKPATHOM peanin3anuneit
OTHOCHTEIIBHO aBTOHOMHBIX MOP(QOTeHETHUECKUX Tporpamm. birarogapst atomy
MOZYJIbHAsl OPTaHU3aLUsl OTIMYAETCSI OT YHUTAPHON KOMILIEKCOM B3aUMOCBSI-
3aHHBIX M B3aUMOOOYCIIOBIIEHHBIX MTpu3HakoB (Hotos, 1999; Mapdennn, 2008).

Hukinyeckuit Mopgorenes onpeaenseT 1 CACTEMHYIO clieln(uKy MOIyJib-
HBIX opranu3MoB. [locTosiHHOE 00pa3zoBaHue BHYTPH OMOCUCTEMBI OTHOCHTEIb-
HO aBTOHOMHBIX 3JIEMEHTOB 00YCJIOBIMBAET «HEONPEAETICHHOCThY U «ITOJIBHXK-
HOCTB» €€ BHEMHUX Tpannil. OHU W3MEHSIOTCS B MPOIIECCe pOCTa OpraHu3Ma.
B pesymnbrare Takoil «BHYTpeHHEI» pEenpoAyKIMU B Tpeaesiax OHOCHCTEMBI
(dopMupyeTcs MHOT'OKOMIIOHEHTHAs! CETh U3 PAaBHOLCHHBIX 3JeMeHTOB. X co-
BOKYITHOCTb SBJISIETCSl (DYHKIIMOHAJIBHOH OCHOBOH M «pE3epBHBIM» (POHIOM
cucteMbl. OH obecrieunBaeT ee HaJe)KHOE PYHKIIMOHHUPOBAHKE, yUACTHE B IIPO-
Leccax «BHEITHE» PernpoayKIHH (BETeTaTUBHOE Pa3MHOKEHHE) U 3BOIOIIHOH-
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Hol TpaHchopmanuu. birarogaps eMy peannu3yoTcs peryisiuOHHbIE TTPOIECCHI.
MoynbHBIN TPUHIUII COXPAHSIETCS. HA BCEX YPOBHAX CTPYKTYPHOU MEpapXuu.
OJeMEeHTHI KaX10r0 YPOBHS PaBHOLIEHHBI U MHOTOKPATHO «PEIPOLYLIUPYIOTCS
B Ipezenax OMOCHCTeMBbl. DTO CBOMCTBO B COUETAaHMM C APYTUMHU NPU3HAKAMH
SIBJISIETCS OCHOBOM ee cucteMHol cneunuku. biaaronaps mopdorenernueckoi
1 MOp$oJIOrHUecKoil 000COOIEHHOCTH IEMEHTOB BCEX YPOBHEW YacTh OOIIUX
(dyHIIaMEHTaBHBIX CBOMCTB OMOCHCTEM TMONTyYaeT Y MOAYIBHBIX 0OBEKTOB 00-
Jiee YeTKoe BHeIIHee mpossieHne. Cpean HUX TUHAMUYHOCTD, IUKINYHOCTB,
HNEPAPXUYHOCTb, (PpaKkTanbHOCTh. II0CTOSHHBIN pocT U HOPMHUPOBAHNE HOBBIX
MOZYJIeH CyIECTBEHHO 00JIEryaroT BBISIBJICHUE ATHX IIPU3HAKOB HA MOP(OIOru-
yeckoM ypoBHe (Notov, 2011). AHaTOrUYHBIE CBOMCTBA YHUTAPHBIX OHOCUCTEM
BBISIBJISIIOTCS TOJIBKO HA aHATOMUYECKOM YPOBHE.

OTHOCHUTENbHAs! aBTOHOMHOCTD M PABHOLIEHHOCTb 3JIEMEHTOB, X MHOTOKpAT-
HOe 00pa3oBaHMe B TIpeeax OMOCHCTEMBI OTIPE/IEISIET €€ CXOICTBO C CHCTEMaMHU
MONYJISIUOHHOTO ypoBHsL. OHO 3aTparuBaeT BCE OCHOBHbBIE CTOPOHBI OpraHM3a-
LIUU — CTPYKTYPY, GYHKIIHOHUpOoBaHue U pazButue (Hoto, 1999). Perymsmus ux,
TaK JKe KaK U MOAYJIbHOM OMOCUCTEMBI, HelleHTpainu3oBanHas (Mapdenusn, 2002).
Ona ocyniecTBiIsSIeTCSI TTyTeM W3MEHEHUsI MHTEHCUBHOCTH OOpa30BaHMs HOBBIX
JJIEMEHTOB U UX yucia. MoyTbHbIE OpTraHU3MBI pa3HbIe HCCIIEA0BATEIN HEOAHO-
KPaTHO IIBITAJIUCH NPEICTABUTh KAaK KOJIOHUIO, UM METAOIIYJISILUI0, IIPUMEHS-
JIM K HAM «aeMorpaduuaeckney» metonsl aHanmmsa (White, 1979; Mapdenun, 1993
u zap.). Eme 60onpinM cX0ACTBOM € MOMYJISALUSMHU 00JaJal0T MOAYJIbHBIC 00b-
eKTBhI, CIIOCOOHBIC K MapTUKYJISMH U oOpazoBaHuio kinoHoB (Fagerstrom, West,
2011). IIpu motepe pu3nYECKON CBA3M MEKIY YACTSIMH MOIYJIBHOIO OpraHu3Ma
pamMeTsl MPaKTHYECKH HEBO3MOKHO OTJIMYUTH OT TeHET. DT 0COOEHHOCTH CBH/IE-
TEJIBCTBYIOT O HEBBICOKOH LIEIOCTHOCTH MOAYJIBHBIX OPTaHU3MOB.

OTHOCUTENBPHO HEBBICOKAsl LIEJIOCTHOCTh MOAYJIBHBIX OHOCHUCTEM IPOSIB-
JIA€TCA HE TOJIBKO B XapaKTepe CBA3EH MEXAY dJIEMEHTaMU, THIIE PEryJIsluu,
HO U B 0COOCHHOCTSIX UX MPOTrpaMMBbl Pa3BUTHSI, e HHPOPMAITHOHHOM obecrie-
YeHHH, crielu(ruKe BHEIIHUX B3auMooTHoleHud. [luknnueckuii Mmopdorenes
SABJISIETCS CIECTBUEM OJIOYHOCTH OOIIeH TPOTrpaMMBbl pa3BUTHS, KOTOpas Mpe-
[I0JIaraeéT MHOTOKPAaTHYIO PEAJIM3aLMI0 PA3HBIX OTHOCUTEIBHO aBTOHOMHBIX
MOp¢OreHeTHIEeCKUX MoAnporpamMm. Mx perynspHoe BKIOYeHHE obecreynBa-
€T OpPraHuyYeCcKOe eMHCTBO SMOPHOTeHe3a, POCTOBBIX M PENPOAYKTUBHBIX MPO-
LIECCOB, 00JIEr4aeT BOZHUKHOBEHNE PAa3HbIX BAPUAHTOB BET€TaTUBHOI'O Pa3MHO-
xenusi, romeosuca (Hotos, 2015). BepostHo, ecTh omnpenesieHHas cnenuduka
B CTPYKTYpHOH W (yHKIIMOHAIHHON OpraHu3aliid T€HOMOB MOIYJBHBIX Op-
raau3MoB (JIyroBa, 2013). V MOmymbpHBIX >KHBOTHBIX, TO-BUIUMOMY, HHUXKE
creneHb MneiroctHoctn HOX-knactepa (yctHoe coobmeHue B.B. Hcaesoii),
UTPAOLIET0 OCHOBHYIO pOiib B oceBoi pasmetke Tena (Kopuaruna u ap., 2010
u np.). BeisiBisiercs Takke Ooliee BbIpaXCHHAsl 110 CPaBHEHHUIO C yHHUTAPHbI-
MH OpraHU3MaMH «OTKPBITOCTH» MOAYIBbHOW OHOCHUCTEMBI K MHOTMM THIIAM
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BHEIIHUX B3auMojeicTBuil. OHa MposBIsSeTCs B 3HAYUTEIBHOM MOJNBApUAHT-
HOCTH pa3BHUTHsI, OOJIee MIMPOKOM PACIIPOCTPAHCHUU THOPUIU3AIINH, TIOJIUILION-
nuu, anomukenca (Jlomkmaa, 1983; Jlyrosa, 2013; bareruna, 2014). Y HEKOTOPBIX
MOJTYJIEHBIX KUBOTHBIX W PACTEHUH CYIIIECTBEHHYIO POJIb UT'PAET €CTECTBEHHBIN
xumepusM (Rinkevich, 2011).

MOIVYJIBHASI OPTAHU3AIIMSA U CTPYKTYPHA S DBOJITOIL A

CuctemMHbIe OCOOCHHOCTH MOAYJIBHOW OpPraHH3alUU ONMPEACISIOT CIel-
n(UKY TPOLECCOB CTPYKTYPHOH IBOMIONUU 3THX OmocucteM. OCHOBOI 3BO-
JIOIIMOHHBIX TTPe00pa30BaHUN CUCTEMBI SIBISIETCS XapaKTEPHBIA I MOIYIIb-
HBIX OPraHU3MOB IOJTUMEPHBIH (OHJ d7IeMeHTOB. VX MHOKECTBEHHOCTD,
PaBHOIIEHHOCTh, HEBBICOKAs IIEJIOCTHOCTh, OTHOCHUTEIbHAsi aBTOHOMHOCTH
U MPOCTOTa CTPOCHHS CO3/AIOT MPEANOCHIIKYU I MHTErPAllUU 3JIEMEHTOB.
Yka3aHHBIA KOMIJIEKC MPU3HAKOB IMOBBIIIAET TAKKE BEPOSTHOCTH KOMILJICK-
cupoBanus. Cpeau yHHUBEpPCAIbHBIX BAPUAHTOB CTPYKTYPHBIX IpeoOpa3oBa-
Huii, onmucaHHbiXx FO.B. MamkaeBbim (1991, 1996), y MOTyIbHBIX OpTraHU3MOB
0CO0YI0 POJIb UTPAIOT MOJYCHI, CBSI3aHHBIE C M3MEHEHHEM YHCia dJIEMEHTOB.
Cpenu HUX «COOpKay, KIIPUCOCTUHEHHE SJICMEHTOBY. DBOJIIOIIUOHHBIC TTPE00-
pa3oBaHUsI MOJIYJIbHOW OMOCUCTEMBI COTIPSIKEHBI C U3MECHEHHEM KOJTMYECTBEH-
HBIX XapaKTePUCTHUK MOJTUMEPHOro (hOHa MOAYJICH, TaK K€ KaK U MPOIECCHI
ee (DyHKIIMOHUPOBAHUS U PETYIISAIIH.

OcymecTBiIeHNe HHTETPAIMOHHBIX TIPOIECCOB Y MOIYJIBHBIX OPTaHU3MOB
oOyeryaeTcst Oimaromaps 4eTKO BBIPaKEHHOW CIIOCOOHOCTH K CIWSHHIO (Cpa-
CTaHUI0) UX CTPYKTYp. OHA MIMPOKO pACIPOCTPAHEHA Y PACTCHH, )KUBOTHBIX,
rpuboB (CaBenbeBa, 1969; Sattler, 1978; Glass et al., 2000 u ap.). [Ipomecchr
U SIBJICHHS, KOTOPBIC OMKCHIBAIOT KaK «CpacTaHUe», KpailHe pa3HOOOpa3HBbI.
OHM BKJTIOYAIOT Pa3HbIe BAPUAHTHI KKOHT€HUTAIBHOT0» H «TIOCTT€HUTAIHHOT 0
cpactanuii u npyrue popmsi (cm. Sattler, 1978; Tumonun, 20016 u 1p.). OnHAKO,
HE3aBHCHMO OT MEXaHH3MOB, BO3HMKHOBEHUIO CIIUTHOCTH CTPYKTYpP CIIOCOO-
CTBYIOT OTKPBITBIH POCT, IOCTOSTHHAST MEPUCTEMaTHUYeCKass 1 MOP(OreHeTHYE-
CKasi aKTUBHOCTh. AHaJIM3 COBPEMEHHBIX U MCKOIAeMbIX (JOPM IOJITBEPKIaeT
3HAYUTENIBHYIO POJIb IMPOIECCOB CPAcTaHHs B (DOPMHUPOBAHHUU CTPYKTYPHOIO
pa3Ho00pa3ns paCTEHNH U MOMYIBHBIX )KUBOTHBIX (bekmemumes, 1950; Meyen,
1973, 1984; HaymoB u np., 1987; Meiien, 1987, 1988, 2009; Kpacunos, 1989;
Buckoga u 1p., 1999 u ap.).

BiioyHoCTh TIpOrpaMMbl Pa3BUTHS MOIYJIBHOTO OpraHWU3Ma, OTHOCHUTEIb-
Hasi aBTOHOMHOCTH €€ TOANPOrpaMM OOYCIIOBIMBAET TAKXKE OIpPEIeICHHYIO
ABTOHOMHOCTb, HE3aBHCHMOCTH DBOJIOIMOHHBIX ITPEOOPa30BAHUI CTPYKTYP
(Jlogxwna, 1983; Tumonun, 2006). [Ipu 3TOM BO3MOXHO COXpaHEHHE B opra-
HU3Me W Moxyieir umcxomHoro crtpoenust (Tumonwmn, 2006). OmnpeneneHHas
ABTOHOMHOCTHh MOP(OrCHETHUSCKUX MOJIPOrpaMM O0JIEr4aeT Takke ux cyO-
CTUTYIUIO, TIEPECTAHOBKY, HAJIOKEHHUE, YTO CYIIIECTBEHHO YBEJIUYNUBACT YacTO-
Ty FOMEO3UCHBIX IIpeobpa3oanuii (Meyen, 1984; Sattler, Rutishauser, 1997; Tu-
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MoHMH, 2006). OHU UTpasIi BaXXKHYIO POJIb B BOJIIOIIMHU MOAYIBHBIX OPraHU3MOB
(Horog, 2015). Biarogapst 3TuM 0COOCHHOCTSIM YBEIIMUUBACTCS POJIb CaIbTAIlAN
B DBOJTIONMH MOAYJIBHBIX opranu3MoB (Meyen, 1973; Tumonun, 2006).
HHTerpanoHHble IPOLEcchl HE HapyIIaroT MOAYJIBHOTO MPHHIMIIA Opra-
Huzauuu. [IpeobpazoBannas OMocucTeMa TakKe COCTOUT U3 PABHOLIGHHBIX, OT-
HOCHUTEJILHO aBTOHOMHBIX, HO 00Jiee MHTETPUPOBAHHBIX M LIETIOCTHBIX dJIEMEH-
TOB, KOTOpPbIEé MHOTOKPAaTHO BOCIPOM3BOJSTCS B IpeJesiax JTaHHOW CHUCTEMBI.
O0pasyercsi MOTUMEPHBIA QOH U3 HOBBIX CTPYKTYp. OH siBIsieTcs: 6a30i s
CJIEAYIOUINX LHKJIOB MHTETPAallMM, KOTOPbIE CIIOCOOCTBYIOT BO3HHKHOBEHUIO
HEepapXUH IEMEHTOB. B ¢Bs3M ¢ OrpaHMuCHHBIM HAOOPOM MOTEHINAJIBHBIX MO-
IYCOB CTPYKTYPHBIX MpPeoOpa3oBaHMil MOLYJIBHON CHCTEMBI JIEMEHTHI Ooliee
BBICOKOT'O YPOBHSI (POPMHPYIOTCS Onaroaapsi KoMIjiekcupoBaHuio. OHH «coOu-
paroTcs» U3 eIUHHUIL TpebIAyIero ypoBHs. Takue mukibl crann ocHoBoi T1C.
[lepronmnyHOCTh W HHUKIWYHOCTH CTPYKTYPHOM arperamuu sIBISIOTCS
KJTIOYEBBIMHU aTpuOyTamMu Mopgosorndeckord sBomonund. OHM oOecreduin
(hopMHUpOBaHHE MOHO-, METa-, U IIECHOMETAOMOHTOB, KOTOPBIE MPEACTABISIOT
OCHOBHBIC YPOBHH (YHKIIHOHAJIEHON OpraHnu3alii OpraHu3MEeHHBIX OMOCHCTEM
(Anees, 1986). Ecnu nepBble 1Ba ypOBHS NMPEACTABIECHBl Y MOAYJIBHBIX U YHH-
TapHBIX OPraHU3MOB, TO LIEHOMETAOMOHTHBIN COMPSKEH TOJIBKO C MOIYJIHHOM
opranuzanueil. Kpome 3Toro MarucTpanbHOro nyTH y MOAYJIbHBIX OMOCHCTEM
peanus3yoTcs TakXKe «IIPOMEXYTOUHBIE» LUKJIbI MHTErPALiy, MPUBOASIINE
K OYEepelHOMY KauyeCTBEHHOMY YCIOXHEHHUIO CTPYKTYpPHO-(yHKIHOHAIBHOM
OpraHu3alliy B MpeaesaXx MeTa- U LEHOMETAaOMOHTHOrO ypoBHeW. CBsizaHHBIE
C HUMU CTPYKTYpHBIE TIpeoOpa3oBaHus MPUOOPETAIOT YeTKoe MOpQoornye-
cKoe BbIpakeHne. Harmpumep, TEIOMHBIN, CHHTEIIOMHBIN 1 T0OOETOBBIN YPOBHH,
nau K1ago(uThl U Teno(UThl y METAaOMOHTHBIX PACTEHUH, IPOCThIE KOJIOHUH
Y COCTaBHBIC KOJIOHWH Y TIECHOMETa0HOHTHBIX JKUBOTHEIX (X0xXpskos, 1981; Bu-
ckoBa, 1999; 3mutposuy, 2010). lHOTIa 5TH LUKJIBI PACCMATPUBAIOT KaK dTaIlbl
Ka4eCTBEHHOH MONMMEPH3alMH U BBIICISIOT OOJbIIE CTyNEeHEeH UM YpPOBHEH
nHTerpanuu (Xoxpsakos, 1981 u np.). [Ipu qocTHkeHUN ONPeIeIEHHOT0 YPOBHS
T depeHIranuy OCyIECTBISIOTCS CEPHH «ITPOMEXYTOUHBIX)» HHTETPAIlHOH-
HBIX LUKJIOB 00JIee HU3KOro ypoBHsL. biaromapst uM TpanchopMHUPYIOTCS TOJIBKO
OTIENBHBIC YaCTH, CTPYKTYPbI OpraHu3Ma (COLBETHE, LIBETOK, JINCT, KOPMUIUIL).
[I-nmpeobpa3zoBanusi MOTYT HPOHMCXOAUTH B paMKax LHMKJIOB JIIOOOIO ypPOBHS,
HO OonblIasi MX YacTh CONPSDKEHA C «IMOAYMHEHHBIMH» YPOBHSAMHU. Takum
oOpa3om, Osarogapsi OOJIBIIEMY YKCIY U CONMOAYMHEHHOCTH MHTErPAIllHOHHBIX
LAKJIOB BBIABIISIETCS WX MEPAPXUYHOCTH U (PPAKTAIBHOCTH, KOTOPBIE MPOSIBIIS-
I0TCSl ¥ B OPraHU3aLUuU TPAaHC(POPMUPOBAHHBIX MOLYJIBHBIX OMOCHUCTEM.
[I-ITIPEOBPA3OBAHUM A U [TPOBJIEMA HEJIOCTHOCTU BUOCUCTEM
HuknuanocTts ¥ [I-UMKIMYHOCTD BONIOLMOHHBIX ITpeodpa3oBaHuii 00ycio-
BUJIa OPMUPOBAHUE Y MOLYJIBHBIX OPraHU3MOB CO CIOKHOU Iu(depeHnuranu-
eil Tera nepapXxu4ecky CONMOJYMHEHHBIX (PpaKkTaIbHBIX MPOTrpaMM pa3BuTus. Mx
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MopdoreHeTHIECKUE TOIIPOrPaMMBbI 00JIIAI0T Pa3HbIM YPOBHEM LIEIOCTHOCTH.
[pouiecchr Mopdoreneza odecrieunBarOT caMONIOIOOHE STUHHUIL Pa3HBIX YPOBHEH
B CTPYKTYPHOM H OpraHU3anoHHOM oTHOmeHUAX (Notov, 2011). Mopdororuue-
cKasi 000COOIEHHOCTh DJIEMEHTOB BCEX YPOBHEH W OpPraHM3allMOHHOE eTUWHCTBO
00BEANHSIONINX UX TTOJICUCTEM B HEKOTOPOH CTENEHU 00YCIIOBICHBI OTHOCUTEIb-
HOHM aBTOHOMHOCTBIO IIUKJIOB ceMOo(ue3a. ITa aBTOHOMHOCTD 00JIEr4aeT UX Bbl-
SIBIIIEMOCTD. JIMHAMUYHOCTD, TUKIMYHOCTh HEPAPXUYHOCTD (PPAKTATBHOCTH J10-
CTAaTOYHO YETKO ONPEICISIFOTCS KaK IPH aHAJIM3e OPraHU3allii MOAYJIBHBIX OHO-
CHCTEM, TaK U COMPSDKEHHBIX ¢ HUMHU JHHAMHAYECKHX MPOIECCOB Pa3HOTO Mac-
mraba. Cpeau HUX MOp(horeHes, OHTOT €He3, )KIU3HEHHBIH UK, ceModues. Kax-
IbIH U3 HUX Oaroziapsi OTHOCUTENBHONH aBTOHOMHOCTH COIOAYMHEHHBIX ¢ HUMH
AJIEMEHTOB M MPOILIECCOB, MCHBILICH CTENICHH ACTEPMUHUPOBAHHOCTH U OOJIBIITNM
YPOBHEM TOJIMBAPUAHTHOCTH, XapaKTEPU3yeTCsl MEHEe BBICOKOW IO CPaBHEHHIO
C YHHTApHBIMHU 00bekTamMu menocTHocThio (HoToB, 1999; Notov, 2011).

[I-ipeoOpa3zoBaHms ABISIOTCS YIOOHBIM MOACITEHBIM 00BEKTOM JIJTS aHATH3a
LIEJIOCTHOCTH MOJYJIBHBIX OnocucTeM. PaccMaTpuBast SBOITIOIMOHHBIN TTPOIECC
B BHJIE CJIOKHOM CHCTEMBI aBTOPETYIUPYEMBIX [IUKIIOB, HEOOXOAMMO OLICHUBATH,
Mpekae BCEro, MEXaHU3Mbl M XapakKTep MpeoOpa3oBaHHsI CUCTEMBI KOppes-
unoHHbIX cBs3eil (LlImanbraysen, 1982). IMeHHO «Hanmuune KOPPETISIIMOHHBIX
CHCTEM... 00yCIIOBITMBAET M3BECTHYIO CTOMKOCTh OPTaHU3AIHNMI», a «CTOMKOCTh
OpraHu3Ma OOBSICHAETCS. .. CIIO)KHOCTBIO CHCTEMBI CBSI3eH, OOBENUHSIOMNX BCEe
ero gactu B oniHO 1ienioex» (LlImaneraysen, 1982, c. 84).

OnHuM U3 KpUTEPUEB LEJIOCTHOCTH M YCTOHYMBOCTH OMOCHUCTEMBI MOKET
OBITH CTAOUIIBHOCTH I'PaHUIl €€ MOPPOPYHKIIUOHAIBHBIX TOJICHCTEM U CTPYK-
Typ. UX n1abUIbHOCTD M «IIOJIBUIKHOCTBY CBHJICTEIBCTBYIOT 00 OTHOCHUTEIIBHO
HU3KOW TeNoCcTHOCTH. [I-mpeoOpa3oBaHms MPaKTUYECKH BCETAA COMPSIKEHBI
C «TIOABMXKHOCTBIO» ATUX TPAHMUII, KOTOPHIe B mpeaenax lI-psaoB mornu n3me-
HATHCS MHOTOKpaTHO. V3BeCTHBI MHOTOYHCICHHBIE NMPUMEPHI UX TpaHCcop-
Maluy B Ipeaenax nmodera BHICIINX pacTeHHid. Hampumep, npu oOpazoBaHuH
¢duoMoppHBIX BeTBEH B «(PYHKIMOHAIBHBIN» (UIIOM HPUBIEKATIHCH Pas3-
JIUYHBIE OCEBBIE CTPYKTYPHI. B HEKOTOPBIX CITy4asX B €ro COCTABE OKA3bIBAIHCH
Ja)kKe IIEMEHTHI TeHepaTHBHON chephl. DopMHIpOBaHNE MHOTHX T€HEPATHBHBIX
CTPYKTYp IPOUCXOIUIIO C YYaCTHEM DJIEMEHTOB BereTtatnBHOU cheprl. Tak
00pa30BBIBAJIMCH MIOKPOBBI CEMsI3a4aTKa, CHKOHUH U TICEBAOTEPMUHAIBHBIEC CO-
LBETHUS, KOTOPbIE BKIIOYMIH B C€0s 4aCTh CKEJICTHBIX OCel. 3alluTHBIC CTPYK-
TYPbI BOKPYT PENPOIYKTHBHBIX OPraHOB NIEYCHOUHUKOB BO3SHHKAJIM Ha OCHOBE
pa3HbIX gacteil moberos. Y mpencraButeneit poxa Cladonia HanpaBIeHHOCTH
porieccoB TpanchopMauy Oblta UHOW. Y HUX 3JIEMEHTHI alloTeI[UeB Y4acTBO-
BaJIM B (QOPMUPOBAHUH BETETATUBHBIX OCEH BTOPHUYHOTO cioeBuIna. OTcyT-
CTBUE YETKHX TPaHMIl MEKIY OTACIbHBIMH OpraHaMu M (YHKIIHMOHAJIbHBIMH
MOACUCTEMaMH Y KOJIOHUAJIBHBIX JKUBOTHBIX IPOSIBHIIOCH B 00pa30BaHUM 0011Ie-
KOJIOHUAJBHBIX CTPYKTYp. B HEKOTOPBIX TpyINIax WX MOSBICHHE 3HAYUTEIb-

82



HO YCHUJIMJIO KOJOHHAJIbHYI0 MHTerpauui. Cpean HUX, HampuMmep, oomas ra-
CTpalibHasi OJIOCTh THPOUIOB, OOIINE KIOaKaJIbHbBIE TIOJIOCTH TYHUKAT. MHO-
r7a MHTEerpauys J0CTUTraia eule 0oJbIIero ypoBHsa. DOpMUPOBAIUCh €IUHAS
KOJIOHHAJIbHAs KJIOAKAJIbHAS CUCTeMa, 001ue poToBble oTBepcTHs (cM. Haymos
u ap., 1987; Pomanos, 1997).

JlerkocTh KOMIJIEKCHPOBaHUS 3JIEMEHTOB MPU OCYIECTBIEHUN MUHTETPALH-
OHHBIX IIMKJIOB TaK)e CBHJETEIBCTBYET 00 OTHOCHTEIBHO HEBBICOKOW IETOCT-
HOCTH OMocucTeMbl. HeOMHOKpaTHBIE «CIHUSHUSM» SJIEMEHTOB OJHUX TMOACHUCTEM
U «IPUBJICYEHUE» SIIEMEHTOB Apyrux noxacucteM B I1-cemodunesax onpenenniu
LIMPOKOE PACHPOCTPAHEHUE CIOKHBIX HPEe0oOpa3oBaHUN, NPH KOTOPHIX OIHO-
BPEMEHHO M3MEHSJIOCh YMCJIO 3JIEMEHTOB M HUX CTPYKTYpa, PEKE OTHOLIEHHUS
MeXay dJeMeHTaMu. V3MeHeHue ducia 3J1eMEHTOB 4acToO MPUBOAWIO K MpH-
OOpEeTeHHI0 HOBOTO Ka4yecTBa, a XapakTep OTHOUICHUI MEXKIy dJIeMEHTaMu Ha
Pa3HBIX YPOBHSX MOT OCTaBaThcs MpeXHUM. Hampumep, mpu pasHOOOpa3HBIX
IpeoOpa30BaHMIX BEr€TATUBHOM 1 F'eHEPaTUBHON chep y FeMMaKCHUIISIPHBIX pac-
TEHUH COXPAHSIIOCH Ma3yLIHOE TOJIOKEHHUE TI0UEK U 0OEroB. 3aBUCHMOCTh U He-
PaBHOLIEHHOCTH OCHOBHBIX MOJYCOB TpaHC(OpMAIMK TaKk e CBHICTEIBCTBYIOT
0 JIOCTaTOYHO HU3KOH LIENIOCTHOCTH MOAYJBHBIX OnocucteM. B paccmarpuBa-
eMBIX CHCTEMaxX T'PaHMIIBI MOACHUCTEM HE OIPENENIEHBI KECTKO, a CBA3M MEXIY
3JIEMEHTaMH ci1adble. JIerkocTh, ¢ KOTOPOI U3MEHSAETCS YHUCII0 3JIEMEHTOB, CBHUIE-
TEJIbCTBYET O HEAOCTATOUHON CHJIE KOPPEISIIMOHHBIX CBs3el, KOTOpbIe B Ooiiee
LEJIOCTHBIX CHCTeMaX MPEMsITCTBYIOT U3MEHEHMIO Ynciia 3iieMeHToB (Mamkaes,
1991). KommnekcnpoBanue ObLIO IHUPOKO PACIPOCTPAHEHO U ITPH CIUSTHUH 300U~
1oB. B psizie cirydaeB oHO IPUBOAKIIO K YOPMHUPOBAHUIO «BTOPUYHO OIMHOYHBIX)
¢dopm. [TomoOHbIe nMpeoOpa3zoBaHus BHISBICHBI Y MINAHOK, KOPAJUJIOB, TyHHKAT
(bexnemures, 1950; HaymoB u ap., 1987; Pomanos, 1989; BuckoBa u np., 1999;
Sanchez, 2002; Hageman, 2003 u np.). CTeneHs arperainuu 21eMeHTOB KOJIOHUU
IIPH 9TOM MOIJIa JOCTUTaTh BEICOKOTrO YpoBHsL. Hanpumep, y KopasijioB-M0o3roBu-
koB (Leptoria, Diploria) Bce monumsl ciaunch BoenuHo (Haymos u ap., 1987). Ko-
JIOHUS TpUoOpesia BUJ IOy IIApHsi, Ha TIOBEPXHOCTH KOTOPOTO C(hOPMHUPOBAIIHCH
0OpO3BI CO MIETSIMHU, 00Pa30BABIIMMHUCS U3 CIUBITUXCS PTOB ITOJIUIIOB.

3AKJIIOYEHUE

[I-peoOpazoBaHus Urpajyl BaXKHYIO POJb B CTPYKTYPHOM 3BOJIOLUH CO-
CYJIUCTBIX PacTEHUH W, MO-BUIUMOMY, MOIYJIBHBIX HUBOTHBIX. VX mmpokoe
pacmnpocTpaHeHUE CBA3aHO ¢ OCOOCHHOCTSIMH MOP(OreHe3a U OHTOreHe3a, CH-
CTEMHOU Crielu(UKON MOAYJIbHONH OpraHu3MOB. [[MKJIMYHOCTH UHTEIPAIMOH-
HBIX TIPOIIECCOB 00YCIIOBJIEHA OTHOCHUTEIHHOIN MTPOCTOTON CTPOSHUS, aBTOHOM-
HOCTBIO ¥ HEBBICOKOM CTETEHBIO LIEJTOCTHOCTH.

MonynbHbIE OPraHU3MBbl KaK ONpeieICHHBIA THI OpraHu3aliy, U Kak 00b-
EKThI, TPAaHC(POPMHPYIOLIUECS B XOAE IBOIIOLMOHHBIX TPEOOPa30BaHMIA, TAKKE
00J1aJat0T PSIZIOM CBOMCTB, CBUACTEIBCTBYIOMIMX 00 HX OTHOCHTEIBHO HEBBICO-
KOH 1esnocTHOCTHU. JanbHeliee n3ydeHue npoueccos II-uHTerpanuu mo3BoiauT
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rIIy0’Ke U MOJIHEE OLEHUTh BECh KOMILIEKC XapaKTePUCTHK, TTPSIMO UJTH KOCBEH-
HO CBSI3aHHBIX C IIEJTOCTHOCTHIO OnocucteM (Ypmanrtie, 2014). Metogonoruue-
CKOM OCHOBOU MOAOOHBIX HCCIIEAOBAHHN MOXKET OBITh KOHIICHIIHS SBOJIOUN
onroreneza U.W. llImansraysena (1982 u np.). Heobxonum Takxke neTaabHBINA
CPaBHUTEIIbHBIM aHAJIN3 UHTETPALIUOHHBIX MIPOIIECCOB Y MOAYJIbHBIX U YHUTAP-
HBIX OPTaHU3MOB.

PabGora BBIONHEHA MTpH (QUHAHCOBOW MOJACPIKKE MporpaMmbl «Bemyine
Hay4HbIe KOsl Poccuiickoit @eneparumy» (rpanat HI 52.82.2014.4).
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Pseudocyclic transformation in the evolution of modular organisms
and the problem of the integrity of biological systems

A.A. Notov

Pseudocyclic (P) integration was of great importance in the evolution of modular organ-
isms. Its wide distribution is due to the peculiarities of their morphogenesis, ontogenesis,
system specific. P-transformation involve changing the boundaries of the subsystems
and structures, with relatively low modular integrity of biological systems.

Keywords: Pseudocyclic integration, structural evolution, modular organisms, integrity
of biological systems.
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KOJIMYECTBEHHASA XAPAKTEPUCTUKA ITPOCTPAHCTBA
JOIr'MYECKHX BO3MOXKHOCTEMA MHOTOKJIETOYHOCTH
N ET'O AEJIEHUE HA IINIACTUYHY 1O, ATAIITUBHY IO
N PETNHYIO 30HbI

I'.A. CaBocThLSIHOB

Hncmumym ssoaroyuonnoi guszuonocuu u ouoxumuu um. U.M. Ceuenosa PAH
gensav(@iephb.ru

[Ipennaraercs mMoaxox K BEIYHUCICHHUIO MPOCTPAHCTBA JIOTHUECKUX BO3-
MOYKHOCTEH B Pa3BUTHH MHOTOKJIETOYHBIX Oprann3mMoB. OCHOBOW moOn-
XO/Ia CIIYKHUT (OPMAIM30BAHHBIN aHAJIN3 IPOLECCOB CHEIHAIH3AINN
KJIETOK W WX MHTETPAINHU B 3JEMEHTApHbBIC SIWHHUIIBI MHOTOKJICTOYHO-
CTH — THCTHOHEI. [IpeanararoTcs HeOOXOAMMBIE IS TAKOTO aHaIHM3a Ma-
pamMeTphl U KPUTEPHH 151 KOTUIECTBEHHOTO H3MepeHus pa3Butus. C nux
TTOMOIIIBI0 OMFCAHHOE IMPOCTPAHCTBO CHCTEMAaTHU3UPYETCS B BUIC MTEPHO-
JIUYECKON TabIUIBI U JSNUTCA HA TPH 30HBI: TUIACTHYHYIO, aJalITHBHYIO
U peruaayro. JlaeTcs KOMTUYeCTBEHHOE OMUCAHUE ITUX 30H.

BBEJIEHUE

OmnucaTesbHBI 3Tall CTAHOBJICHUS OWOJOIMM pPa3BUTHUSL YK€ IIPUBEI
K BBIPa0OTKE HECKOJIBKMX KPYIHBIX 00001IeHni U uael. Bo-nepBbix, 3T0 naes
MPOrPECCUBHOrO Pa3BUTHS, IOPOAUBIIECIO MHOT00O0Opasue Xxu3HHU. Bo-BTOPHIX,
OrPaHUYEHHOCTH TAKOI0 MHOT000pa3usi MPOCTPAHCTBOM JIOTMUECKUX BO3MOXK-
HOCTEH, KOTOpoe B MPHUHIUIIE BEIYUCIUMO. B-TpeThux, B paMKax 3TOro Impo-
CTpaHCTBa Pa3BUTHE ITUKIWYHO, T. €. JJIS HErO XapaKTepHa HaIpaBIEeHHOCTHb
U HEPUOAUYHOCTh (HOBTOPSIEMOCTH). [IpuunHbl ABJIEHUH, OTPAaXEHHBIX ITUMH
UJEsIMH, OCTAIOTCS IOKAa HEM3BECTHBIMU. TeM He MeHee, Ha UX OCHOBE MHOI'MMHU
OnoNoraMMu HEOAHOTOKPATHO MPEANPUHUMAINCH HONBITKH MIOCTPOCHHUS [IEPUO-
JUYECKHUX CHCTEM, MOAOOHBIX CHCTEME JIEMEHTOB B XUMHH. O030p HEKOTOPBIX
n3 3TuX nonsITok fax M.1O. [Tonoseim (2008). K coxkanenuto, Bce OHU SIBISIOTCS
WHTYWTHBHBIMH, KaYE€CTBEHHBIMH M HOCAT IMOAPaKaTEIbHBIN XapaKTep, KOJIH-
YECTBEHHBIX 1apaMeTPOB AJIs TAKUX TAOJIUIL IOKA HET.
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[Nomo6HoOe monokeHHEe 0TMEYATIOCh U B XUMUH IPU €€ POXKIACHUH U3 alIXH-
muu. Torna onucaTeNbHbIN TEPHOJ MPUBEI K BEIPAOOTKE MOHITHH 0 MOJIEKYJIax
KaK DJIEMEHTapHBIX SAMHHUIIAX CIOKHBIX BELIECTB, 8 TAK)KE O COCTABJISIOMINX UX
anementax. K cepenune XIX B. Ob110 OTKpBITO O0see 60 XUMUYECKUX dJIEMEH-
TOB, M CPeld MHOXKECTBA MX CBOIMCTB OBLIM HaWAEHBI TaKHe Ba)KHBIC Mapame-
TPBI, KaK BAJICHTHOCTh U aTOMHas Macca. Ha 3Toii 6a3e cranu npearnpuHuMaTh-
Csl TIOTIBITKY BEISIBIIEHUSI 3aKOHOMEPHOCTEH B HA0OPE BBIACIECHHBIX 3JIE€MEHTOB.
MoxHo Ha3BaTh 3akoH Tpuan [I€0epeitHepa, cnupanp lllankyprya, a Takxke
3aKoH OKTaB HrroneHpaca. bimke Bcero Kk OTKPBHITHIO TIEPHOIUYECKOTO 3aKOHA,
CBS3aHHOTO C BO3pacTaHWEM aTOMHBEIX BecoB, rmoxporren FOmuyc Jlorap Meiiep
B 1864 1. Ha sTot1i 5xe ocHoBe JI.11. MenneneeB B 1869 1. ormyOImkoBa CBOIO mep-
BYIO CXEMY MEePHOINYCCKON TAOJHIIGI, TO3BOJIUBIICH CACTATh ANl YTOUHCHHUI
Y TIpe/ICKa3aHui, KOTOPhIE 3aTeM OJIECTSIIE OATBEPINITUCE.

Celiuac TeOpeTHYECKHE OCHOBBI MEPHOIUYECKOI0 3aKOHA OCMBICIEHBI TO-
pasno nonHee. B paMkax KBAaHTOBOH MEXaHMKH MOKHO TEOPETHYECKH BHIBECTH
9Ty TaOJIMIly U JaXKe MPEICKa3aTh «OCTPOB CTAOMIBHOCTHY» AJIeMeHTOB. Pa3pa-
00TaHBl TaKKe pa3MYHbIE BapUaHTHI TPaUUECKOro MpPEACTaBICHUS TaOJIHIl
(ceifuac ux umeetcst 6onee cotHu). Hambonee pacnpocTpaHEHHBIM SIBISETCS
JUTMHHOTIEPUOIHBIN BapUaHT.

MO>KHO noJIaraTh, 4TO U OHOJIOTHS IPOUIET MOAOOHBIN Ny Th: OT HHTYUTHUB-
HOT'O M Ka4eCTBEHHOI'O OMHUCAHMS — K (HOpMaIM30BAaHHOMY KOJIMYECTBEHHOMY,
C HEMHOTUMH HEO0OXOJUMBIMU mapameTpamu. Celiuac Mbl B Ha4aJie 3TOro myTH.
[loka Hac cienmuT MHOrooOpasue peajbHBIX OPraHU3MOB U OOMIINE WX MPHU3HA-
KoB. J{uist manpHeHero mpoIBUKEHUS B IEPBYIO O4Yepe/lb HE XBAaTAET MOHSATHUS
00 dJIeMEHTapHBIX €UHUIIAX MHOTOKJIETOYHOCTH (aHAJIOTaX XUMUUYECKUX dJIe-
MeHTOB). HeT Takske mapameTpa JU1sl OIIEHKH MePhl UX Pa3BUTHS (AaHAJIOTa aTOM-
HOTO HOMepa), 0 4eM ceToBad eme Y. J[apBuH.

W rnaBHOE: M3 MHOXKECTBa (DaKTOPOB, BIMAIOMINX Ha pa3BUTHE (MYTAaIlHH,
pEeKOMOMHAIUY, OTOOP, TeHHAs! AKTUBHOCTH U T. JI.), HE BBIJICJICHO, HE OCO3HAHO
1 HC ITOCTABJICHO B ICHTP BHUMAHU S I''TABHOEC, YTO JIC)KUT B OCHOBC CTAHOBJICHU A
" pa3sBUTUA MHOT'OKJICTOUYHOCTH, @ UMEHHO: IIPOLECChI CIICHUAIN3alluu U UHTC-
rpanuu (T. €. pas3jeneHus Tpyna). BaxHas poib 3THUX MPOIECCOB OTMEYaIach
B OMOJIOrMH ¥ COITMOJIOTHH cO BpeMeH MusbH-OBapca, A. Cmura, I. Cniercepa,
3. Hropkreitma u ap. OHAKO 10 CUX MTOP AT IPOLIECCHI TEPSAIOTCS CPEH IPYTHX,
a UX TIOHMMaHUE HAaXOAMTCSl Ha KAYeCTBEHHOM M MHTYUTHBHOM ypoBHE. MOXKHO
CKa3aTh, YTO HAYYHOTO MHCTPYMEHTAPHsI JJIsI ONMCAHUS MHTEPIAUCLUIIIIMHAPHO-
IO acheKTa 3THX MPOLECCOB U KOIMYECTBEHHOH XapaKTepUCTUKH MEphl pa3BHU-
THS BO3HUKAOIIUX COIMAJIbHBIX KOJUIEKTHBOB MOKa HE pa3paboTaHo.

B teuenwue psina net s meiTancs pa3BUTh (pOpPMaM30BaHHBIN ammapar s
KOJIMYECTBEHHOT0 aHAJIM3a MPOIEeNyPhl pa3ieneHus Tpyaa (GyHKIuii) U coru-
aJIbHOTO acriekTa MHorokJieTouHocTH (CaBocThsHOB, 2005, 2010, 2012, 20144, 0).
KpaTkomy H31I03KE€HUIO TOTYYEHHBIX PE3yJbTaTOB U WX NallbHEHIIeMy pa3Bu-
THIO U TIOCBAIIIEHA MTpeiaraeMas CTaThsl.
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OCHOBHBIE ITOHATHU A

OnHHUM M3 TaKUX TOHSATHH SIBJISICTCS MOHSATHE MepedHsi L GyHKIMiA, moj-
JIeXKAIUX pas3fesieHnio. Ero Heo0XonuMo OmpenessaTh ONBITHBIM IMyTeM. Jlpy-
TUMHM CJIOBAMU, HENPEPBIBHBIM CHEKTP aKTUBHOCTU OPraHU3Ma B CPEIE HYKHO
pacuJIeHUTh Ha OTJeNbHBIE PYHKIIUHU (HaIpuMep, 3aluTa OT CpPeIbl, TNTaHHE,
IbIXaHWUE, Pa3MHOXKEHHE, Pa3ApaKUMOCTh, MOJIBHXKHOCTh U T. 1.); KKIYIO
13 3TUX (YHKIMI MOXKHO U Jlajiee pa3eiisiTh C PA3JIMYHON CTEICHBIO JCTahb-
HoctH. [lepeueHn Takux QyHKIUN OyjeM 0003HauaTh OykKBamu a, b, ¢, d, e; atu
(byHKIMH 1 TIOZJIeRKAT pa3JIeeHuIo.

Takum e BaKHBIM SBIISICTCS TOHATHE 00 MCHOJHUTENAX (PYHKIHUi (B
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Puc. 1. Cxemaruueckoe rmpej-
CTaBJECHHE DJIEMEHTApHBIX  aKTOB
npuobperenns mnoreHuui. Ceepxy
BHHU3 IIOKAa3aHO BO3pacTaHHE 4YHCIA
m (YHKIMH, BOBJICUCHHBIX B pasiie-
JIeHHE, U ITPUOOpeTeHNe UMH I'eHepa-
THUBHBIX NMOTEHIMH (nudpsl Hax Oyk-
BaMH TpH Kpyxkkax). Cromben mudp
B JIEBOIl YacCTH PUCYHKa IIOKa3bIBacT
BEJIMYMHY m M 4UCI0 (YHKLIHUH, 1mo-
JYYHBIINX TTOTEHIMH.
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HAIlleM CiIy4yae 3TO KJETKH, 0003HayaroTCs
Kpy>XKamH). VcnonmHUTENb, BBIMOIHSIOLINI
NONMHBIA Habop (yHKUMH, SBISETCS Opra-
HHM3MOM, HETIONHBIA — ClennuaaIu3upoBaH-
HBIM YJIGHOM OpraHu3Ma. BBemem Takxe
MOHATHE WJICATM3UPOBAHHOTO HCXOAHOI0
OpraHu3Ma — OJHOKJIETOYHOIO yHHBepca-
na (Hampumep, ameObl), CaMOCTOSTEIBHO H
TOJIBKO 715l ce0s1 UCTIONHSIONIETO BCEe PyHK-
[IUY )KU3HEHHOTO [TUKJIAa B P&KMME aBTOHOM-
Horo BeDkuBaHus (PAB) ¢ moMorsio HawaIh-
HBIX IPUMUTUBHBIX TEXHOJIOTHH. DYHKIINH
B 9TOM pexXHuMe OyayT 0003Ha4aThCs CTPOU-
HbIMH OyKBaMU NpH KpyxkKKax (puc. 1, BBep-
xy). Opranu3m ¢ TakuMu QYHKIUSMHU BO3-
MOYKHOCTH MX pa3jieiieHus He nmeeT. Ecnu
K€ YCJIOBUS Cpelbl BHIHYIST €r0 BCTYIUTh
Ha NYTbh CTAHOBJICHHSI MHOTOKJETOUYHOCTH,
TO 3TO CTAHOBUTCS BO3MOXHBIM Oyarona-
P OCYLIECTBIEHHUIO TpeX 3JIeMeHTAPHBIX
aKTOB Pa3BUTHS.

IlpuoGperenue mNOTeHUMH — TIEPBHIi
Takoi akT. [lomoOHBIE aKTHI OCYIIECTBIIS-
IOTCSL B MCTOPHMYECKOM PA3BUTHHM B XOME
apoMop(}030B MyTEM SBOJIOLUOHHBIX HOBO-
BBEJACHUW U OTKPBITUH, CO3/1AIOLIUX OTCYT-
CTBYIOIINE PaHEee BO3MOKHOCTH (OTEHLMH)
COBEPIICHCTBOBAHUS TEXHOJOTHH OTIpPaB-
nernst GyHKIUHA. DTH TOTEHIIHUH TIEPEBOMISIT
(YHKIUU B PEKUM, JONYCKAIOLUIMH Crenu-
anuzanuio — PJIC. Ux npuoOpeTeHrne MOXKHO
COTIOCTaBUTH C MPUHATHEM PELICHUI.
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Puc. 2. Cxemaruueckoe NMpeACTaBICHUE peanu3aluy NOTEHUUN, BOSHUKHOBCHUS CIICLIU-
aTM3UPOBAHHBIX KJIETOK M WX WHTETPAllMy B THCTHOHBI. B BepxHeH WacTH MOKa3aHO MpeBpa-
HICHUE TCHEPATUBHBIX HOTeHL[I/IP'I B CTPYKTYPHBIC, UX p€anu3anus U reHeaJiorus BOSHUKAOIINX
cnenuanuctos. ClieBa HallpaBoO IOKA3aHbl dTAlbl peaau3allii FeHepaTUBHBIX OTCHLUH poJo-
HavyaJIbHUKA C /11, PABHOM IIATH IyTEM IOPOXKACHHUSI UM APYTUX CHEINATHCTOB U MPEBPAIICHHS
cels1 B y3KOCHEHaTM3UPOBAHHOTO CrieluanncTa no GyHkuu A (MoKa3aHo yBeIHYECHHEM KO-
nudecTBa OyKB BHYTPH KPY’KKOB M OBaJIOB, UYTO OTPa’kaeT POCT SHEPTHIHOCTH). AHAJIOTHYHO,
HO C yMEHBIIAIONIIMCS YHCIIOM aKTOB MPOTEKAET CHENHNATH3aNNs UCIIOMHUTENESH U IO APYTUM
BujaM QyHkuuid. CTpenkaMy MOKa3aHa I€HEeaslorHsi BO3HUKAIOIIMX CHEHUaIUCTOB. [IpaBbie
1 j1eBbIe IUQpPEI HaJ OyKBaMU B KPY KKaX 03HAYAIOT PeaTH30BaHHbIC H HEpeaTHn30BaHHbBIEC CTPYK-
TypHble noTeHnnu. CTpoka nudp B BepXHEH 4acTU PUCYHKA MOKA3bIBACT BEIUYHUHY /1 U YHCIIO
THUIIOB CIICHUAJIM3UPOBAHHBIX UCIIOJHUTENEH. B HKHEN yacTu PUCYHKa NPUBEACHBI DTAIlbl CTAa-
HOBJICHUS TUCTUOHOB C 11, PaBHBIM IATH. OTCYTCTBUE I'€HEPATUBHBIX NOTEHIUN Y HEKOTOPBIX
¢ynkuuii B PJIC o603HaueHo HyIsIMU. sl yIPOIIEHUS CHMBOJIMKY 3/1€Ch U 1ajiee CIeHaTn31-
poBaHHbIe QYHKIIMH B KPY)KKaX 0003HAUAIOTCS CIMHUYHBIMU ITPOITUCHBIMU OYKBaMHU.

BaxHpIM mapaMeTpoM SBIISIETCS YUCIO (PYHKIHM, TOTYYUBIINX HOTCHIIUH.
O0603HaYUM 3TOT MapaMeTp yepes m. DIEMEHTAPHBIM aKTOM TaKOro pa3BUTHUS
Oynet nmpuaanue QYHKIUU OAHOW MOTEHUUHU K OCYLIECTBICHHIO OIHOTO aKTa
cnetnuanu3anuu (cM. Hke). @ynkuun B P/IC 0603HaunM ponucHbIME OyKBa-
MH TIpU KpyXKKax u oBanax (puc. 1). Kaxxmas BHOBb MpHOOpEeTeHHASI TOTEHIINS
Oyznetr o0o3Ha4YaThCs EAMHUIICH HaJ COOTBETCTBYIONIEH MPOMUCHON OYKBOI.
Ho nockonbky QyHKINH, paHee yKe IEPEBEACHHBIC B 3TOT PEKUM, IPU BO3HHUK-
HOBEHMH OYEPEIHOT0 NapTHEpa TaKKe OCYIIECTBIISIIOT HOBOBBEJCHUS U pPa3BU-
BalOTCs, TO U UM BCSKHIA pa3 qo0aBisieTcst Mo eAnHMIE (puc. 1, HCIOMHUTETH
C m, paBHOM OT OJHOTO 110 IATH). Takum 00pa3oM, YUCII0 MOTEHIUH y pa3ind-
HBIX (PyHKLIMH OKa3bIBACTCSI HEOIMHAKOBBIM — OHO CBSI3@HO C ITOPSIIKOM UX BO3-
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HUKHOBEHUSI, T. €. (PHIIOTEHETUYECKUM BO3PACTOM: Y APEBHHUX (DYHKIUH YUCIIO
HOTeHHI/Iﬁ 6OJILHIG, Y MOJIOJIBIX — MCHBIIE.

[IprobpeTeHHbIe MOTEHIINH MOTYT COCPEIOTAYUBATHCS Y HECKOIBKUX HITH
Y OJTHOT'O YHHUBEPCAJIHHOTO POJOHAYATFHUKA W COCTABISIOT €r0 KOMIIETEHITHIO.
B ¢uiorenese 3To HecrenuaIu3upOBaHHBIE MPEIKU, B OHTOT€HE3E — 3UTOTHI.
Wx norennuu cesizanbl ¢ Gynkiusamu B P/IC u mokasansl 1udpaMu HaJ Mpo-
MUCHBIMU OyKBaMH BHE Kpykka (puc. 1). [IocKONBKY 3TH TOTEHIIMH TpeIHa-
3HAYCHBI I MMOPOXKACHUA JOYCPHUX KJICTOK, HA30BEM HX (HOTCHHI/II/I) regepa-
TUBHBIMH. [locnenoBaTenbHOCTH MPUOOPETEHHS TAKUX TIOTEHITNH MOXKET OBIThH
Pa3HOI U JOKHA YCTaHABIUBATHCS OIIBITHBIM Ty TEM.

Peanm3anmus moTeHIMii COCTABISET BTOPbIC aKThl pa3BuTus. OHU MOTYT
MIPOUCXOJIUTHh KaK B UCTOPUYECKOM, TaK U B MHJUBUJIyaTbHOM pa3BUTHU. Pac-
CMOTpPUM HX Ha IpHUMepe Pa3BUTHSA pOJOHAYaJbHUKA ¢ m=5 (puC. 2, BEepXHss
4acTh cjeBa). Takne pooHaYaIbHUKHU CIIOCOOHBI K HEOTPAaHUYEHHOMY CHMMe-
TPUIHOMY JIENEHUIO (OECCMEPTHBI), YTO MIPUBOJUT K IIPOCTOMY POCTY UX YHCIA
Y HE 3aTparuBaeT NOTeHIMH. BMecTe ¢ TeM OHM CIOCOOHBI U K pa3BUTHIO C pea-
Jnu3anuel CBOMX MOTEHLUH.

Peasmm3anus reHepaTuBHbBIX MOTEHIMH

OHa npoUCXOAUT MYTEM MOPOXKJIECHUS JOUEPHUX KIIETOK C MIOMOIIIBIO aCHM-
METPUYHBIX JIE€JICHUN pONOHAYAJIBHMKA. BO3HUKAOIME KIETKU I0JIYYaroT
MIOTEHIIMH K CIICIUAM3ANNH 10 OMHON M3 (YHKIIUNA. DTO O3HAYAET MEPEBOJ
takor ¢yukuu u3 PJIC B pexxum ocymecTBisemon cnenuaituszanuu (POC).
Ha puc. 2 B BepxHeil yacTu Takue GyHKIUN 0003HAYECHBI IPONHUCHBIMU OyKBaMHU
B KpyXKKax u oBanax. Kaxnas Takas pyHKUMs COXpaHSIET CBOIO IOPLUIO TOTEH-
uuit (Lngpsl HaL OyKBaMH B KpYy>KKax), OJJHAKO TEIepb OHU MEPECTAIOT OBITH r'e-
HEpaTUBHBIMM U TPUOOPETAIOT HOBOE KAYeCTBO: CIOCOOHOCTH KOHTPOJIHNPOBATh
MpoLecC Crennann3anui QyHKIUNH 1 BOSHHKHOBEHHE CHEIHATH3UPOBAHHBIX
KJIETOYHBIX CTPYKTyp. Ha3oBem Takue moTeHUHMH CTPYKTYPHBIMHU U 000O3Ha-
quM udpaMu HaJ OyKBaMH B KpyXKKax (puc. 2).

Takum 00pazom, reHepaTHBHbIE MOTEHLNN [IPEBPAIIAIOTCS B CTPYKTYPHBIE
U pacHpeesitoTcs MeXAy JOYEepHUMH KJIeTKaMHu. B 3ToM m coctout peanu-
3aIsl TeHEPATHBHBIX MOTEHIHMH. DTOT Mpolecc UJeT ckauykamu. Ero MoKHO
COTIOCTAaBUTH C JIETEpPMHUHAIIMEH MM KOMMUTHpOBaHUeM. Yucio n QyHKIH,
[OJIYYMBUIMX TaKU€ HOTEHIMH (M, COOTBETCTBEHHO, YUCIIO CIIEIHAIN3HPOBaH-
HBIX KJIETOK), SIBJISIETCS BTOPHIM Ba)KHBIM IapaMeTpoM pa3BuTHs. Vcuepnanue
TFE€HEPAaTUBHBIX MOTEHIUHN KJIAJET Npeesl aACUMMETPUYHBIM MUTO3aM H MTOPOXK-
JICHUIO HOBBIX JIOYEPHUX KIJIETOK CO CIEHUATH3UPYIOINMUCS (QyHKIUSIMH.

Peasmm3aumst CTPyKTYPHBIX OTEHLMH

Boznukime nouepHue KIETKH, B COOTBETCTBUHU C MPUOOPETEHHBIM Ha0O-
POM CTPYKTYPHBIX MTOTEHIINI, OKa3bIBAIOTCS JETEPMUHUPOBAHHBIMHU Ha OTIpe-
JICJICHHOE HaIlpaBJICHHE CHENUaNIN3aluu. JleTepMUHasA TPOSBISIETCA B TOM,
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YTO y KaXJ0H HOBOPOXKJICHHON KJIETKH OJIHA CTPYKTYpPHasl MOTCHIINS OKa3bIBa-
eTCsl peaTM30BaHHON OT poxaeHus (paBas udpa HaJl OYKBOH B KPY¥KKe); ITa
MOTEHIHMS B 0003HAYaeT HalpaBlIeHNe NaibHeimel ciennanuzanui. OcTaib-
HBIE CTPYKTYpHBIC MOTEHIIMH SBISIOTCS HEpPEaTU30BAaHHBIMU (JIEBBIE ITHU(PHI
HaJ| OyKBaMH B KPYXKKaXx), U KJIIETKH MPUCTYTAIOT K UX PeaM3aI[UU IIyTEM OCY-
HIECTBJICHUS crieruanu3anuu. KolnyecTBO TakuxX MOTCHIUMH Y Kax0u (QyHK-
WU ONPEAETISeT YUCIO BO3MOKHBIX aKTOB €€ CIeIHaIN3alHH.

Criermanu3anys KJIETOK MMPOTEKAET ciaeayomum oopazom. [losBnenne kax-
JIO HOBOW AETEPMUHUPOBAHHOM KJIETKU 03HAYAET OJUH aKT €€ CIIeLHATN3aNU
Y yBEJIMYHUBACT 3HAYCHHUE 7 Ha eAnHUILY. [Ipr 3TOM y Bcex paHee BOHHKIIUX
JIETEPMUHUPOBAHHBIX KJIETOK PyHKIMU B POC Takxke yBeTUIHBAIOT CBOIO CIIe-
[UAAJIN3AIHI0 Ha SAUHUITY. DJIECMEHTAPHBIN aKT TAKOH CIICIUaTU3aliuK — pealii-
3aIisl OJIHOM CTPYKTYPHO! MOTSHIIUY U TIpUiaHue (PYHKIUU CIIOCOOHOCTH 00e-
CIEYUTD MOTPEOHOCTH OJJHOTO TIApTHEPA. B pe3ynbraTe cepun Takux Crieuaiu-
3aruit KiIeTku qudhepeHITnpy0TCs, COBEPIICHCTBYS TEXHOJIOTUH OTIIPABICHUS
¢ynknuit B POC (KOHKpETHBIE IeTalld 3TOr0 COBEPIICHCTBOBAHUS COCTABIISIOT
OTJICNIBHBIN acTIeKT Pa3BUTHS U 37€Ch HE 3aTparuBaroTcs). B urore Bo3pacraer
CIOCOOHOCTB KIIETKH YIOBIETBOPATH MOTPEOHOCTH BO3PACTAIOLIECTO YNCIIA Map-
THEpOB. B BepxHel yacTu puc. 2 MOKa3aHO, YTO ¢ POCTOM 7 HOBOPOXKJICHHBIC
KJICTKY HAYMHAIOT CBOIO CTICIIHATN3AITNIO CO Bee Oomee nudepeHTnpoBaHHOTO
cocrosinus. [IpenenbHoe YnCIIo TEPMUHAIBHO CIIEITUATN3NPOBAHHBIX (DYHKITUN
(M KIIETOK) OnpeesieTCsl BETUYUHON .

Od4eBHIHO, UTO MO0 MEpPEe POCTa YHCIA 7 MPOUCXOIUT YMEHBIIICHUE YUCIIa
HEpeaJM30BaHHBIX U YBEIIMUYCHUE PEaTU30BaHHBIX MOTEHIUNA. B CBs3U ¢ 3THM
OyleM pa3inuuaTh HepeaM30BaHHbIE 1 peain30BaHHbIE TIOTCHIMH (puc. 2,
BEpXHSA 9acTh, JIEBbIE U MpaBble NU(PHI HaZ OyKBaMH B KpyXKKax). M mockob-
Ky (pyHKITUU BCTYMAIOT HA Ty Th CHEIHAIN3AIIUN HEOTHOBPEMEHHO, YUCIIO pea-
JIN30BaHHBIX CTPYKTYPHBIX MOTCHIIMHA Y HUX OKa3bIBACTCs pa3HbIM. B oTinune
OT 3TOT0 YMCJIO HEPEAIM3OBAHHBIX MOTCHIIMH Y CIICIUATIU3UPYEMbIX (PYHKIIUN
Ha Ka)</IOM 3Tare pa3BUTHS BCET/1a OJJMHAKOBO.

HNuTerpanus cnenuaau3MpoBAHHBIX KJIETOK B THCTHOHBI

BosHukaronye creruaiiucTbl YK€ He BBIMOJNHSIOT MOJHOro Habopa (yHK-
nuid. YToOBI BBDKHTH, OHM HHTETPUPYIOTCS C MAPTHEPAMHU ITyTeM 00OMEHa MeTa-
OoMTaMu B ycIyraMu (puC. 2, HIKHSSA 9acTh). B UTOre MIs Ka) 10T0 3HAYCHU ST
7 BO3HHMKAET MHOKECTBO KJIETOYHBIX TPYNITHPOBOK C Pa3IMYHBIMU 3HAYCHHU -
MH 71 ¥ TIPEJCTABISIONIUX COOON AIIeMEHTapHBIE eITMHUIIBI MHOTOKJIETOYHOCTH.
Mg Ha3Baiau ux ructuoHamu (CaBocThsiHOB, 2005). BHayane MeXKICTOUHBIH
00OMEH B THCTHOHE MOT OCYIIECTBJISATHCS MPU HEMOCPEICTBEHHOM KJICTOYHOM
KOHTAaKTE, a ITOCJIC M300PETEHMS K HOBOBBEIICHUSI BHEKJIETOTHOTO MaTpHKca (00-
Iei KacChl) M 3aTeM KJIETOK-TIOCPEIHUKOB (ME30JIEPMBI) — C X ITOMOIITHIO.

Hrak, ocymiecTBieHrne TpexX OMUCAHHBIX aKTOB C U3MEHEHHUEM /1 U 11 U CO-
CTaBJISIET MPOT'PECCUBHOE PA3BUTHE THCTHOHOB. DTO Pa3BUTHUE IUKIUYHO: OHO
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HAYMHAETCS C YHHBEPCAJIBHOTO POJOHAYAIbHUKA U 3aKaHUYMBAECTCS MCUYepIia-
HUEeM ero noteHui. [Ipu 3TOM, B OTIMYHE OT HEOYECBHIHOTO MPHOOPETCHHUSI
MOTEHINH, TPOIECCH CIEUANIN3aNNN KIETOK M UX MHTETPAlMH SBISIOTCS
3pUMBIM TPOSIBJICHUEM TAKOTO Pa3BUTHUs. | ICTHOH KaK 3JIeMeHTapHAas eAHHH-
11a MHOT'OKJICTOYHOCTH NMPEACTABIISICT COOON HOBBIHM, YyCTOMYMBBIN K peAYyKIHU-
OHM3MY U yIyCKaeMbIi IO CHX IOP CaMOCTOSITEIbHBIH 00BEKT OMONOTHH pa3-
BUTHSI, 3aHUMAIOIIUH yPOBEHb MEXAY KJeTKaMH u TKaHAMH (CaBOCTBHSHOB,
2005). [1o cBoemMy 3HAYEHHUIO THCTHOHBI B OMOJIOTUH UTPAIOT TY XK€ POJb, YTO
MOJIEKYJIBI B XUMUH.
H3mepenune ync/ia pa3jin4yHbIX NOTEHUWH B Pa3BUTHU TMCTHOHOB

[IpoBenennast hopmanmzanusi BIEpPBBIE MMO3BOJIMIIA PA3JENUTh MOTCHIIHH
Ha reHepaTUBHEIC M CTPYKTYpPHBIE, peajJu30BaHHbBIC W Hepealm3oBaHHbIe. Kpo-
M€ TOTO, OHA IMO3BOJISICT JaBaTh OMUCAHME KOJUYECTBA PA3TUYHBIX MOTCHIIUI
HE TOJIBKO Y OTIENBHBIX (DYHKIMH, HO ¥ Y THCTHOHA B [IEJIOM IO MEpe ero pas-
BUTHUS. YOEIUMCS B DTOM.

BaxxHBIM CBOWCTBOM MOTEHIMI SBISETCS WX aJAJAUTHBHOCTB, Onaromaps
YeMy MOXXHO HaXOJUTh HE TOJIBKO WX YHCIO IS KaXKJ10i (pyHKIIUU B OTHEITh-
HOCTH, HO ¥ 00llee YHCJIO BCeX MOTEHIUH 10 BceM QyHKUMSIM. DTO YUCIO S
3aBUCHUT TOJIBKO OT M1, U 3Ta 3aBUCUMOCTH HOCUT CICAYIOIINI XapaKTep:

S =12 (I+m)m )
Bennuuna S mokaspiBaeT CyMMapHOE KOJHMYECTBO MOTEHIUH, TPHOOPETEHHBIX
BCeMHU (PYHKITUSIMH THCTHOHA B PAa3BUTHH ITyTeM apoMoph030B. DTa jKe BEh-
yuHa 11 MmokaspIiBaeT 00Iee YUCIIO KIETOK TeHEaJOTHYECKOro IepeBa, KaK ATO
MO>XKHO BUJIETh Ha npumMepe puc. 2. KoHKpeTHbIe MEXaHU3MBbI 3aIIUCH B KJIETKAX
KOJMYECTBA MOTEHIMI MOKAa HEM3BECTHBI M HYXKIAIOTCS B UCCIECIOBAHUU, STO
MOTYT OBITh ClIelIUaJIbHbIC y4acTKu «Mourariein» JJHK.

PaccmoTpuM Teneps OTAETbHBIC BUABI TOTSHITNNA. BhIlie Ob110 cCka3aHo, 9To
9HCIIO PeATM30BAHHBIX CTPYKTYPHBIX S TOTCHIHH y dyukmuit B POC okassi-
BaeTcs pa3HbIM (pHC. 2, TpaBbie MUQPHI HAJ OyKBaMH B KpyKkax). Toraa odmiee
YUCIIO TAKUX MOTSHINH y BCceX (PYHKIUH T'MCTHOHA 3aBHCUT TOJIBKO OT /1 M 3Ta
3aBUCUMOCTDb HOCHUT CIICAYIOUIUN XapaKTep:

S, = 172 (I+n)n @)
Kak MO>XHO BHIETH, 9Ta 3aBUCUMOCTH aHAJIOTHYHA ToKa3aHHou B (1) u cripaBen-
JUBa 11 TI000TO 7.

B otnuuue ot S u Spc, 0011Iee YMCII0 HEPEATM30BAHHBIX CTPYKTYPHBIX S
MOTEHIIWH y CHEUaTU3UPYMuUXcs (GyHKIIMH T'HCTHOHA 3aBUCHT yKe OT 000-
WX TapaMeTpoB m U n. JIis Kaxa0i OTHebHON (DyHKIIMM THCTHOHA 3TO YUCIIO
OZIMTHAKOBO U PaBHO Pa3HOCTHU m — 1 (J1eBble UQpHI Ha OyKBaMU B Kpy’KKax Ha
puc. 2). Torma cyMMapHOe YHCIIO HEPEATU30BAHHBIX CTPYKTYPHBIX MOTEHITUH
S .y Bcex GyHKIMI MHCTHOHA PABHO:

S, . =(m—nn 3)
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W3 Beipaxenwuii (1), (2) u (3) MOXKHO HaWTH YUCIIO HEpeaTU30BaHHBIX IreHe-
paTuBHBIX S = TOTEHIUH rTUCTHOHA. OUYEBHIHO, YTO ITO YKCIIO PABHO PA3HOCTH
S— (S +S, ) HO,Z[CTaBI/IB 3HAUCHHU S DTUX BETMIUH U TIPOBEIISI TPOCTEHTITHE TIpe-
06pa3013aH1/1${ HOJTy4aeM, 9TO S 3aBUCHT OT 7 U 11 CIIEAYIOIMM 00pa3oMm:

S —-]/2 (m-—n)m-—n-+1) (@)

Haxonen, u3 yxe HalICHHBIX BBIPaKCHUN MOXKHO HAWTHU U MOCJIEIHUH TO-
Ka3aTelb, XapaKTEePU3YIOMUA JUHAMHUKY TOTCHIIMH B Pa3BUTHUU, & WMEHHO:
YUCJIO0 PeaTM30BAHHBIX T€HEPATUBHBIX IMOTEHITHI Spe. OueBUIHO, UTO OHO PABHO
CyMMe HEPEaITN30BAHHBIX U PEATM30BAHHBIX CTPYKTYPHBIX MMOTSHIIMH UITH pa3-
HOCTH MEX]Iy OOIINM YHCIIOM ITOTEHITMI ¥ YHCIIOM HepeaTn30BaHHBIX T'eHepa-
THUBHBIX ITOTEHITUH, T.€.

Spe = Spc +S,.=85-S =1202m-nthn ®)

Hrak, ¢ NOMOIIBI0 OCHOBHBIX MapaMeTPOB MPOIECAYPhI pas3zeicHus (yHK-
uuit (;m 1 1) MO’KHO HAXOIUTH HE TOJIBKO OOITUH MTyJ IOTCHITUH, HO B Pa3IeiiTh
VX Ha OT/AEIBHBIC BUIBI U, TEM CaMBIM, TOBOPUTH O CTPYKTYpe DTOTO MyJa, a
TaK)XKe XapaKTEepH30BaTh €ro M3MEHEHUs B pa3BUTHH. B rpadmuueckoii Gpopme
9TO MMOKA3aHO Ha PHC. 3 (I HATJISATHOCTH 3HAYCHUS M U 1 yBenu4deHbI 110 10).

MOo>KHO BUIIETH, YTO AJISI KaXKJIOTO 3HAYCHUS M B TCHIACHIUSIX U3MCHCHUS
YUCICHHBIX COOTHONICHUM PA3TUYHBIX MOTCHIHI IPOCICKUBAIOTCS YCTKHUE
3aKOHOMEpPHOCTH. Tak, KpHBBIE, TTOKA3BIBAIONINE YUCIIO PEATU30BAHHBIX U HE-
peanu30BaHHBIX TEHEPATHBHBIX MOTEHITUH, CHMMETPHYHBI OTHOCHTEIHFHO TO-
PHU30HTAIH, IPOXOASIICH Yepe3 CepeJuHy OCH S M UMEIOT TOUYKY MepeceueHms,

S

55 &«
45
36 —&—leH+
28 “[eH-
21 _._ CTFH—
15 A— Crp-
10

6

3

1 n

0 1; 2 3 4 o 6 7 8 9 10

Puc. 3. I'paduueckoe npencTaBlieHre U3MEHEHN ST KOJMUECTBA IeHEPATUBHBIX U CTPYKTYP-
HBIX MOTEHINH TUCTHOHOB B pa3BuThu 1pu m=10. [To ocu aberuce n opAMHAT OTIOKEHBI Be-
nu4uHA 7 ¥ 9ucno S noteHnuil. I'ent+ u 'eH- 3T0 4ncno HepeanTn30BaHHBIX U PEATU30BAHHBIX
reHepaTuBHbIX HoTeHU U, CTp+ 1 CTp- 3TO YMUCIIO HEPEaJn30BaHHBIX U PEAJIM30BAHHBIX CTPYK-
TypHBIX HOTeHINH. CMBICT TOYEK PaBHOBECHS PAa3bICHEH B TEKCTE. 30HA aJallTHBHOTO MaKCHU-
MyMa BbIJIeJIeHa BEPTUKAIBHBIMU OTPE3KaMH, 30HBI «JIETCTBA» U «3PETOCTH» — MITPUXOBBIMHU.
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B KOTOpOﬁ YHUCIIO peanmosaHme nu HepeaJII/ISOBaHHBIX I‘eHCpaTI/IBHI)IX I10-
TCHHI/II71 YpaBHUBACTCA. Ha3zoBeMm ee Toukoi pPaBHOBECUS T'€CHEPATUBHLIX I10-
TeHuMid. KpoMe TOro, KpuBbie, MOKa3bIBAIOIIME YUCIIO PeaTn30BaHHBIX CTPYK-
TYPHBIX U HepCaJ’II/ISOBaHHLIX FCHepaTI/IBHBIX HOTCHI.IPIIZ CI/IMMCTpI/I‘IHLI OTHO-
CHUTCJILHO BCPTHKAJIH, HpOXO,Z[HIJ.IeIZ 4gepe3 CCpCAnHY OCH n U TAKIKC IEPCCCKa-
rotcst. HazoBem 310 nepeceyeHuc TOYKOH paBHOBeCI/IH CMCIIAHHBIX MOTEH-
nmii. 3HaueHue 3TUX TOYEK MBI pacCCMOTPHUM HIKe. UHCiIo HepeaTn30BaHHBIX
CTPYKTypHBIX HOTeHHI/Iﬁ TUCTHUOHOB JOCTUTACT MaKCI/IMYMa B Cepe}lI/IHe CTpOK
U CUMMETPUYHO MUHUMUBHUPYETCA B UX HAYAJIC U KOHIIC, ITPU 3TOM Y YETHBIX
m MaKCUMYM OJIMH, 4 Y HCYCTHBIX — JIBA. Takum O6p330M, napamMeTpnl m U n
ITO3BOJJIAKOT KOJIMYCCTBCHHO OIIMChIBATH KAaK 06]1[66 YUCIIO HOTeHHHfI, TaK U U3-
MCHCHUA UX COCTaBa B Pa3BUTUMU. [loka 3TO omMcaHuWe HOCUT TMIOTETUUYECKUI
xapakTtep. [IpoBepka npeacka3piBaeMoOl JTUHAMUKHU MOTEHIIMI COCTaBIISIET BaXkK-
HYIO HOBYIO 3a71a9y dKCIICPUMEHTAJBHON OMOJIOTHH pa3BUTHSI.

3aK0oH coxpaHeHM s MOTeHU NI TMCTHOHA

U MIPOMCXOK/IeHNEe CTBOJIOBBIX KJIETOK

OnucanHasi AUHAMHMKA MOTEHIWH MO3BOMSET CAENATh BaXKHOE 3aKIIOYECHHUE.
A uMeHHO: B cooTBeTcTBUH C (1), B 11000M ceMeliCTBE THCTHOHOB 00IIee YHCIIO
NOTeHIMH S onpenenseTcs BeNMUUHON napamerpa m (uncna ¢ynkumii B PIIC)
1 MEHSETCs TOJBKO € ero u3MeHeHueM. /|1 mpouenypsl pa3aeneHus Tpyaa 3To
MOJIOKEHHE UMeeT cuiry 3akoHa. ChopMynupyeM ero CieayrommM odpa3om:
B Pa3BUTHHU I'MCTHOHOB IIPU HEM3MEHHOM m U JII00OM 3HAUeHHH 1 001Iee Yuc-
JIO IOTEHIUI 0CTAaeTCsl MOCTOSTHHBIM, MEHSIeTCsI JIMIIb COOTHOIICHNE TeHepa-
THBHBIX H CTPYKTYPHBIX, PeaJIM30BAHHBIX U HePeaJM30BAHHbBIX MOTEHIHIA.
dopMmabHO ATOT 3aKOH B Tpaduueckor Gpopme nokazan Ha puc. 3. AHaIu-
TUYECKH €r0 MOXKHO 3alHCaTh CICAYIOIUM 00pa3oMm:
§=§_ +S, -+ Spc , WIH
S=12(m - n)(m - n+tl)+(m - n)n+12m+Dn = 1/2(m+D)m 6)
W3 »TOr0 3aKOHa BRITEKAET BaKHOE CIIEACTBHE: MIOCKOJIBKY 110 MEpE pPa3BH-
THUs 10JI HEPEAIN30BAHHBIX T€HEPATUBHBIX MOTCHIIMH MTaJaeT, a YUCIIO CIIEH-
aIU3MPOBAHHBIX KJETOK PACTET, TO BO3HMKAET MOMEHT, KOIJa MOTEHIIMH Ha
BCEX HaYMHAET HE XBaTaTb. JTO NMPOMCXOANUT B TOUKE PABHOBECHS T'€HEPATHB-
HBIX NOTeHIUi. OHa AETUT IUKJ Pa3BUTHS Ha JBE HEPAaBHbBIE YACTHU: B JIEBOU
YacTH BCE€ KJIETKM TMCTHOHA MOTYT 00JaJlaTh T€HEpaTUBHBIMM MOTEHIUSIMHU
(Tpu X paBHOMEPHOM paclpeeieHUH MEXy KJIETKaMu), B TIPaBOi — HE BCE.
C MoMeHTa MTPOXOXKICHU I 3TOW TOUKH Bo3pacTtaromas dacth Gpyaknmii B P/IC y
BO3HHUKAIOIINX CIIEHUATN3UPOBAHHBIX KJIETOK OCTaeTcs 0e3 reHepaTUBHBIX I10-
TEHIMH (Ha puc. 2 3T GYHKIUH 0003HAUEHBI HYJIAMH). Torga MOKHO cKa3aTh,
YTO B Pa3BUTHM T'MCTHOHOB HOBBIE CHEIUATNCTBI MOPOXKAAIOTCS TOJIBKO POJIO-
Ha4yaJIbHBIMU KJIETKaMH C HEHYJEBBIMH T'€HEPATUBHBIMHU MOTEHIUAMU. OHHU
n OynyT cTBONOBBIMH. KieTku 0Oe3 TeHepaTUBHBIX MOTCHIUH MOTYT JIUIIb
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YBCIINYHMBATh CBOIO CIICUAJIU3AIUI0 B COOTBETCTBUH CO CTPYKTYPHBIMU IMOTCH-
OUAMH, HO OLITH poaoHa4YaJIbHUKAMU HOBBIX CIICLIUAIMCTOB OHU HECIIOCOOHEI.
Takum o00pa3oM, 3aKOH COXpaHEHUsI TOTSHIINNA BIIEPBBIC JACT IPOCTOE
00BsICHEHHUE TOTO, IMIOYEMY HE MOT'YT OBITH CTBOJIOBBLIMH BCE KJIETKH «3pesoro»
TACTHUOHA, MTOYUCMY IMPOUCXOAUT UCUHCPIIAHUC HOTeHI_[I/Iﬁ B pa3BUTHHU, a TAKXKC I10-
UMY Yy OAHUX CTBOJIOBBIX KJIETOK Ha60p HOTGHLII/IP'I 6OJ'H)].LIC, Yy APpYrux — MCHBIIIE.
OTMeTHuM, 4TO B paMKax 3TOr0 3aKOHa XapakTep pacipesiesieHus MOTeHIINH MexkK-
Ay KJICTKaMHU MOXCET pas3indaTbCsa U JOJIKEH ONPEACIIATHECA ONIBITHBIM ITYTEM.
HNuTerpanbuas mepa N nporpecCMBHOIO pa3BUTHS THCTHOHA

Kak 0bu10 cka3aHO, NpHOOpeTEeHUE IOTEHIUH, a TAK)KE UX peaau3anus my-
TEM CHeNHaIN3aluy U HHTETPalluy KJIETOK U COCTABJISIIOT JIEMEHTAPHbIEC aKThI
MIPOrPECCUBHOTO PA3BUTHSI THCTHOHOB. CBS3aHHBIEC C 3TUMHU aKTaMU MTapaMeTPBbI
M | 1 BIIEPBBIC TIO3BOJISIOT OLICHUBATH MEPY TAKOI'O PAa3BUTH. JTOW MEpOH BbI-
cTynaet oOriee yucio N Bcex akToB pa3BuTHs. 13 3HaYeHMt m U n OHO Haxo-
JUTCS CIIEAYIOINUM 00pa3oMm:

N=S+numuN=120+mm+n (7)
BaxHO OIYEepKHY Th, YTO apaMeTp 7 (YUCII0 CIeIHaIn3HPOBAHHBIX (QYHKITHI
WM KJIETOYHBIX THUIIOB B COCTaBE I'MCTHOHOB) SIBJISIETCS SKCIIEPUMEHTAIBbHO
OIIpeesIIEMbIM U 110 HEMY MOXKHO CyZIUTh O BEJIMYUHE 71, @ CTAJIO ObITh, U N.

Wrak, no mapamMerpam m U n MOKHO HAXOAUTH YHCICHHYIO MEPY pa3BH-
THSI THCTHOHOB. E€ MOJKHO COMOCTaBUTH C aTOMHBIM BECOM XUMUUYECKUX dJIe-
MeHTOB. BO3MOXXHO pelieHre u o0paTHOW 3aAa4u — MO0 BeauduHe N MOKHO
OIpe/ieNsATh 3HaueHue m U n. [lonpoOHee TOT BONPOoc OBLT pACCMOTPEH paHee
(CaBocthsHOB, 2012 a).

[TPABUJIA (ITOCTVYJIATBI) PA3BBUTUA

Pasnenenue Tpyaa B peanbHBIX COOOIIECTBAX MOXKET PETJIAMEHTHPOBATHCS
pasIUYHBIMU HaOOpaMH MpaBwil, MOAPOOHO onucaHHbIX paHee (CaBOCTBSHOB,
2005, 2010, 2012, 2014). ITpuBenem nmpuMep MpocTeiiero nx Hadopa A uaea-
JU3UPOBAHHOTO THCTHOHA.

1) McxonubIMu 11 pa3BUTHSL SIBJISIIOTCSI aBTOHOMHBIE KJIETKH — yHUBEpca-
JIbI, BBITIOJHSIOIINE Bce (DYHKLIMU TOJIBKO J1s1 ce0sl, T. €. B PAB.

2) B mpouecce pa3ButHs coctaB Habopa QyHKIHHA L, BBIIOTHAEMBIX TUCTH-
OHOM, OCTaeTCsl HEBU3MEHHBIM, MEHSIIOTCS JIMIIb PEKUMBI U TEXHOJIOTHHU UX OCY-
IECTBIICHUS.

3) I[lociemoBaTeILHOCTE TPHOOPETEHUS TOTEHIIHH MTOBTOPSICTCS B TIOCIICHO-
BaTEJIBHOCTU UX peaju3aluil. TO MPaBUIJIO MOBTOPECHHUS SIBIISICTCS aHAJIOIOM
3akoHa bapa.

4) OGecneueHHOCTh BCEX YJIEHOB TMCTHOHA MOJIHBIM HaOOpoM (QyHKumi L
COXpaHseTCs, MEHSIOTCS JTUIIb CIIOCOOBI TaKOH 00ECIEYEeHHOCTH: ITyTEM aBTO-
HOMHOTI'O X BBITTOJTHEHHUSI UJTH HHTETPAIUH C TTApTHEPaMHU.
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5) O61ee Y1ciio PyHKIIUHN, BBITIOTHSIEMBIX KaXKJIBIM UCTIOTHUTEIIEM, OCTACT-
Cs1 TIOCTOSIHHBIM, HO UX Pa3HOOOpa3ue 1Mo Mepe ClieUaaIn3aiii yMEHbIIACTCS.

6) Bce crienmamicTsl 00€CICUNBAIOT 110 PABHOMY YHCITY TTAPTHEPOB.

7) KaxkJaplil UCIONHUTENh MOXKET CICIHATIU3HPOBATHLCS HA BBITIOTHEHHUC
TOJIBKO OHOHN KaKOH-TH00 PyHKIUH.

8) MHTerpauus npoucxoauT TOIBKO C 0O0IOTHON BBITOAOH (MY TYyalu3M).

9) WcrioyiHUTEIM UHTETPUPYIOTCS 0€3 MOCPETHUKOB TI0 MPUHIIUITY «Thl —
MHE, 51 — Te0ey.

10) Bce cnenmmanu3upoBaHHBIC (PYHKIIMH TEXHOJOTHUECKH COBMECTHMBI
U MOTYT CBOOOJTHO KOMOMHHPOBATHCSI.

11) Bce unensl THCTHOHA UMEIOT OOIIIEe MTPOUCXOXKICHHE.

DT npaBuIIa Ial0T HEKOTOPOE MPEJCTABICHUE O TOM, KAKUMH OTPAaHHUCHH SI-
MU MOXET PETJIAMEHTUPOBATHLCS pa3/ielieHUE TPY/Ia B JTF000# CUCTEME HE3aBUCUMO
OT e¢ pUpPobl. X MOKHO MOITU(DHUIIUPOBATH, YTOYHSITH U TEM CaMbIM Pa3BUBATh
TEOPUI0, ANANTHPYS €€ K Pa3IMYHbIM YaCTHBIM cliydasM. HekoTopbie mprumepsl
Takoil MoxuuKkanuu ObLTH TOKa3aHbl panee (CaBocThsiHOB, 2012, 20144a).

OCHOBHBIE PE3VYJIBTATHI

PaccmoTpuM Tenepbh MHOXKECTBO THCTHOHOB, BO3MOXKHBIX B paMKax MPHHSI-

TBIX MIPaBUIL.
3aK0H MepruoAUYECKOr0 Pa3BUTHSI THCTHOHOB

Kaxk 6b1510 cka3aHo, IpOTrpeccuBHOE pa3BUTHE THCTHOHOB CBOAUTCS K yBe-
nu4eHuo oOmero uncia N Bcex ero aktos. IIpu 3ToM oka3anock, 4TO cocTaB
U CTPYKTYpa BOSHUKAIOLUINX TMCTHOHOB XapaKTEePU3yeTcs NePUOJUIESCKUM 3a-
KOHOM: P MOHOTOHHOM pocTe 00mero yucia N akToB pa3BHTHS COCTaB
U CTPYKTYpPa FTHCTHOHOB NMePHOANYECKH MOBTOPsSIIOTCS. ['paduuecku nepu-
oJIMYecKasi 3aBUCUMOCTb UHCIIa 71 CTICHUATN3UPOBAHHBIX QYHKIHH (M KIETOK)
oT N moka3aHa Ha puc. 4. [HCTHOHBI ¢ HyJIeBbIM 3Ha4eHHEM /1 (0003HAYEHBI HY-
JISIMM Ha FOPU30HTAJIBHOM OCH) IPENCTABIAIOT COO0M CTaqUU OIHOKIETOYHBIX
POJOHAYANIBHUKOB, MapaMeTp m y KOTOPBIX IOCJIEJOBATEIbHO BO3PACTaET.
WHTepBanbl MEKXIy STUMU POJOHAYAIBHUKAMH MPEICTABISIOT COOOM ITUKJIIBI
pa3BUTHS, JJIMHA KOTOPBIX YBEJIUYUBAETCS Ha €IMHUILY U ONpEAeseTcs Be-
nuunHo# m. [IpeaenbHOe YMCII0 HUKIIOB (IIEPUOJIOB) OIIpEeeaAeTCs BEMUUYNHON
L. Takum 00pa3oM, B pa3BUTHH PETYISIPHO MOBTOPSIFOTCS ATAIbI YCIOKHEHUS
U YIPOILIEHUs. DTO 03HAYAET, YTO CTPYKTYPbl THCTHOHOB ITOBTOPSIIOTCS B pas-
BUTHH MHOT'O pa3, IOBTOPSIIOTCS U CTAJINN OJHOKJIETOYHBIX POJOHAYAIbHUKOB.
31ech MBI HAXOJUM €LIe OJJHO YacTHOE MposiBlIeHne JeiicTBytouiero B [Ipupo-
Je o01Iero 3aKoHa MePHOIUYECKOr0 TPOrPECCUBHOTO Pa3BUTHS «II0 CIIMPAIIND
U «Tepexojia KOJIM4ecTBa B Ka4eCTBOY.
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Puc. 4. I'padugeckoe mpeacTaBieHne 3aKOHA MEPHOJUUCCKOTO Pa3BUTHS THCTHOHOB. I1o
ocu abcuuce OTIoXKeHa BeTuuuHa N — o0Iee 41ciIo akTOB Pa3BUTHS THCTHOHA, a TaK)Ke 3Ha-
YEHMUs 71; 110 OCH OPIUHAT — BEJIMYHMHA 71, T. €. YUCJIO CIELIMATIN3UPOBAHHBIX KJIIETOK THCTHOHA.

Ilepuoguueckasi TadJUIIA KAK MOJIEJIb
€CTeCTBEHHOI CHCTEMbI THCTHOHOB

Pacnionarasi ruCTHOHBI ¢ OIMHAKOBBIM 3HAYEHUEM /71 B CTPOKH, & C OIUHAKO-
BBIM 7 — B CTOJIOIIBI, ©X MOXHO KJIaCCU(HUIMPOBATH B BUJE JBYXMEPHOU MEPHO-
nudeckor Tabnuisl (puc. 5). Homepa ee cTpok paBabl unciy m Gpynknuii B PIIC
Y KOJIMYECTBY TEHEPATHUBHBIX MOTEHIIUH Y caMOM «IpeBHE» QpyHKIIMN; HOMepa
CTOJIOIIOB — YMCITY /1 CTIENHAIN3UPOBAHHBIX (PYHKIIUH U KIETOK THCTHOHOB. [1o-
PSAIKOBBIE HOMEpa THCTHOHOB (TTOKa3aHbI B JIECBOM BEPXHEM YTIIY S9€eK) paBHEI
BenuuuHe N. KonnuecTBo pa3inuHbIX NOTEHIIUN B KaXKJIOM THCTUOHE ITOKa3aHO
uudpaMu B IpaBoi yactu siueek. CymMma Hepean30BaHHBIX M PEaIn30BaHHBIX
TeHEePaTUBHBIX MOTEHIUH (JBYX BEpXHUX HH(P), a TaKXKe CyMMa Hepean3o-
BAaHHBIX TE€HEPATUBHBIX M BCEX CTPYKTYPHBIX MOTEHINH (BEPXHEH U IBYX HHX-
HEUX 1TU(P) BCeraa paBHBI M TTOKA3BIBAIOT OOIee YUCIIO S TIOTCHITNI THCTHOHA.
KneTku xaxJ10ro riCTHOHA UMEIOT PAa3JUYHOE YUCIIO PEaIN30BAaHHbIX, HO OJIU-
HAKOBOE YHMCIIO HEPEaJU30BAHHBIX CTPYKTYPHBIX MOTEHUUH (IIpaBble U JICBHIE
IUQPHI B KPYKKaX COOTBETCTBEHHO). B pamkax Kaaoil CTpoku Tabnuibl (HUK-
Jla pa3BUTHS) ACHCTBYET YCTAHOBICHHBIN BBIIIEC 3aKOH COXPAHEHUS MOTCHITUH.
B pamkax xax7oro ctondma Juisi BceX sUeeK XapaKTepHO MOCTOSHCTBO CyMMBI
peanu30BaHHBIX CTPYKTYPHBIX ITOTSHIINH (HIDKHHE TTpaBblie ITUQPHI B TUEHKaX).

[lomyuyenHas nepuoguyeckas TaOJIHIA SIBISETCS MPOCTEHIIICH By XMEPHOM
MOJIEJIbI0 €CTECTBEHHON CHUCTEMBI TMCTHOHOB M COCTAaBJISIIOLUIUX HX KIETOK.
B ee pamkax nmopsiikoBbIii HOMep N THCTHOHA TOKA3bIBAET JIMIIB 00Iee YHCIIO0
AKTOB IPOIPECCUBHOIO Pa3BUTHUS, OAHAKO HUYETO HE F'OBOPUT O BO3MOKHOM
pa3Ho00pa3uy KaueCTBEHHOTO cocTaBa (DyHKITUH, BOBJICYEHHBIX B Pa3/IeICHHUE.

99



NN NN cmonduol
LimpoK Vi / Z J 4 J
7 7 0
0
Oabcdso
e 0
! 1
4]
7 was 0
J
3
7 cde 0
@
V1
/
f
6
J Oaa 0
571 ¢
A8 0
7
Vi
10
4 g 0
432y 0
ABLD 0
/
15
15
A ON:
sige1 ©
ABLOE 0
/

Puc. 5. Ilepuonuueckass Tabiauia TUCTHOHOB C PAa3IMYHBIMU BapHaHTAMH pPa3feiICHHS
GyHKIMH Mexay KiIeTkaMu (0OBSICHEeHHs B TeKcTe). B HyneBol siueiike — MCXOMHBIA YHUBEP-
caJl, BRIMOTHSIOMUI Bce QyHKIHH (0003HAUEHBI CTPOYHBIMU OyKBaMM) aBTOHOMHO M TOJIBKO
s cebs. Homepa cTpoOK m MOKa3pIBalOT 4MCIO (QYHKILHI, MPUOOPETIINX MOTEHIIMU K CIICLHU-
anu3anuy. Homepa cTONONOB 7 MOKA3bIBAIOT YHCIIO CHEMATN3UPOBAHHBIX QyHKINH (0003Ha-
YEeHBI IPONHCHBIMHE OyKBaMU BHYTPH KPY’KKOB) M, COOTBETCTBEHHO, KJIETOK. [{ndpsr B 1eBom
BEPXHEM YTy siueeK 0003HAUYal0T NOPsAAKOBbIe HoMepa N rMCTHOHOB. L{udpbl B IeBOM HUKHEM
YTy sS'9€eK — YHCiI0 [ N30TOIO0B, pa3InYaronIuXcs COCTaBOM CICIIHaIN3UPOBAHHBIX (QyHKINH,
HO COXPaHSIOMNX OJNHaKoBoe 3HaueHue N. [{n¢per B mpaBoii 4acTn sueek MOKa3hIBAIOT CBEPXY
BHU3 YUCJIO HEPEATN30BAHHBIX U PEAIN30BAHHBIX F€HEPATUBHBIX, & TAKKE HEPEATHU30BAHHBIX
1 peaJIn30BAHHBIX CTPYKTYPHBIX MOTEHITHH.

Jpyrumu ciioBaMu, OH JIJa€T MHTErPajbHYI0, HO He AUPPEpPCHIIUATBHYIO Xa-
paKTepuUCTUKY pa3BuTusi. Ho ecnmu MOmMpUIIMPOBATH TPETHE MPABUIIO Pa3BU-
THS ¥ TPUHSITH APYTON MOPSIOK CIICIHATNU3AIIUA, TO 3TO MPUBOIUT K BapbHU-
POBaHMIO COCTaBa MCTHOHOB. Hampumep, rHCTHOH, HAXOASIIUMICS B sueiike
Ne 8 mepuoauyeckoii TaOnuIbl, cMOKeT puHUMaTh coctaB AB, AC u BC. Ta-
KHE TUCTHOHBI SIBJISIOTCS U30TOMAMHU, TOCKOJIBKY OCTAIOTCSA B TOM Ke suehKe
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TaOJUIBI, KOTOPasi CTAHOBUTCA TpeXMepHOi. B oOmieMm Buae yncino H BO3MOX-
HBIX U30TOTOB JIIA KaXK0W sSTYeHKH TaOIUI[bI MOXKHO 3aMKcaTh KaK YUCIIO CO-
YeTaHUH CIETYIONIUM 00pa3oMm: )

H=C, ®)
3TO0 YUCIIO yKA3aHO B JICBOM HIIKHEM yriy stueeK. COBOKYITHOCTh TAKHX YHCEI
MOKAa3bIBAET, UTO (HOpMaNIbHON OCHOBOH TPEXMEPHOI'O BApHAHTA TAOJIMLIbI SIBIISI-
etcs TpeyronbHuk [lackans. [IpenenpHoe YnCiIo BceX M30TOMOB KayK 10U CTPOKH
TaOMUIBI paBHO 2”. Ba)XHO OTMETHUTH, UTO HOMEpPA M30TOIOB JTIO0O0H sSUehHKU
TaK’Ke HOAJAIOTCS KOJIMYECTBEHHOMY onpezaeieHnto. HeoOxoqumsbie 1iist 3T0ro
(hopmyel BeiBenieHBI B padote H.E. Tumomresckoii (2004).

OTMeTHM, 4YTO BO3MOXKHYIO (DM3HOJIOTHYECKYIO CBSI3aHHOCTH (YHKIHI
B POC Mo0xHO ydecTh, OTMEHUB NpaBuio pa3BuTus Nel0. DTo MoxeT cyie-
CTBEHHO CHUIKATh YUCIIO peanu3yemMbix couetannii H pynxunii B POC. Cpas-
HHBas 3TO YHCJIO ¢ MAaKCUMAJIbHBIM YUCIOM H TEOpeTHYEeCKH BO3MOXKHBIX T'H-
CTHOHOB, MOKHO OIICHHBATh (PU3UOJIOTHIECKYIO CBI3aHHOCTEH PpyHKIHi B POC
konmaecTBeHHO (CaBocThsiHOB, 2005). [lomygaemslil B pe3yibraTe MOKa3aTelb
OyzeT SABISITHCA MHTETpaibHON Mepoit () TaKoii CBSI3aHHOCTH:

O=(H-H,,,JH=1-H,,/H ©)

Anammsupys crnenquduky couetaromuxcs B POC GyHKIMH, MOKHO MHTE-
IpaJibHYIO OLIEHKY UX (PM3HOJIOTHYECKON CBSI3HOCTH AOMOJHATH ee AudepeH-
LMAJIbHOW OLIEHKOM.

B 3akmrouenne oTMeTHM, YTO pa3BUTHE MOXKET IPOTEKATh B Pa3IUYHBIX YC-
JI0BUSX cpenbl. Monuunupys npasuiia pasziesieHus GyHKIUH, MOXKHO YUUThI-
BaTh 3THU YCJOBHUS M NOJy4aTh Apyrue (opMbl NEPUOINIECKUX TAOIMULI, a TaK-
K€ BHETAOJMYHbIC BApUAHTHI THCTUOHOB. JTH BapUaHThl PACCMOTPEHBI HAMH
B npenbiaymux padorax (CaBoctesinos, 2005, 2014a, 0).

OO0masi XxapakTepuCcTHKA MOJY4YeHHOH CHCTeMbl THCTHOHOB

OmnucanHas nepuoanuydecKkas Ta6J'II/IIIa SIBJISICTCS €CTECTBEHHOM HEreHeaso-
TUYECKON CHCTEMOM TMCTHOHOB U MPEICTaBIAEeT COO0W MPOCTPAHCTBO JIOTH-
YEeCKMX BO3MOYKHOCTEH I pa3BUTHSA MHOTOKJIeTO4YHOCTH. OHa mocTpoeHa
HE IMyTeM TMOApaKaHUS TAOIHUIEe XUMHUYECKHX DJIIEMEHTOB, HO SIBJISETCS pe-
3yJIbTATOM aHaju3a UHTEPAUCIUILIMHAPHOIO acleKTa MPOUEAYyphl pa3aeie-
Hus Tpyna. Tabnuna xapakTepusyercs SICHBIMU U DKCIEPUMEHTAJIBHO OIpe-
JeIsIeMBbIMU ITapaMeTpaMu, NPUTOAHBIMU JJI MPOrHO3UPOBAHUSA U U3MEpe-
HUs pa3BUTUA. OcCHOBHBIE U3 HUX — 3TO L, m Wu n, 13 HUX JICTKO IOJTY4Yar0TCsA
MIPOU3BOJHBIC TapaMeTpPhI NV, H 1 9UCII0 pa3IUdHBIX TOTCHITNH. COmOCTaBIIsAsg
ATy TAONHIy ¢ TaOIUIed XUMHYECKUX DJIEMEHTOB, MOKHO CKa3aTh, 4TO TO-
PAAKOBBIA HOMEp N THCTHOHA COOTBETCTBYET 3apsAy siapa, HOMEP CTPOKHU
M — YHCIy 3JIEKTPOHHBIX 000JI0UEK M HOMEPY MEePHOoJa, 3aKOH COXPaHEHUS
MOTEHIIMH COOTBETCTBYET MOCTOSIHCTBY Pa3pelICHHOTO YMCJIa AJIEKTPOHOB
B paMKax NIepuoja, HOMEep CToiOla 7 COOTBETCTBYET UHCIY JJIEKTPOHOB
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Ha 3aIoJIHsIeMOH 000J04YKe. YueT HM30TOINOB JeNaeT 3Ty TaONHIy Tpex-
MepHoit. ['paduueckoe mpejacTaBicHUe TaOJHUIBI COOTBETCTBYET BapUaHTY
MePUOINYECKON TAONHIBI PJIEMEHTOB, H3BECTHOMY KaK JIEBOCTOPOHHSS CH-
crtema sieMeHToB JKanera.

[NonoxxeHne THCTHOHA B TAOIUIE OTHO3HAYHO 33JIa€T BCE €r0 CBOMCTBA, UTO
Y JIOJDKHO OBITh XapaKTEePHO JUIS €CTECTBeHHBIX cucteM (JIroOures, 1982). Tak,
MIPH ABHIKCHUU TI0 CTOJI0aM TaONIHIIbl BHU3 MPOUCXOANUT OCYIIECTBICHUE HOBO-
BBEJICHUI M yBEIMYECHHE YHCaa NOTEHIUM. [[puMepHbIil nepeueHb TaKUX HOBO-
BBeIEeHN paccMoTpeH HaMmu panee (CaBoCThIHOB, 2014a). B uTore B JieBoit yacTu
TaOJUIIbI, B HYJIEBOM €€ CTOJIOIE HAaXOASATCS MOJTHBIC TeHEPATUBHBIX IMOTCHIIHHA
YHUBEPCAJIBHBIC OJHOKIJIETOYHBIC POJOHAYATPHUKHA C MUHUMAIBHBIM (DEHOTH-
oM. KadecTBeHHBIN cocTaB (PyHKIMI ¢ reHEpAaTUBHBIMH TOTSHITUSIMU MOXKET
OBITh Pa3IMYHBIM, TIPEICIBHOE YHCIIO UX KOMOMHAIINN PaBHO YHCITY COUSTaHHUN
n3 L mo m. [loaTomy 371€Ch OTMEUAeTCs BHICOKAs MIIACTHYHOCTD U «apXandeckoe
MHOT000pa3uey. 37ech ke TPOUCXOIIT apXallJIaKCHChl M BOSHUKAIOT XUMEPHEIE
COYETaHHS PU3HAKOB, TOMH(PHUIETHISCKH TIOPOKIAOIIIE HOBBIE HAIIPABICHUS
pasButus. Takum 00pa3om, HyJIEBOW CTOJIOCI] — 3TO HAYAJIO )KU3HEHHBIX ITHKJIOB.

[Ipu 1BUXKEHNH 1O CTpOKaM BIPAaBO MPOUCXOIUT peasin3anust NoTeHIuuH. s
Hayajia CTPOK XapaKTepHBI BBICOKAs MIACTUYHOCTH U AuBeprenuna. OnHako na-
Jiee, Mo JTOCTH>)KEHUU TOYKH PAaBHOBECHS I'€HEPATUBHBIX MOTEHUUN, UX KOJIUYE-
cTBa ypaBHHBarOTCA. C 3TOr0 MOMEHTA TUTACTUYHOCTh TUCTHOHA M €r0 CII0Cc00-
HOCTb K pereHepalii HAUUHAIOT NMaJaTh. MOKHO CYUTATh, UYTO B 3TOM TOUKE KOH-
YyaeTcs 00raToe reHepPaTUBHBIMH MOTEHIUSAMU «JICTCTBO» TMCTUOHA M HAUUHACT-
Csl KIOHOCTB» (Ha pucC. 3 rpaHHIla MKy HUMU NTOKa3aHa MyHKTHPHOI 4epToit).

OnHOBpEMEHHO 0 Mepe JBMUKEHHS TUCTHOHA BIIPABO PACTET YHUCIIO CTPYK-
TypHbIX oTeHUui. IIpu 3TOM BHavase 10 HEPEaJIu30BAHHBIX CTPYKTYPHBIX
MOTEHUHH MPEBBIIIACT JIOJII0 PEATTU30BAHHBIX, HO 3aTEM IOJIOKEHUE MEHSIETCS
Ha obOpartHoe (puc. 3). B cepenune kaxaoil CTPOKH, B TOUKE PaBHOBECHS CMe-
LIAHHBIX MOTEHIIUH YUCIIO Hepealn30BaHHBIX TEHEPATUBHBIX U PEaIM30BAHHBIX
CTPYKTYPHBIX IOTEHLIMN ypaBHUBAETCA. B 3TOI TOUKE BO3HUKHOBEHUE TMCTHU-
OHOB YPaBHOBEUIMBACTCSA UX PACIaJOM U MOXET MPOUCXONUTHh TUHAMUYECKAs
OCTaHOBKa pa3BUTHA. OTMETHM, YTO A0S HEPEATH30BAHHBIX CTPYKTYPHBIX TIO-
TEHIUY THCTHOHA B DTOH TOYKE OKa3bIBACTCSI MAKCUMAIIbHOMU (CM. pHC. 3). 31ech
e, B COOTBETCTBHUH C (8), MAKCUMaJIbHO U YHCJIO U30TOIMOB, &, CICOBATEIBHO,
1 BO3MOXKHBIH HaOOp aganTauuii U TpaeKTOpHui pa3BuThs. HazoBem 3Ty yacTb
CTPOK TaOJIUIIbI 30HOM aJanTUBHOI0 MakcuMyMa. OHa COOTBETCTBYET «MOJIO-
JOCTH» TUCTHOHA U HA PHC. 3 BBIJIEJICHA BEPTUKAIBHBIMU OTPE3KaMHU.

[lo mepe panbHeiIero ABUKEHUsS IO CTPOKAM BIIPABO 3a MPeAeIaMU 30HbI
aJalTUBHOI'O MaKCHMyMa pacrojaraercs 30Ha «3pellocTy» (ee TpaHuIla CHM-
METpPUYHA T'PAHUIIC «JISTCTBa» U HA pUC. 3 0003HAUCHA BTOPOH MYyHKTUPHOM
yepToil). Uuciio Hepeann3oBaHHBIX CTPYKTYPHBIX MOTEHIUN T'MCTHOHOB, PaB-
HO Kak ¥ M30TOIOB, HAYMHAET yMEHbIIATHCSA. COOTBETCTBEHHO YMEHBIIIACTCS
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YUCJIO BO3MOXHBIX TPACKTOPHUI pa3BUTHS, CHUXKACTCS aAalTUBHOCTh M HAYU-
HAIOT MPOSBIISTHCS MPU3HAKU KOHBEpreHuu. [Iponcxoasmuii mpu 3TOM pocT
YHUCIIa CIeHAIN3UPOBAHHBIX KIETOK MPUBOIUT K TOMY, YTO B COCTaBE THCTHO-
HOB YMEHBIIIAETCS J0JIS CTBOJIOBBIX KIIETOK, @ HA0Op WX reHepaTHBHBIX TIOTEH-
UM cyxkaercs.

3a rpaHulleil 3pesloCTH HaYMHACTCS TaK Ha3biBaeMOe «(puileTHYecKoe CTa-
peHue». B TakuX THCTHOHAX CXOASTCA BCE MPEKHUE TPACKTOPUU Pa3BUTHS
(BapuHuHAIBHOCTD). 3aKaHUMBACTCS I[UKJI THCTHOHAMH, PEaJTU30BaBIIMMU BCE
MOTEHIINN K Pa3BHUTHIO, MPEAET KOTOPOMY ITOJIOKEH HOMEpoM CTpokHu. OHH
XapaKTepU3yITCs] MaKCHMAJIbHBIM (DEHOTHIIOM, BecbMa A (EKTHBHBI, HO UX
aJlalITUBHBIE CIIOCOOHOCTH CBe/IeHBI K HYN0. OHH MOTYT CyIIeCTBOBATh JIUIIb
B CTaOMJIBHOM, MPUBBIYHOMN JJIs ce0sl Cpefie U JJaXe Mepe/IesibIBaTh e¢ Moy ceosl.
Komnerr cTpoku — onacHasi 30Ha, dpeBarasi KOHIIOM JaHHOTO W Ha4aJioOM HOBOTO
nuKia pa3BuTHs. O0IIee 9uciio KISTOK, BOHUKAIONINX B PEATH3AINHI KaXI0TO
LUKJIa pa3BUTHUS, paBHO S+1.

TakuMm oOpa3om, nepuogudeckasi TabIUIa BIEPBBIE Aa€T OOBSICHEHUE IHU-
KJIMYHOCTU Pa3BUTHSI THCTHOHOB U MpEIaracT 0ObEKTHUBHBIC KPUTCPUH IS
JEJICHUST UX JKU3HEHHOTO ITMKJIa Ha JaBHO MHTYUTHUBHO H3BECTHBIC TEPUO-
JIbI IETCTBA, IOHOCTH, 3PEJIOCTH U CTapOCTH, a Takke 0003Ha4aeT ero Hadalo
u xouer. OHa OOBSICHICT TAaKXKe, TTOYEeMy NMPUMHUTHUBHBIE OpPTaHW3MBI 00J1ama-
IOT BBICOKHUM PETe€HEePaTHBHBIM MOTEHIIHAJIOM, & BEICOKOPA3BUTHIE yTPAUYNBAIOT
€r0o — 3TO SBJISICTCS CIEJCTBUEM JCUCTBUSI 3aKOHA COXpaHEHUs moTeHnui. Ha-
JUYUE KOJIWYECTBEHHBIX M JKCICPUMEHTAIBHO OMPEACIIeMbIX HapaMeTpPOB
BBITOJIHO OTJIMYACT IMpeiaraeMyr TaOIHIly OT MPEANPUHUMABIIUXCS paHEe
MHOTOYHUCJICHHBIX TIOMBITOK IOAPAKATCIBHOTO IMOCTPOCHUS TEPUOIMICCKUX
CHCTEM Ha MHBIX (Jallle HHTYUTHBHBIX) OCHOBaHUSX.

PA3BUTUE T'MCTUOHOB

BaxxHO momuepKHYTh, YTO TIOCTPOCHHAS MIEPHOTUYECKAst TA0IHIIA SIBIISICTCS
MapaMeTPUUYECKON, a HE TCHEaJIOTHYECKON U OMKCHIBAET JUIIL MTPOCTPAHCTBO
JIOTHYECKUX BO3MOXKHOCTEH. [loaToMy B 00IIeM ciiydyae OHA HE OTpaXkaeT pas-
BUTHE, U COCEJICTBO TMCTHOHOB B HEH HE 0053aTEJIbHO TOBOPUT O POJICTRBE.

Pa3BuTHE THCTHOHOB MOXKHO TIPEACTaBUThH KaK WX ABHKEHHE TIO CTPOKaM,
CTONOIIaM ¥ U30TOITHOW KOOPAMHATE TaOIHUIIBI TI0 MHOXKECTBY Pa3IMYHBIX Tpa-
extopuid. [Ipy 3TOM MOXXHO pa3nuyarh JBa BUA Pa3BUTHSI: MPOTrPECCHBHOE
u neeuanTHoe (CaBocThsiHOB, 2014a). [IporpeccuBHOe (M perpeccuBHOE) pas-
BUTHUE CBS3aHO C U3MEHEHUEM m, n ¥ N, IEBUAHTHOE — C epeOOPOM H30TOIOB.
O06a BapuaHTa pa3BUTHS MOTYT KOMOMHUPOBATHCS. MHOT00Opa3re BO3MOKHBIX
TPAEKTOPUN U CIYKUT OCHOBON MHOTOBAPHAHTHOCTH Pa3BUTHL.

Jlnst rapaHTUPOBAaHHOTO BRDKMBAHHS B YMEPEHHO BapuabelnbHOU cpejie TH-
CTHOHY ONTHUMAJIbHO HaXOJUThCS B Ipe/iesiaX 30Hbl aIallTHBHOIO MaKCHMyMa,
coBepiiasi HeOOJBIINE MTPOTPECCUBHBIC, PEIPECCUBHBIC M JICBUAHTHBIC MaHEB-
pol. OTHAKO 3HAYUTEIBHBIC BIUSHUS CPEIbl MOT'YT BBIHYIMThH THCTHOH K CYIIIE-
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CTBCHHOMY YBEIMYCHUIO 3HaYCHU s /1. YTOOBI enaTh 3TO O€30macHbIM 00pa3oMm,
HE MPUOJIMIKASICh K KOHIIAM CTPOK, OH JIOJKEH CIIYCTUTBCS 0 CTOJI01aM TadIu-
16l BHU3 M YBEJIUYHUTH 3HAUCHUE 71 JI0 TAKOW BEIMYHHBI, IIPH KOTOPOH Tpeldy-
eMoe 3HavyeHue 1 OyJeT HaXOAUTHCS B OE30MacHOW 30HE alalTHBHOTO MaKCH-
MyMa. DTO JocTuraeTcs, korjga m =~ 2n. [lonaepxanue Takoro COOTHOIICHUS M
U 1 C ONEPEKAIONINM OCYIIECTBICHUEM HOBOBBEACHUIN M YBEIMUYCHUEM UMCIIA
MIOTEHIIUI U COCTABJISICT ONTUMAJBHYIO CTPATETUIO PA3BUTHSL.

[IpuMepsl, TOKa3BIBAIONINE PEATEHOCTh THCTHOHOB, a TAK)KE TOTO, KaK MOXK-
HO WCTIOJIH30BaTh UX IMapaMeTpPhl /1 U 11 I U3MEPEHHS PA3BUTHS PEajbHBIX Op-
raHU3MOB OBLITM AaHBI B Ipeasinynux padorax (CaBocthsiHOB, 2012, 2014a, 0).

3AKJIFOYEHUE

[IpoBenenHoe (hopMaIM30BaHHOE PACCMOTPEHHE WHTEPIUCIHUILIMHAPHOTO
acreKTa MpoIeAyphl pas3sieneHus Tpyaa ((pyHKIUI) MO3BOJIUIO BBECTH MOHATHE
AIIEMEHTAPHBIX €IUHUI] MHOTOKJIETOYHOCTH — THCTHOHOB, OOBSICHUTD IPUUUHY
IWKJIAYHOCTH UX PA3BUTHUS U TIOYYUTh TTapaMeTphl 1S ero n3Mepenus. Ha oc-
HOBE 3TUX ITapaMeTPOB HaMIEHO MPOCTPAHCTBO JOTMUECKUX BO3MOKHOCTEH TH-
CTHOHOB U TIOCTPOCHA MX €CTECTBEHHASI CUCTEMA B BHJIE TICPUOAMYUECKON TaOIu-
1B, B KOTOPOH BBIJICJICHBI IUIACTUYHAS, aJ[AlITUBHAS U PeruHas 30HbL. JJist TOTO,
4TOOBI MCIOIB30BATh HAWMICHHBIC MAPaMETPhl JIJIs CUCTEMAaTHKH U U3MEPCHUS
Pa3BHUTHS pEaTbHBIX OPraHU3MOB, HEOOXOUMO PEIICHHE CIIEAYIONTUX 3a/1a4:

1) Haxoxxnenue nepeunst L (GyHKIHHA, TIOAIEKAIINX Pa3ACIICHIIO B Pa3BH-
THH OPTaHU3MOB U COOOIIECTB, a TAKKE BHISICHEHUE UCXOJHBIX MEXaHU3MOB UX
ABTOHOMHOI'O OTIIPABJICHUSL.

2) Haxoxaenue uncna m QyHKIUH, OCYLIECTBUBIIIMX HOBOBBEICHHUS U I10-
JIYYUBIIMX [CHEPATUBHBIC MOTCHIIMY HA Ka)K/IOM dTaIlle Pa3BUTHSI.

3) Haxoxxmenne uucia n GyHKIHH, TOJYUYUBITNX CTPYKTYPHBIC TTOTCHITUN
K Pa3BUTHIO U YCTAHOBJIEHUE YHCIIA /1 BXO/ISIINX B OPraHU3M THUIIOB CIICI[UAIIH-
3HPOBAHHBIX KJICTOK.

4) BrlsicHeHHE MOJICKYJISIPHO-OHOJOrMYeCKUX MEXaHU3MOB MPHOOPETECHUS
MOTEHIINI U 3aIMMCH UX YUCJIA Y OTJCIbHBIX (PYHKIUH.

5) YcranoBieHue mpaBui pasfeneHus (pyHKIUN W BBISCHEHUE OTpaHUyve-
HUM, HAJIOKEHHBIX HA KOMOWHATOPUKY B COYETAHUSAX U IOCIEIOBATEIbHOCTH
BOBJICUEHUS (DyHKIIHI B pa3/iesieHue.

Penrenne 3tux BorpocoB OyIEeT ClIOCOOCTBOBATH CO3IaHHIO MPEICKA3aATEb-
HOW TEOPHH CTAHOBJICHHS MHOTOKJICTOYHOCTH M JIPYTHX COOOIIECTB, Pa3BUTHE
KOTOPBIX OCHOBAHO Ha pa3lielCHUU TPyAa, CACIAaeT BO3MOKHBIM KOJTHYICCTBEH-
HO€ ONMHCAHWE Pa3BHUTHS, €r0 CHCTEMaTHUKY B BHJIE NEPUOJUYECKUX TAOIHII,
a TaK)Ke U3MEpPEHUE U MTPOTHO3UPOBAHUE PA3BUTHS B HOPME U TTATOJIOTUH.
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Quantitative characteristic of a logically possible multicellularity
space and its division into three zones

G.A. Savostyanov

A method is proposed for calculating a space of logical possibilities in a multicellular
organism development process. The method is based on the formalized analysis of the
cell specialization/integration that produces multicellularity units called hystions. Also,
some necessary parameters and criteria are suggested to determine quantitative charac-
teristics of the development. The use of them will allow systemizing the described space
in the form of a periodic table and therewith dividing the space into three zones, such as
plastic, adaptive and rigid. Finally, a quantitive description of the zones will be given.
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VK 563.14:591.4.71.1
JEBUAIIMU B WTHIUBUJIYAJIBHOM PA3BUTHUU PATUOJISIPUI
M.C. ApanacbeBa, 3.0. AMoH

Ianeonmonozuueckuti uncmumym um. A.A. bopucaxa PAH, Mockea
afanasieva@paleo.ru, amon@paleo.ru

JleBnanuu B CTpPOGHUM CKEJIETOB PaJHOJISIpUI BCTpeUartoTcs KpaiiHe pea-
KO B T€OJIOTHYECKON HCTOPUHU U OOHAPYIKEHBI C ICBOHA 10 HAIIUX JTHEH.
3TO0 oueHB IpEeBHEE U MIEPHOIUIECKU TIOBTOPSIOICECS SIBJICHIE, I03TOMY
€ro CIeayeT MPU3HATH HEe DK30THKOW MIIA CIyYaifHOCTBIO, a 3aKOHOMEP-
HOCTBIO «YIyIIEHHOTO MIaHca». POpMBbl JIEBHAaHTHOCTH YCTAHOBJICHEI
Ha ipuMepe 61 Bua Bo Bcex Tpex moaTunax tuma Radiolaria: Polycystina,
Phaeodaria u Collodaria. Ouu BBISBIEHBI BO BCEX IISITH KJIaccaX ITOATH-
na Polycystina: Spumellaria, Sphaerellaria, Stauraxonaria, Nassellaria
u Aculearia. YCTaHOBJICHBI TPU THUIIA JCBUALUN CKEJICTOB PaJHOJISIPUL:
MYJIBTHILNINKATUBHBIN, TIOCTEPUATHBIN U CalIJIeMEHTapHbIH.

HeBnanuu (ot nar. deviatio ykJIOHEHHe, CHH. abeppaluiu) BBIPaKaloTCs
B OTKJIOHCHHH TTapaMeTPOB MOP(OTHIIOB OT HOPMBI U, KaK CIIE/ICTBHE, B YKIJIOHE-
HUUW WHIUBUIYAJIBHOTO PA3BUTHSI OPraHU3MOB OT IIPEAKOBOTO X014 OHTOT€HE3a.
CunraeTcs, YTO 3TO OAMHOAMH U3 CIIOCOOOB YBOIIOMOHHOTO N3MEHEHHUS OHTO-
TeHETHYECKOI0 Pa3BUTHS OpraHnu3Ma B Teopun Gpuiasmopuorene3os A.H. Cesep-
nosa (1945, 2012)

Paguonspun — ogHa U3 IpeBHEHIIMX TPYNI OIHOKJIETOYHBIX MHUKPOOpra-
HU3MOB, HacelsBIIAas M HACENSoUas pa3sHOOOpa3Hble aKBaTOPUU MHPOBOTrO
OKeaHa ¢ paHHero KeMOpus 1o HamuX aHel. borarcTBo reomeTpraecknx hopm
CKEJIETOB PAAMOJSPUN IOpa)kaeT CBOEH M3BICKAHHOCTBIO W pa3zHOOOpa3heM.
OHnu 001aa10T COBEPUICHHBIM, C T€OMETPHYECKON TOYKU 3PEHUS, KPEMHEBBIM
ckeneToM. BeTpedaroTes mapel, TMCKHU, TPEYTOJbHUKH U MIPONEIUIEPhl, KOHYCHI
1 MHOTHE JpyTrHe NPUIyAIuBbie (POPMBI, OCIOKHEHHBIC PA3TMYHBIMH UIJIAMU.
CoBepIICHCTBO MPOSIBIISETCS HE TOJIBKO B TOM, YTO CKEJIETHI PAIHONISIPUI Y-
BUTEIBHO TAPMOHHYHBI, HO U B TOM, YTO IJIAH HOPMAJIBHOTO (THUIIOBOTO) CTPO-
eHHs CTaOWJIeH U YCTONYNBO IMPOCMATPHBAETCSI B OTPOMHBIX 10 YUCITY 3K3EM-
TUISIPOB CEPHSIX BHJIOB.
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BmMmecTe ¢ TeM, B CTPOCHUU CKEJIETOB paJAHOJIIpHil BCero paHepo30sl BbISIBIIC-
HBI OTKJIOHCHHS OT HOPMbI, HA3BaHHbBIC HAMH JICBUAHTHBIMH.

JleBHaHTHBIC OTKJIIOHEHHS! B CTPOCHHH CKEJIETOB PaJHOINISIPHII BCTpEUarOT-
csl KpaiHe PeIKo, M TeoJOrnYecKas JIETOMUCh COXPAHUIIA OYeHb MaJlo CBUJIC-
TEJIBCTB 00 3TOH OCOOCHHOCTH paauoispuil. JleBHaHTHOCTH HaOJFO/IANach Ha
SMHUYHBIX DK3EMIUISIPaX, MO3TOMY PeYb MOXKET UJITH JIUIIb 00 aHOMAJIHIX B
VHJIUBUIYaJbHOM pPa3BUTUU. [IOMJIMHHBINA OUOJOTUYECKUN CMBICT TaKUX OT-
KJIOHEHHMH TOKa ellle He 10 KOHIA siceH. OHaKo JeBHAaHTHBIC (OPMBI CKee-
TOB HAOIIOMAINCh HAMHU BO BceX Tpex moatumnax tuma Radiolaria: Polycystina,
Phaeodaria u Collodaria. OHM ycTaHOBJIEHBI BO BCEX MATH KIJaccaxX MOATHIIA
Polycystina.

MBI BBIJICIISIEM TPH THUIIA JICBUALUN CKEICTOB PAIUOJISIPUIA:

(1) mynpTUNIIMKaTUBHBIN (0T aHTI. multiplication — ymMHOXeHHE),

(2) mocTepuatHbIii (OT aHTII. posterity — MOTOMCTBO),

(3) cammuiemeHTapHBIH (OT aHTII. supplementary — TOMTOTHATEIBHBIN).
MVJIBTUIIMKATUBHbBIN TUIT

MyIbTUTUTMKATUBHBIA THIT XapaKTEPHU3YeT CIBOCHHBIC, PEXKE CTPOCHHBIC
WM CUYETBEPEHHBIC CKENIeThl, COSAMHEHHbIE B OAHO 1enoe. [logoOHble ckerne-
ThI HAOJIIOAIOTCS BO BCex Tpex noxarumnax panuoisipuii: Collodaria, Phacodaria
u Polycystina. Oto Hanbosee pacpocTpaHeHHbIH THI neBuaruu. [Ipemmonaraer-
Csl, 9TO 3TOT (DEHOMEH SIBIISICTCSI PE3YJIBTATOM HE3aBEPIICHHOTO (HApyILIEHHOTO, 3a-
OJOKUPOBAHHOTO) JICTICHUS] MATEPUHCKON KJICTKH B BET€TATUBHOM PAa3MHOKCHHUH.

BriepBble U MpakTUYECKH OIHOBPEMEHHO, HA 3TO SIBIICHHE OOpaTWIIH BHU-
manue C. Kimnr (Kling, 1971), uccienopaBmiuii Phacodaria, u K. brépriryn
(Bjerklund, 1972), uzyuasiumii coBpemennbie Polycystina. [To3aHee MynbTHILTH-
KaTHBHBIC ()OPMBI ITOTYUIHIIN YCIIOBHOE Ha3BaHMe «cuamMckux» (De Wever, 1985).

ITonTun Collodaria

[lepBeie cnBoeHHBIE CKeneThl coBpeMeHHBIX Collosphaera huxleyi, Miiller
u3 ceM. Collosphaeridae Ob1TH 3apucoBanbl J. I'ekkenreM eme B 1862 T. u3 coBpe-
MeHHBIX ocagkoB CpennzemHoro Mopst B Meccuackom 3anuBe (Haeckel, 1862).
Ho, x coxaneHuro, OH He Mpujain STOMY HUKaKoro 3Ha4eHus (puc. 1,a).

K. Takaxamu (Takahashi, 1981) ontrcain cnisoerusie popmbl Collosphaeridae
W3 COBPEMEHHBIX OCaJIKOB IEHTpaibHOW Tpornmueckod [lamuduxu (puc. 1,6—
0): Collosphaera macropora Popofsky, Disolenia zanguebarica (Ehrenberg),
Siphonosphaera socialis Haeckel.

P. Angepcon u L. I'ynra (Anderson, Gupta, 1998) npoBenu HaOrOACHUS
Hax xuBbIMU Collosphaeridae n3 KapuOckoro 0acceiina ATIaHTHYECKOTO OKea-
Ha ¥ U3 COBPEMEHHBIX JIOHHBIX OCAJIKOB LIEHTpaJIbHOW yacTu MHauiicKoro oke-
ana (puc. l,e, orc): Acrosphaera cyrtodon (Haeckel). Onu otmeTniau, uto che-
POUIHBIC PAKOBHHKH COCIHHSIOTCS IMICHKOOOpa3HOW CKEIIETHOH CTPYyKTYpOH
Y CYUTAJU OTO SIBJIICHHE CIIEJCTBHEM HE3aBEPIICHHOIO0 OWHAPHOTO JETICHHUS.
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Puc. 1. MynpTHIUTHKATUBHBIA TUI ACBHANUU cpenu pamuoispuii montumnos Collodaria
(a—u) m Phaeodaria (k—#): a — Collosphaera huxleyi, Miiller, coBpemenHsIe nonHbBIe Ocanku Cpe-
nusemHoro Mopst, Meccunckuii 3anus (Haeckel, 1862, pl. XXXIV, fig. 7); 6—0 — coBpeMeHHbIe
ocaaku neHTpanpHoi Tponnueckoit [lanudukn (Takahashi, 1981, pl. 2, fig. 14, pl. 3, figs. 2, 3,
pl. 4, fig. 12): 6 — Collosphaera macropora Popofsky, x520, ¢ — Siphonosphaera socialis Haeckel,
x210, e, 0 — Disolenia zanguebarica (Ehrenberg): 2 — x210, 0 — x230; e, orc — Acrosphaera cyrtodon
(Haeckel), sxuBble KoMOHMANBHBIE KOLTOcepuasl n3 Kapubekoro 6acceiina (Anderson, Gupta,
1998, figs. 6, 7); 3, u — Colloshaera (?) solenochira Sugiyama, HH)XKHUI MHOLCH LEHTPAJIbHOU
Snonun (Sugiyama, 1992, pl. 10, figs. 6a, 6b): 3 — mTpux = 27 MKM, u — IWITPUX = 75 MKM);
x—#1 — Phaeodaria gen. et sp. indet., coBpemenHbIe ocanku Bocrounoii [Tanuduknu (Kling, 1971,
pl. 1, figs. 1, 2, 5, 6): x, m — x40, 1, n —x130.
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Oco00 OBIJIO MOJYEPKHYTO, YTO Takod (PEeHOMEH He SBISETCS pe3yJIbTaToOM
«CKJICUBAaHUS CKEJICTOB B JUATreHE3€ MOPO/I.

YnBoenune ckeneroB Habmonanock K. Cyrusmoit (Sugiyama, 1992) y ucko-
naembix Colloshaera (?) solenochira Sugiyama n3 HI)KHEMHUOIIEHOBBIX (HEOTCH)
OTIIOXEHUH eHTpaibHON SnoHun (puc. 1,3, u). 31ech TakKe BaXKHO OTMETHTh,
YTO PACXOASIINECS TOCIC SJICHUS UHUBUTYyMbI OCTAJINCh CBA3aHHBIMHU JAPYT
C IPYyrOM HUTEBUIHBIMH TSKAMHU, T. €. POLIECC OMHAPHOTO JICJICHHS OKa3aJics
HE3aBEPIICHHBIM.

Puc. 2. MynpTUIUIMKAaTUBHBIA THUI JEBMALlMU cpenu paauonspuil moaruma Polycystina
n3 popa Actinomma: g—2 — COGMHEHHBIE CKEJEThl I0BEHMIBHBIX (OopM, 0—3 — COCIHHEHHBIE
CKEJICThl IOBCHMIJIBHBIX M B3POCIBIX (OPM, H—M — COCIMHEHHBIC CKEJICThI B3POCIBIX (Hopm;
a—1 — pox Actinomma, coBpeMeHHble TiyOokoBoAHbIe ocanku Smonckoro wmops (Itaki,
Bjerk-lund, 2007, pl. 1, figs. 6, 8a, 8c, 9a; pl. 2, figs. 3, 5, 10b; pl. 5, fig. 2, pl. 6, figs. 4a, 8b);
M — Actinomma boreale Cleve, mneiicronieHoBsle ocaaku Smonckoro mops (Itaki et al., 2004,
pl. 1, fig. 15). ITpux 100 mxm.
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IMonTun Phaeodaria

Casoennbie popmbl Phacodaria gen. et sp. indet. 3apukcupoBanbl C. Kiun-
rom (Kling, 1971) B coBpemennbIx ocagakax Bocrounoii [Tannpuku (puc. 1,x—).
OH oTMeYall, 9To OTIEIBHBIC CBSI3aHHBIC TTAphl POPM COSTUHEHBI CBOCOOPa3HOM
«ITyTIOBHHOW, TIPEICTABISIOMEH CO00H TPyOUYaTyIo pemeTdaTyio CTPYKTypy
C IMaMEeTPOM MEHBIIUM, ueM auameTp cep. KauHr cBsaspiBan takue Gopmbl
C MpoLeccaMy Pa3MHOKEHHSI, ¢ OMHAPHBIM JIeJIEHUEM, U TIoJarai, 4To Mogoo-
HBIE TTapbl MOTJIM BOBHUKHYTh B PE3YJIbTATE «CIIYUYaiHOM» CeKpeIni KpeMHEBO-
T'0 CKeJieTa JI0 3aBEPIICHHUS JICTICHHMSL.

IToaTun Polycystina

3HaYNTETBHBIN BKJIAJ B H3yYEHHE COBPEMEHHBIX U T'OJIOLCHOBBIX CABOCHHBIX,
CTPOCHHBIX U CUETBEPEHHBIX pajuoispuii Polycystina n3 pona Actinomma (puc. 2)
BHecnu K. beéprurynn u T. Utaku (Bjerklund, 1972, 1974a,b; Itaki et al., 2004; Itaki,
Bjerklund, 2006, 2007). 3T GopMbI U3 TITyOOKOBOTHBIX 0CaIKOB SIIOHCKOTO MOPSI
u ¢poproB 3anaaHoit Hopeernu onn HaszpiBanum “twin, twinned skeletons™ (ckere-
THI OJIM3HEIIBI, OJIM3HEIOBBIe CKeNleTh), “‘conjoined radiolarian skeletons” (coemm-
HEHHBIE paJroNsgpueBbie ckeneThl) i “dimorphic form” (mumopdHsie GopmBl).
[TonoGHOE coeMHEHNE CKENIETOB STH HCCIIEI0BATENH CBA3BIBAIIN C ITPOLIECCOM BeE-
reTaTHBHOTO Pa3MHOKEHHS TIOCPEICTBOM OMHapHOro jaeneHus. CodetaHue roBe-
HWJIBHBIX U B3pOCIBIX popMm Actinomma no3Boiuio beépknynny u Uraku (Itaki,
Bjerklund, 2007) BBLAEIHTE TPU TPYTIIIBI CKEIETOB-OIM3HEIIOB:

* COCINWHECHHBIC CKEJICTHI IOBEHIUTHHBIX (DopM (puc. 2,a—2),

*  COEQUHEHHBIC CKEJIETHI FOBEHUIBHBIX M B3POCIBIX (opM (puc. 2,0-3),

*  COCIMHEHHBIE CKEJETHI B3POCIBIX GOopM (pHC. 2,u—M).

K. Takaxamm u C. Xonso (Takahashi, Honjo, 1981) npuBenn nzobpaskeHus
CIIBOCHHBIX 3K3EMILISPOB HbIHE KUBYIIUX BUI0B Nassellaria u3 J0HHBIX Ocaj-
KOB 3amagHON Tpommdeckod Atmantuku (puc. 3,a, 6): Pterocorys campanula
Haeckel u P. zancleus (Miiller). MHTepecHO, 4TO KOHMYECKHE PAKOBHHKHU Hac-
CEJUISIPUI PaCIIONOKEHBI MPAKTHYECKH HANPOTHB JIPYT Apyra U OObEAWHEHEI
B paiione abgomena. Takaxamu u XOHbO CUMTAIH, YTO 3TH MPUMEPHI JEMOH-
CTPUPYIOT OMHAPHOE JICJICHUE PaJUOIISPHIA.

CaBoeHHble (OPMBI CKEJIETOB TO3JHEMENIOBBIX paauoiisipuii (puc. 3,6, 2)
n3 ceHomaHa ceBepHOi Typuwmm Opm m300pakens! JI.I. bparumnoii (Bragina,
2004): Staurosphaeretta wisniowskii (Squinabol) m Quinquecapsularia gran-
diloqua O’Dogherty.

HeoOwrunbie paguonspun omnmcain I1. /le Besep (De Wever, 1985; De Wever,
Miconnet, 1985) u3 cpeane-no3qHErOpcKux (0aT—TUTOHCKHUX) KPEMHHUCTBIX TOJIII]
Oacceiina Jlaronerpo Ha rore Mranuu. DTu cyeTBepeHHbIe B palloHe abpoMeHa
ckeneThl Hacceuripuii Parvicingula dhimenaensis Baumgartner (puc. 3,0, e)
BeBep 00BsIcHIIT He3aBEPIICHHBIM (320JI0KMPOBAHHBIM) JICICHUEM B BETE€TaTHB-
HOM pa3zmHokeHnH. Tak ke kak O.P. Angepcon u . I'ynta (Anderson, Gupta,

1998), BeBep cumrTaet, 4TO MOAOOHBIC arperarbl HeCIyYalHbl U HE SIBISIIOTCS
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Puc. 3. MynpTHIUIMKaTUBHBIA TUI JIEBUAIIMH CpPEeNM panuoisipuii moatumna Polycystina:
a, 6 — COBpeMEHHbIe JOHHBIE ocaaku Tpornndecko Atmantuku (Takahashi, Honjo, 1981, pl.
10, figs. 1, 5), mrpux 71 mMxm: a — Pterocorys campanula Haeckel, 6 — P. zancleus (Miiller);
6, 2 — BepXHHII Mel, ceHoMaH, ceBepHas Typuus (Bragina, 2004, pl. 14, fig. 6, pl. 15, fig. 3):
6 — Quinquecapsularia grandiloqua O’Dogherty, mrpux 122 MM, ¢ — Staurosphaeretta wisniow-
skii (Squinabol), mTpux 81 MkMm; 0, e — Parvicingula dhimenaensis Baumgartner, mtpux 65 MkM,
CpenHssSI—BEpXHss ropa, 0ar—TuToH, OacceiiH Jlaronerpo, tor Uramun (De Wever, Miconnet,
1985, pl. 4, figs. 7, 8); o — Mendacastrum baumgartneri Dumitrica et Ziigel, mtpux 84 Mxm,
BEpXHsA 10pa, TUTOH, 3onenxodeH, ['epmanus (Dumitrica, 2013, fig. 3 in fig. 5); 3—7 — BepXHss
1opa, HIKHUW TUTOH, 3onerxodeH, ['epmanns (Dumitrica, 2013, figs. 3, 4, 7, 9 in fig. 6), mTpux
73 mxM: 3 — Spongosaturninus tortuosus Dumitrica et Ziigel, # — S. radius Dumitrica et Ziigel,
x — S. medioangustus Dumitrica et Ziigel, 7 — Dicerosaturnalis trizonalis (Riist); » — Spongopal-
lium sp. 1, mrpux =47 MKM, CpeIHUI Tprac, cpenHnil aHu3ui, Boctounsie Kapnarsr Pymeianu
(Dumitrica, 2013, fig. 1 in fig. 1); # — Quadrilobata? blomei Nestell et Nestell, mtpux 110, cpen-
Hsisl iepMb, kenTeH, 3anaaubiid Texac, CLA (Nestell, Nestell, 2010, pl. 16, fig. 6a).
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Puc. 4. MynbTUIUTHKATUBHBINA THI JCBHALMK paguoispuii moaTumna Polycystina u3 kiac-
coB Spumellaria (¢—e) u Sphaerellaria (0, e): @, 6 — Spongentactinia permica permica (Kozur
et Mostler), k3. [IMH, Ne 5481/17254, auxuss nepMms, apT, p. AktacTsl, CeBepHble Myromxapsl,
Kazaxcran: a — hpparMeHT, mtpux = 45 MKM, 6 — ITPUX = 97 MKM; 6—0 — HIDKHSIS IEPMb, CaKMa-
pa, paspe3 Konnyposckuit, p. Cakmapa, FOxusri Ypai, Poceust: 6, e — Copicyntra multispinosa
Kozur et Mostler, sx3. IIMH, Ne 5481/16328: ¢ — ¢pparment, mTpux = 16 MKM, ¢ — MTPUX =
106 mxM, 0 — Entactinia meyeni (Kozur et Mostler), ax3. [TMH, Ne 5481/16731, mtpux = 68 MKM;
e — Bientactinosphaera egindyensis (Nazarov), sx3. ITITH, Ne 5311/13825, mtpux = 73 MKM, Bepx-
HUM 1eBOH, cpenuuil ppan, Tumano-Ileuopckuii Oacceitn, Poccus.

pe3yNBTaTOM MPOCTOrO «CKJIeWBaHUs» (OpM B mpoleccax CequMeHTOreHe3a.
[NonoGubIe ckeners ObH Ha3BaHbl BeBepom (De Wever, 1985) «cuamckumMm.

Eme oguH npumep IBOMHUKOBBIX CKeJNeTOB ycTtaHoBieH II. lyMuTpukoi
(Dumitrica, 2013) u3 BepxHeii topsl (TuTOH) 30seHxodena, ['epmanus (puc. 3,01c):
Mendacastrum baumgartneri Dumitrica et Ziigel. 31ech OTYETINBO BUIHO, YTO
BHYTpeHHs:1 c(pepa pa3aBoeHa, a BHEITHS S COXPAHIIIA €IMHCTBO, HO MOJIEIeHa Ha
nBe noirycdepsl. bobiioe KoTM4ecTBO OJIIM3HEIIOBBIX CKEIETOB OBIIO YCTAHOB-
JICHO Cpelld TATOHCKUX panuoisipuii-carypuanu (Dumitrica, 2013) (puc. 3,3—1):
Dicerosaturnalis trizonalis (Riist), Spongosaturninus medioangustus Dumitrica
et Ziigel, S. radius Dumitrica et Ziigel u S. tortuosus Dumitrica et Ziigel.

Me3030HCKUi  TIpeACTaBUTENb CKEJIeTOB-OMM3HEIOB Spongopallium  sp.
(puc. 3,m) TPOUCXOTUT U3 CPETHETPHACOBBIX CPEIHEAHN3UNHCKUX M3BECTHSIKOB
Boctounsix Kapnat Pymberauu (Dumitrica, 2013).
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CnBoennblii yeThipexsionacTHoil ckener Quadrilobata? blomei Nestell
et Nestell (puc. 3,#) BCTpedeH cpenu CpeaHEenepMCKuX (TBaICTyIICKUX) paanuo-
nsapuii 3anmagaoro Texaca (Nestell, Nestell, 2010).

B Hamei KojIeKIMK paHHENIEPMCKHX, apTUHCKUX paguoisipuii CeBepHBIX
Myromkap nMeeTcs JeBHAHTHBIH dK3eMIULIp chepuueckux Spumellaria u3z
paspesa Ha p. AktacTsl (puc. 4,a, 6): Spongentactinia permica permica (Kozur
et Mostler). 3mecy yIBOoeHHMIO TOABEPrHYTa BHYTPEHHssI mopucrtas cdepa,
a BHENTHsIsI Ty0uaTast 000s109ka mpruodpeTaet hopMy YILIOMEHHOTO TITapa.

Camplii TpeBHUH TpUMED COYeTaHMU S FOBEHIIBHBIX U B3POCIBIX (hOPM TBOI-
HUKOBaHMSI OOHApY KEH HAMM Cpelu CaKMapcKux paauonsipuii FOxHoro Ypana
B paspese Konnyposckuii Ha p. Caxmapa (puc. 4,6—0): Copicyntra multispinosa
Kozur et Mostler u Entactinia meyeni (Kozur et Mostler). Otu ¢popmbl ynuBu-
TEJIBHO HAIOMUHAIOT COYETAaHUE COBPEMEHHBIX IOBEHUIIBHBIX U B3POCIBIX 0CO-
6eit Actinomma (puc. 2,0-3) u3 ¢propnoB Hopserun (Itaki, Bjerklund, 2007).

Puc. 5. IloctepmaTHblii THI aAeBHManuu pajxuoisipuii moxrumna Polycystina m3 kiacca
Stauraxonaria: a, 06— Latentifistula astricta Nazarov, ox3. [TH, Ne 5481/16728, HIoKHSIS IEPMb, CaK-
mapa, paspes Konayposckuii, p. Cakmapa, FOxubIi Ypan, Poccus: a—dparMeHT, mTpux =23 MKM,
6 — mrtpux = 265 MxM; ¢ — Latentifistula crux Nazarov et Ormiston, x65, cpeqHsISI—BepXHsS
nepmb, I0ro-3amanuenii Kutait (Feng, Liu, 1993, pl. VI, fig. 2); 2 — Ruzhencevispongus uralicus
Kozur, x74, Bepxusist nepmb, FOxubiii Kurait (Wang et al., 2006, fig. 12CC); 0—ac — BepxHuUi
KapOOoH, TKeNb, p. Ypau, IOxHerit Ypai, Poccus (McakoBa, Hazapos, 1986, tadn. XX VII, ¢ur. 2,
8, 9): 0, e — Latentifistula heteroextrema Nazarov: 0 — mrpux = 272 MKM, e — IITpUX = 445 MKM,
oic — L. torulosa Nazarov, mtpux = 136 MKM.
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CnBoennbie ckenerhl Bientactinosphaera egindyensis (Nazarov) (puc. 4,e)
BCTPEUCHBI CPEIH PAIUOIISIPUI U3 BEPXHEICBOHCKHX (CpeHUH (paH) OTIIOKEHH
Tumano-Ilevopckoro Oacceitna (AdanacreBa, 2000). Ha ceromusmanii 1eHb 3TO
HauboIee TPEeBHSS HAXOKa IEBUAHTHBIX MYJIBTHILTUKATUBHBIX PaIHONISIPUIL.

[IOCTEPUATHBII THUII

[MocTepuaTHBI THUI 3aKJII0YAETCS B MOSBICHHH HECKOJBKHX CTPYIIUPO-
BaHHBIX cyOc(hepryeckiX HapOCTOB, UMEIOINX HECOMHEHHYIO CBS3b C OCHOB-
HBIM CKEJIETOM. DTH yJIUBUTENIbHbIE 00pa30BaHUs, OUYCHb YCIOBHO Ha3BaHHBIC
HaMHU «JI€TKaMM», PaCIpOCTPAHEHBI TOJBKO y Pa3HBIX MPEACTaBUTENEH paano-
JApui U3 Kilacca Stauraxonaria.

B nameil xomnekuuu 3Ta HeoObIYHAs opMa MPOUCXOAHUT M3 OTIOKECHUH
cakMapckoro sipyca paspesa Konayposckuit B OpenOyprckom I[lpemypainbe
(puc. 5,a, 6): Latentifistula astricta Nazarov.

[Tomo6uBIe 00pa3zoBanms HaOmromaroTes y panuonsipuii Latentifistula crux
Nazarov et Ormiston (puc. 5,6) u3 cpenHei-Bepxuei nepmu HOro-3amamgHo-
ro Kuras (Feng, Liu, 1993) u y Ruzhencevispongus uralicus Kozur (puc. 5,2)
n3 no3nuer nmepmu lOxHoro Kurast (Wang et al.,, 2006). Takue ke «JIeTKN»
oTMeueHbl y paauonsipuii Latentifistula heteroextrema Nazarov u L. torulosa
Nazarov (puc. 5,0—ox) U3 OTIOKEHHUH TKEIbCKOTO sipyca BEpXHEro kapOoHa
Ha p. Ypan FOxnoro Ypana (Mcakosa, Hazapos, 1986).

CAIIITIJIEMEHTAPHBIN TUIT

CanmyieMeHTapHbIi THUI TPOSIBISETCS B BETBJICHUH, YIBOCHHUH WV HIIH
B MOSIBJICHUN «CBEPXIUTATHOI» JIOMACTH, a TAK)KE MHOTO JIEMEHTA CKeJleTa, J0-
MOJHUTENIBHOTO K cTaHfapTHol ¢opme. Cpenu COBPEMEHHBIX palUONSIPHit
Rhopalastrum sp. (puc. 6,a) u3 noHHsix npod mopsi banna nHa 3anage Tuxoro
OKeaHa OOHApY’KEH CKeJNleT, Y KOTOPOTO pa3BUTa JOMOIHUTENbHAS YeTBepTas
nornacth (Van de Paverd, 1995). Anamorudnsie pOpMBI C pa3IBanBarOIIEHCS JT0Ta-
CTBIO BCTPEUCHBI CPEAM paHHEIOpcKuX paguonspuii Operona, CLIA (Yeh, 1987):
Sontonacella spongiosa Yeh (puc. 6,0). DT0 4eM-TO HATIOMHHAET «IIIECTOU TAJICID.

CaepxurtarHasi 4eTBepTas JIONACTh OOHAPY)KEHA Ha CKelleTaX pajHoJIsIpHil
Tritrabs worzeli (Pessagno) (puc. 6,6, 2) U3 BepxHel 10pbl (TUTOH), paiioHa 30-
neaxodena ['epmanun (Dumitrica, 2013). Cpennt cpeaHEIOPCKUX PATHOISAPUI
B Operone CIIIA BcTpedaeTcst HECKOIBKO YKJIOHSIOMIUXCS (OPM, Y KOTOPBIX
JIOTIOJTHATEIBHAS JIONACTh «BOCIPOU3BOAUTCS moukoBaHuem» (Yeh, 2009; Yeh,
Pessagno, 2012): Higumastra obesabraccia Yeh m Homoeparonaella elegans
(Pessagno) (puc. 6,0, e). B xkauecTBe canmnieMeHTapHO JeBHAIITH MOKHO paccMa-
TPUBATh BETBIICHNEC alTUKaJILHOTO pora Hacceusipuu Lysemelas olbia Sugiyama
n3 BepxHero Tpuaca Llentpansroii Anonnn (Sugiyama, 1997) (puc. 6,01c).

HawnbGonee mupoko canrmieMeHTapHBIN THIT JEBHAIINH TIPOSIBISAETCS B BET-
BIICHUH WJIM yIBOCHUH UTJL.

VYaBoeHMe MOJSPHOM UTIIBI HAOTIOAANIOCH Y CPEIHETPHUACOBBIX PATHONISIPUi
cesepHoit Utanuu (Dumitrica, 2013): Oertlispongus inaequispinosus Dumitrica,
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Puc. 6. CanmieMeHTapHBI THUN JEBUAIIUU CPEAM paauonspuil moaTumna Polycystina: a —
Rhopalastrum sp., mTpux = 70 MM, 1oHHasa npoba, mope banna, 3aman Tuxoro okeana (Van
de Paverd, 1995, pl. 50, fig. 6); 6 — Sontonaella spongiosa Yeh, mrpux = 217 MKM, HUXKHSIS 10pa,
HwKHUHK Toap, Operon, CILIA (Yeh, 1987, pl. 21, fig. 4); 6, ¢ — Tritrabs worzeli (Pessagno), Bepx-
HAS 0pa, TUTOH, 3onenxoden, ['epmanus (Dumitrica, 2013, figs. 3, 4 in fig. 4): ¢ — mTpux = 176
MKM, ¢ — mTpux = 188 MKM; 0, e — cpennsis opa, 6ar, Operon, CIIA, mrpux = 110 MkM: 0 —
Higumastra obesabraccia Yeh, (Yeh, Pessagno, 2012, pl. 1, fig. 16), e — Homoeparonaella elegans
(Pessagno), (Yeh, 2009, pl. 3, fig. 5); oc — Lysemelas olbia Sugiyama, mTpux = 75 MKM, BEpXHUI
Tpuac, Hopull, llenrpanbnas Snonns (Sugiyama, 1997, fig. 7 in fig. 43); 3, u — Oertlispongus
inaequispinosus Dumitrica, Kozur et Mostler, mTpux = 61 MKM, cpengHU TpHWac, BEpXHUI
anusuii, CeBeprast Urtanus (Dumitrica, 2013, figs. 3, 4 in fig. 3); x, 2 — Trilonche? sp. 1, Bepx-
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Kozur et Mostler (puc. 6,3, u). CIBO€HHBIE UTJIBI BCTPEUEHBI Y TIO3HETIEPMCKUX
paauonspuii Trilonche? sp. 1 (puc. 6,x, 1) Ha rore Kurast (Feng et al., 2007). Cpe-
I paHHenepMCKUX paauoisipuii KOxHOro Ypana oTMEYeHO yIBOCHHE OCHOB-
HbIX Uit (Amon et al., 1990): Spongentactinia rigida Amon et Braun (puc. 6,x).
YBOCHHE OCHOBHBIX UTJI YCTAHOBJICHO CPEIH PAHHEKAMEHHOYTOIBHBIX PaJIno-
nspuit Entactinia sp. Typuun (Caridroit et al., 1997) (puc. 6,#).

B nozaHeM feBOHE paHoNISIpUU CO CIBOCHHBIMH UTJIAMH BCTPEUCHBI:

* Haroro-3anaaHe Kuras (Wang, Luo, 2009): Trilonche davidi (Hinde) (puc. 6,0);

* Ha ceBepo-BocToke Tammanma (Saesaengseerung et al., 2007): Trilonche
vachardi Wonganan et Caridroit (puc. 6,1, p);

* cpenu TMO3JAHEACBOHCKHX, cpenHedpaHckux paauonspuit Tumano-Ile-
gyopckoii mpoBuHINH (Adanacbea, 2000) (puc. 6,c—y): Entactinia bifida
Afanasieva, Moskovistella deorsiacus (Nazarov et Ormiston) u M. mira
Afanasieva.

OBCYXJIEHUE U BbIBO/IbI

JleBuaIy B MHIUBUAYATIBHOM PA3BUTHH PAJAHONISIPUU BCTPEUAOTCS Kpaii-
HE PEIKO, O YeM CBUJICTEILCTBYIOT HAallU COOCTBEHHBIC HAOIIONEHHS MO pa-
JUOJISIPUSIM TIAJIC030s U JIAHHBIC U3 JIUTEPATYPHBIX UCTOUHUKOB 32 IMOCIICIHUC
45 nmet. Bmecte ¢ Tem, HaM yAanoch BBISIBUTH Ol BHJI COBPEMEHHBIX M HCKO-
MAeMbIX PaJUONSPHIA C IEBUAHTHBIMHU OTKIOHCHHUSIMH. [IpH 9TOM KOTUYECTBO
JICBHAHTHBIX (POPM COCTABISET HUUTONKHYIO, UCUE3AIONIC MAJIYIO BEIHUUHY B
CPaBHEHHH C U3BECTHBIMHU K HACTOSIIEMY BPEMEHH BUJAMH PATUOIApHil (aHe-
po3os — 14 680 BuoB (Arapkos, 2014).

PaccMoTpeHHBIC HAMU JIeBHaHTHBIE ()OPMBI TPUHAIJIEKAT BCEM TPEM MO~
tuniam tuna Radiolaria Miiller, 1858: Phacodaria Haeckel, 1879; Polycystina
Ehrenberg, 1838; Collodaria Haeckel, 1881 (ta6x. 1). [Ipu 3TOM K MOJHITUCTH-
HaM OTHOCHTCS OONbIIas YacTh NeBHAHTHBIX (hopMm. Kpome Toro, HM OomuH
U3 KJIACCOB PATUONSPUU-TIONUIUCTHH HE SBISICTCA HCKIIOUHUTEIBHBIM,
3aIUIIECHHBIM OT JEBUAHTHBIX YKJIOHeHUH. Hanbomnee moasep keHHBIMU JIeBUa-
USIM OKa3aJiuch cheprueckue nmopucthbie Sphaerellaria ¢ (45.3%) u onacTHbIe
dhopmer Stauraxonaria (30.2%) (puc. 7).

Hsist iepMb, yancH, FOxueiii Kuraii (Feng et al., 2007, pl. 3, figs. 7, 8): x — mrpux = 101 mMxwm,
a2 —mrpux = 119 mxM; m — Spongentactinia rigida Amon et Braun, mtpux = 87 MKM, HUXKHSS
nepmb, apT, p. bemas, FOxub1i Ypan (Amon et al., 1990, pl. 4, fig. 4); # — Entactinia sp., x120,
HWOKHHMU KapOoH, HIKHUN TypHe, Typuuns (Caridroit et al., 1997, pl. 1, fig. 12); o — Trilonche
davidi (Hinde), x180, BepxHuuii neson, ¢paH, roro-3anaansiii Kurait (Wang, Luo, 2009, pl. 1,
fig. 11); n, p — BepXHHUI AeBOH, ceBepo-BocTOK Tamnanna (Saesaengseerung et al., 2007, figs. 34,
38 in fig. 4): n — Trilonche vachardi Wonganan et Caridroit, mtpux = 150 mkm, p — Trilonche sp.
B, wtpux = 91 MKkM; c—y — BepxHUil 1eBOH, cpeaHuid ¢ppan, Tumano-Ilevopckuii 6acceitn, Poc-
cus (Adanacwena, 2000, Tabn. 33, ¢ur. 3, radbn. 72, gur. 6, Tadn. 74, dur. 6): ¢ — Moskovistella
deorsiacus (Nazarov et Ormiston), ax3. I[IMH, Ne 5311/11834, mtpux = 30 Mkm, m — M. mira
Afanasieva, sx3. [IMH, Ne 5311/04633, mtpux = 33 mkwMm, y — Entactinia bifida Afanasieva,
9k3. [IMH, Ne 5311/04604, mTpux = 67 MKM.
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Ta6mmua 1. [leBuantHele paguossipuu  (GaHepo3ost U3  Pa3IUYHBIX

PErMOHOB MUpa

Pannoaspun | Bospacr [ Pernon
Tun Nassellaria
Pterocorys ¢ la Haeckel, 1887 )
Prerocorys Teus (Miller, 1858) Corp b 3anajsan TponuMeckas ATIaHTHKA
L las olbia Sugiyama, 1997 Hosanuii Tpuac, nopuit | Maneonanudmxa, Lenrpanshas SAnonus

Parvicingula dhimenaensis Baumgartner, 1984

Cpeit—no3. opa, Gar=THToH

Ic sp-

Cpennmii TpHac, ann3uii

Teruc, Hranus

Tun Stauraxonaria

FEuchitonia furcata Ehrenberg, 1872

3an. Haundma, I0muo-Kiraiickoe Mope

o - .
m}i:ﬁz :r;ullcn Haeckel, 1862 Cenp * 3an. Hamduxa, Mope Banja
| Spongaster tetras Ehrenberg, 1860 Heorew, nimolen Mandmia, S

Tritrabs worzeli (P 1977), var. 1

Tritrabs worzeli (Pessagno, 1977), var. 2

Tlozmas opa, THTOH

Teruc, IOxnas I'epmanua

Hi besabraccia Yeh, 2009

H&nogﬂarﬂnaella elegans (Pessagno, 1977)

Cpesaaa wopa, 6ar

Bocr. HNaneonanmduia, Operon, CILIA

Sontonaella spongiosa Yeh, 1987

Pannss wopa, Toap

Triassoastrum transitum Kozur et Mostler, 1978

Hosanmii TpHac, Kapamnii

Terne, Apctpua

Ruzhencevispongus uralicus Kozur, 1980

Tlosss nepme

Ianeorerne, Knnii Kutaf

Latentifistula crux Nazarov et Ormiston, 1983

Cpeanas-nosiHas nepMb

Taneorernc, I0ro-3anaansii Kurait

Quadrilobata? blomei Nestell et Nestell, 2010

CpejiHas HepMb, KeTeH

[Taneorerue, Texac, CIIIA

1 ifistula astricta Nazarov, 1986

Pannag nepMe, cakMapa

Latentifistula heterc Nazarov, 1986

[ozmmit kapGoH, el

Maneorerne, IOmusii Ypan

Latentifistula torulosa ampliata Nazarov, 1986

Tun Sphaerellaria

Acti boreale Cleve, 1899, var. | Cont T A H

Actinomma leptoderma (Jergensen, 1900), var. 1 b e e
Acti leptoderma (Jorgensen, 1900), var. 2

Prunopyle antarctica Dreyer, 1889 b antied

Sphaeropyle langii Dreyer, 1889 Mamndmka, Anonckoe Mope
Acti boreale Cleve, 1899, var. 2

Acti boreale Cleve, 1899, var. 3 Ineiicronen

Quinquecapsularia grandiloqua O'Dogherty, 1994

Staurosphaeretta wisniowskii (Squinabol, 1903)

Cpemimit Men1, ceHoMaH

Ternce, Typums

Mendacastrum baumgartneri Dumitrica et Ziigel, 2002

Tlosanss wopa, THIOH

Terue, IO0muan lepmanns

Spongopallium sp. 1

C i1 TpHac, anIHii

Terne, Bocrounsie Kapnars

Trilonche? sp. 1

Tosman 1epMb, YAHCH

Ianeorerse, IOmnnil Kurait

| Spongentactinia rozhnovi Afanasieva et Amon, 2016

Spongentactinia rigida Amon el Braun, 1990

Panuas nepMe, apr

Copicyntra multispinosa Kozur et Mostler, 1989

Entactinia meyeni (Kozur et Mostler, 1989)

Pannas nepmb, cakmapa

Maneoreme, IOxnei Ypan

Entactinia sp.

Pannuii kapbon, TypHe

[aneoterne, Typuus

Trlonche sp. B

Trilonche vachardi Wonganan et Caridroit, 2005

[lorsmmuii neson

[Maneoasuarcruii oxean, Tamnana

Bientactinosph egindyensis (Nazarov, 1975)

Entactinia bifida Afanasieva, 2000

Moskovistella deorsiacus (Nazarov et Ormiston, 1993)

Moskovistella mira Afanasieva, 2000

Trilonche davidi (Hinde, 1899)

Hosmmuii aeson, gpan

Ypasckuii oxean,
Tumano-Tlevopexnit Gacceiin

laneoasnarckuii okean, 10.-3. Kuraii

Tun S llaria

Dicerosatumalis trizonalis (Ruist, 1898)

Spongosaturninus medioangustus Dumitrica, Ziigel, 2008

Spongosaturninus radius Dumitrica el Ziigel, 2008

Spongosaturninus tortuosus Dumitrica et Ziigel, 2008

Tosmmas opa, THTOH

Terue, Kunas 'epmanns

Pseudospongoprunum? sp. A

[Mosauas nepmb

[Maneorerne, Tamnana

Oertlispongus inaequispinosus Dumitr., Koz, Mostl, 1980 | Cpeunii puac, annmnii Terne, C Hraams
Tun Aculearia
Albaillella lauta Kuwahara, 1992 osas nepms Iaseonar Hnomus

Haplodiacanthus anfractus Nazarov et Rudenko, 1981

Panusas nepMb, apT

HManeorerne, Kmuwii Vpan
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‘ Cammemem‘apnbmé MynbTHIIMKATHBHbI
37.8% = 52,8%

Sphaerellaria
45.3%

T~

Puc. 7. [lnarpamma OTHOCUTENBHOI'O CO- Puc. 8. [uarpamMma cpaBHUTEIBHOIO CO-
JIep>KaHMs IEBUAHTHBIX ()OPM B KJIacCax pajJu- OTHONICHHS TUIOB JAEBHAMK B 0OIIEM YHCIIe
onsipuit monrumna Polycystina. JEBHAHTHBIX (OpM.

Bce paccMoTpeHHBIE JeBHAIINHN €CTECTBEHHBIM 00pa3oM OOBEAMHSIOTCS B
TPHU TPYIIBI COO0Pa3HO THUITY OTKJIOHCHUW: MYJIBTIUIMKATUBHBIC, CATTIIIEMEH-
TapHbIC U MMOCTepUaTHeIe (puc. 8).

Haubonbiiee yucno OTKIOHEHUH y PaguoIspUN-TIONMIUCTHH TPUXOIUTCS
Ha MyJbTHUITUKaTUBHBIC AeBuanuu (52.8%). OHHM MpeAacTaBIsSIIOT cOOOM, Kak
MIPaBUJIO, ABA CPOCIIUXCS MEKTY COO0I «CHaMCKHX» OpraHU3Ma, COeTMHEHHBIX
CKEJIETHOM TKaHbI0. [Ipy 3TOM Ba’KHO NOAYEPKHYTh, UTO 3TO UMEHHO LIEJIbIE Op-
TFaHU3MBI, a HE UX YaCTH.

CanrmnieMeHTapHbIe IeBUAIIH COCTABISIIOT 37.8% OT 0011ero yucia paccMo-
TPEHHBIX (POPM U OOBIYHO TPOSIBISIOTCS B YABOCHUHU OTIACIBHBIX MOP(OJIOTrH-
YECKUX CTPYKTYP.

[loctepuaTHbie neBUAINN KpaifHEe PEeIKH M COCTABISIOT TOIBKO 9.4%. OHN
CBSI3aHBI C MOSBJIICHUEM KPOXOTHBIX HOBOOOPA30BaHUH «JIETOK)» Ha €IUHUYHOU
MOP(OIOrUYECKOH CTPYKTYPpE.

Bo3HuKHOBEHHE JEBUAHTHBIX PAJUONSIPUNA, BO3MOXKHO, CBSI3aHO C JIBYMS
OCHOBHBIMH ITPUYMHAME: C HAPYUICHUSIMHU B IIPOIIECCE PA3MHOXKEHHUS U C MyTa-
nusiMU. MyJIBTHIUIMKATUBHBIE U TIOCTEPHATHBIE EBHAIIUU OOYCIIOBJIEHBI, CKO-
pee Bcero, OTKIIOHEHUSIMH, HApyIIEHUSIMH UJTU JIe(peKTaMHU ITPU Pa3MHOKEHUH B
nportiecce buHapHoro neieHus. CanraeMeHTapHbIe JeBHAIIH, BO3MOXHO, TIPE/I-
CTaBJISIOT COOOH MyTaIlli MOJYJICH.

JedexTbl pasMHOKEHUA

JKu3HEHHBIN UK ¥ TIPOIECCH PA3MHOKEHUS Y PAIHOIISIPUN B 3HAUUTEITb-
HOIi CTEIIeHHU He U3yueHbI U He u3BecTHHI (Anderson, 1983; De Wever et al., 2001;
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Lazarus, 2005; AdanacseBa, AmoH, 2006; [Terpymiesckas, 1986). CsizaHo 310
C O'POMHBIMHU TPYAHOCTAMHU, a MMOAYAC U HECBO3MOKXHOCTBIO KYJIBTUBUPOBAHUA
JKUBBIX PAJHOJISIPUN B HCKYCCTBEHHBIX JJA0OPATOPHBIX YCIIOBUSX. TeM He Me-
Hee, OT/ACIIbHbIC HAOMIOICHUS CYIIECTBYIOT.

Crioporene3 ¢ o0Opa3oBaHHEeM CIOp OCO0OTO THIIA — CYOpMEpOB (aHTJL.
swarmers) — ObL1 u3y4eH u onucan O.P. AunepcoHoM y komnochepun (Anderson,
1976, 1983). Cyopmepsl GOpMHPYIOTCS BHYTPH LEHTPAJIBHON Karcyiabl MaTe-
PUHCKOH 0CO0H, MPEACTABIISIIOT COOON KTYTHKOHOCHBIC CIIOPHI C SIPOM H He-
CKOJIbKUMU JIMTIATHBIMHA BaKyOJsSIMU, OKPY>KEHHBIMU 000J104K0i. FHTEpecHo,
YTO CYOPMEPBI Y PaJHOISPHIl HAOTIOIATUCH TONBKO i1 Sifu, T. €. TOJIBKO BHYTPH
Tejaa MaTEPUHCKOM 0COOM, M HUKOTJIa BOBHE B KYJIBTYpE JJAOOPATOPHOU Cpe/IbI
WM B BOJHOM CTOJIOC MPUPOJHBIX YCIOBUU. BoIbIoe cXOJCTBO CyopMepoB
paauonspuii u cyopmepoB Heliozoa u Acantharia, cliocOOHBIX K TIOJIOBOMY pa3-
muO)keHuto (Grell, 1973), mpuseno Auaepcona (Anderson, 1983) xk BEIBOY, UTO
B YKU3HCHHOM ITUKJIE PAJAHONISIPUil a3a MoJIOBOTO Pa3MHOMKCHHUSI TPUCYTCTBYET
Hapsay ¢ ¢aszoi Oecnonoro. OxgHako monoBas (aza He ObLIa JOKYMEHTHPOBA-
Ha y panuonsipuit (Lazarus, 1983)'. Pagnonsipusim mpucyn crioco6 6ecronoro
Pa3MHOKEHUSI TOCPEACTBOM JICJICHUS (AMUTO3), KOTOPOE MOXKET OBITh TPOCTHIM
OuHapHBIM WM MHOXecTBeHHBIM (Brandt, 1902; Hollande, Enjumet, 1953; De
Wever et al., 2001).

MyNbTUIUTHKATHBHBIEC JEBUAIIMH BO3HUKAIOT BCIICACTBHAE HAPYIIECHUS MPO-
necca OWHAPHOTO JICNICHUS] MAaTePUHCKON KieTku. JleJieHne He JOBOJUTCS JIO
JIOTUYECKOTO KOHIIA, U JIOYEepPHUE OCOOM OCTalOTCS CpPAlIeHHBIMU, O0OBhEINHEH-
HBIMU (CHaMCKUMHU, cIBOMHUKOBaHHBIMU) (Anderson, Gupta, 1998) (puc. 1-4).

bonpmas CKOPOCTb ACJICHUA, BUAUMO, MOXET MIPUBOJAUTH K TOMY, UTO O/JHA
13 JOYCPHHUX KJIIECTOK BHOBL MCHBITBHIBACT ACJICHHUC, UTO NPUBOJUT K arperaram
13 TPEX-UETHIPEX CPOCHTUXCS HHAUBHIOB (puc. 3,0, e). [Ipn a3TOM omnH-1Ba WH-
JUBHUJIa U3 TAKOr0 arperara MOTYT UCIBITHIBATh 3aJCPKKy B Pa3BUTHH, YTO
MIPUBOJIUT K COBMECTHOMY HAaXOXJICHUIO B arperaTe IOBEHUJIBHBIX U B3POCIBIX
ocobeit (puc. 3,0—3, 1) (Itaki, Bjerklund, 2006, 2007).

MyTauuu MoayJei

Konuenuust MOIyIbHOCTH SIBJISIETCS OJHOM M3 OCHOBOIIOJIATAIOIIUX B CO-
BPEMCHHOM 3BOJIFOIIMOHHON Ouonoruu pasputus (evo-devo) (Wagner, 1996;
Schlosser, Thieffry, 2000; Bolker, 2000; Parter et al., 2007; Clune et al., 2013;
Rozhnov, Mirantsev, 2014). [lorsiTHE «MOAYIHFHOCTE» O3HAYaeT CIOCOOHOCTH
CHCTEMBbI OPraHM30BaTh B ccOC HECKOIBKO IMOJCUCTEM, CYOBEIUHUII, MOAPA3-
JICJICHUH, KOTOPBIE Pa3BUBAIOTCS JOCTATOYHO HE3aBUCUMO OT JIPYrux. Momymnu
HUMEIOT UEPAPXUUCCKYIO0 CTPYKTYPY U MOTYT Pa3leisThCsl U OOBEAUHSITHCS B
nporecce uX pa3BUTHSL.

! “A sexual phase has not been demonstrated in the Radiolaria” — Lazarus, 1983, p. 330.
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BbisiBieHre 1eBUANi OTAETBHBIX IPU3HAKOB B CKEJIETE PAAHOIISPUN TI03BO-
JISIET PACIO3HATh MOAYJIBHOCTH apXUTEKTYphl U cTpoeHus. Mopdonornueckne
CTPYKTYPBI CKeJIeTa paluoIsIpUil HEPapXUUHBL, U 3Ta UEPAPXHsI €CTECTBEHHA, 00-
YCJIOBJICHA, TIPEKJE BCETO, OHTOICHUEH CKEJIETa, BpEMEHEM U HOPSIKOM 3aJI0%Ke-
HUS TEX MM UHBIX CTPYKTYp panuonspuii (AdanacbeBa, AMoH, 2006; Afanasieva,
Amon, 2014). CanmuieMeHTapHbIe IeBUAllMH, 0XapaKTepU30BaHHBIE BHIIIIE, TI03BO-
JISIFOT BBISIBUTH U TIPU3HATH OTHOCHTENBHYIO HE3aBUCHMOCTH Pa3BUTHS HECKOJb-
KHX MOJyJIel — MOIYJIA «BHYTPEHHHI KapKacy, «HIIIbD», «CATTHTAIBHOE KOJIBIIO
y caTypHaIHI», «0Omuii abprc 1 TabUTyC (JTomacTu Stauraxonaria)y.

Monyiu MOTYT HOABEPIaThCsl U3MEHEHUSIM (MyTalUsM), IPUYEM 3TOT IPO-
Lecc He 3aTparuBaet Apyrue Mmoxyiu. C TOUukH 3peHus MopQorenesa JeBUaHT-
HOCTB TIOMOTAET BBISIBUTH JJOCTATOUHO «CIIa0bIe» MOJYTU-OJIOKH B apXUTEKTYPE
CKeJleTa, MAaKCUMaJIbHO MOABEPKEHHBIE CTPYKTYPHBIM H3MEHEHHSIM. MyTanun
3aKPEIISIOTCS B ICBUAHTHBIX OTKJIIOHEHHUSIX OT HOPMBI, KAKOBBIC M CITyKaT OC-
HOBHBIM HHJMKAaTOPOM MOIYJISPHOCTH CKEJIETHONH KOHCTPYKLIHH.

Bo3MoskHbIe IPUYMHBI BOSHHKHOBEHUS NeBHALIUIM

[IprynHaMy BO3HMKHOBEHUS I€BHALIUN Y PAAUOISIPUNA MOTYT CIIYKHTh SKC-
TpeMasTbHbIE YCIOBUS OOUTAHUS PAJHONISIPUEBOH IIIAHKTOHHOW (hayHBI.

B reonoruueckoii IeTONUCH JIEBHAHTHBIC PAIUOISIPUE PacpOCTPAHEHBI OT
JIEBOHA /10 HAIUX JIHEH, T. €. 3TO JOCTaTOYHO JipeBHee siBjieHne. OHaKo, OHU
pacrpocTpaHeHbl HE PaBHOMEPHO, 4 UMIIYJIIbCHO, KOI/la Ha OTACIBHBIX OTPE3Kax
(haHEpO305 MOSABIIAETCS CPa3y HECKOIBKO IEBHAHTHBIX (DOPM, a CaM¥ ATH OTPE3KH
MOTYT OBITH pa3fieTIeHbl 3HAYNTEIbHBIMHA «HEMBIMI» BPEMEHHBIMH HHTEPBAJIAMHU.
[Ipu »TOM HabmrOmaeTcs: OnpeeNeHHas TPUYPOYCHHOCTh TIEPHOJIOB C BHICOKHM
COZIEp’)KaHUEM JIEBUAHTOB K T€OKPATHYECKUM 3I10XaM: JIEBOHCKOH, IEPMCKO-TpHa-
COBOM U HEOr'eH-4eTBepTHUHOM. [ eOKpaTHUecKuM 3moxaM CBOMCTBEHHA OOJIbINas
KOHTPACTHOCTh U pa3Ho00Opa3ue KIIMMaToB KakK Ha CyIIle, TaK B OKeaHax. Bo3mox-
HO, TaHHBIN ()aKTOP MOT TIPOBOIMPOBATH MOSBJICHHE JCBHAIINH Y PaTHOISPHIL.

Knaccnueckas Tanaccokparnueckasi MeJIoBasi AII0Xa OXapakTepr30BaHa BCe-
IO JINIIb IByMSI IPEACTAaBUTENIEM JEeBUAHTHBIX pagHosspuil (puc. 3,6, o).

Paguonsipun — 3TO NPEeMMYIIECTBEHHO OOUTATENM OTKPBITBIX MOPCKHX
U OKEaHWYEeCKUX 0acCEeHHOB CO CTAOMJIBHBIMHU YCJIOBUSIMHU, OJHAKO OHHU OBLIH
CIIOCOOHBI HACETATH U HpI/I6pe)KHBIC AKBaTOpHH, HAITPpUMEP, B 30HAX allBEJIJINH-
ra, Bo (hpopAax, OyXTax, MEIKUX 3aJUBaX, IJI€ YCIOBUS OOMTAHUS MOTIIN PE3KO
MEHSATHCA U OBITh KOHTPACTHBIMHU. BO3HUKHOBEHHE JIEBHAHTHBIX ()OPM MOTIIO
OBITH IPUYPOUYCHO K TAKUM HECTAOMIIBHBIM aKBaTOPHSIM.

Oco060ro BHUMaHUS 3aCITy>KUBAIOT MO3IHEICBOHCKHE IeBUaHThI TrmaHo-I levop-
CKOT'O perroHa 1 FOpCKHe JeBHaHTHBIE (hOpMBbI paiioHOB 3oipHX0(eHa 1 OperoHa.

Pationa 3onbHxO()eHA XapaKTEPU3YETCS OCTPOBHBIM MajicoiaH amadToM
¢ oOmimMeM JaryH ¥ JINMaHOB, OTACIEHHBIX OT Majie00KeaHa Tetnc GapbepoM
ryOKOBO-BOIOPOCIIEBO-MUKPOOHANBHEIX W KOPaUIOBBIX pudoB (Schmid et
al., 2005). HaHOIIaHKTOH W paJuONSIpUU MPOHHUKAIU B JIATYHBI U JIMMAaHbBI B
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MOMEHTBI HauboJiee BBICOKOTO CTOSIHUS YPOBHS BOJ BO BpEMSI TPAHCI'PECCHH
(Dumitrica, 2013). I1. AymuTtpuka (Dumitrica, 2013) nmonarai, 4To HIMEHHO CO-
YeTaHHe CTOJIb HEOOBIYHBIX YCIOBUI OOMTAHUS 1 IPUBETIO, C OHON CTOPOHBI, K
pa3BUTHIO OOTaTON ACCOIMAIMH TTO3THEIOPCKUX PATUONISIPHA, HACUUTHIBAIOIIECH
0Kk0JI0 550 BHIIOB, a C JpyTOi CTOPOHBI, K BOSHUKHOBEHHIO MHOTOYUCIICHHBIX
JNEeBUAHTHBIX (opM (puc. 3,01c—1; puc. 6,0, 6).

dakTOp 3arpsA3HEHHS OKPYKAIOMIEH Cpeabl MOXKET MPUBECTH K TIYyOOKHM
IepecTpoiikaM B COCTaBe PaAUOISIPHEBOI OMOTHI, B TOM YHCJIE K MyTareHesy.

B wacTHOCTH, CEpOBOIOPOIHOE 3apaskeHNE B MO3HEM JIEBOHE cpenHedpaH-
CKUX NMPHUIOHHBIX BoX JlomaHnKoBoro Mopsi Tumano-Ileqopckoro peruona Bul-
3BaJIO MOSIBJICHHUE JICBUAHTHBIX OTKJIOHEeHUM (puc. 4,e; puc. 6,p—m) (AdaHache-
Ba, 2000; AdanacreBa, AmMoH, 2012; Afanasieva, Amon, 2011).

Pagnonsipun panneii—cpenneit ropet Operona, CIIA (Yeh, 2009; Yeh,
Pessagno, 2012) oOuTtanu B akBaTOPUHU MPEIyTroBOro dacceiina, GopMHupoBaB-
IIerocss B paiioHe 30HBI CYOIYKIIMH, aKTHBHOIO MarMaTu3Ma M Jaedopmanuu
kopsl (Dorsey, LaMaskin, 2008). Boasr akBaTopru OBIITH HACKIIIIEHBI TPOTYKTA-
MU MarmMaTusMa, 4To MPHUBEJIO K XEMOMYTareHe3y y JIOMACTHBIX CTAaKPaKCOHHBIX
dhopm (puc. 6,q, ¢, 0) (Yeh, Pessagno, 2012).

NuaukaTopsl yeAUHEHHBIX NONYJISIIIMOHHBIX BOJIH

B pesynbrare HapylieHHI 3KOCUCTEM MOTYT HAa4aThCsl MaKpPO3IBOJIFOIIMOH-
HBIC TIPOIECCHI, BhI3BAHHBIC FOBCHUJIBHBIMU TaKCOHAMHU MPH (HOPMHUPOBAHHUU
YeNMHCHHBIX MTOMYJISIITHOHHBIX BOJTH M HHBA3UH WX B HOBYIO Cpely OOMTaHMS.

CornacHo KOHLENIMY YeAUHEHHbIX nonynsiuuoHHbIX BoaH O.B. KoBanesa
(Kosaunes 2004, 2007, 2011; Kovalev, 2013) momymisiiuu BU0OB MOT'YT HAXOIUTh-
csl B pa3HbIX (pa3ax B 3aBUCUMOCTH OT YCJIOBUH OKpykarolien cpenbl. Pa3oBbie
MEePEeXObl 3aMETHBI B IUPOKOM JIMANa30He KOJICOAaHUH TIJIOTHOCTH MO YJISIIHH
Y BBICOKOM (DEHOTUITMYECKONH N3MEHYHUBOCTH.

Ouzndeckasi MPUPOIA YETHHEHHBIX TOMYJISIIHOHHBIX BOJTH MPOSBIISICTCS HC-
KJIFOYUTETFHO Ha 3Tarie BTOPKEHUST OPraHU3MOB B HX BTOPUYHBIN apeall. Bmecte ¢
TEM CIIOCOOHOCTH K (DOPMHUPOBAHUIO YEIMHEHHBIX BOJH OTKPBIBACTCS JIHIIb Y (pu-
JIOTEHETUYECKH MOJIOJIBIX IOBEHHIIBHBIX» TAKCOHOB. B 3BOIIOIIMOHHOM TIpoIiecce
FOBEHUJIbHBIC BUJIBI-IICHO()OOBI COXPAHSIOT HECTAOUIBHOE COCTOSIHUE TEHOMA ITPH
MHBa3HUsX B HOBOM apeaJie M MMOKa3bIBalOT CaMbIC BBHICOKHE TEMIIbl aJallTUBHBIX
M3MEHEHHH, YTO TIO3BOJISICT UM 3aBOEBBIBATH HOBEIC apealibl. beckoHeuHOEe pa3Ho-
o0pa3ue abeppaHTHBIX (IEBUAHTHBIX) 0COOEH BCTPEYAETCS TOIBKO B yeIUHEHHON
BouHe. [Ipu 3TOM camoopraHu3aiys B yeUHEHHBIX BOJTHAX PE3KO OTIUYAETCS OT
MOMYJISILIMOHHBIX MTPOIIECCOB B epBUYHOM apease Buja (Kosanes, 2004).

VYenrHeHHbBIC BOJIHBI HEBO3MOYKHBI B TIPEJIEiiax MEPBUYHBIX apeasioB BUI0B. B
NIEPBUYHOM apeajie Ha pOJMHE BHIa HE 00OHAPYIKUBACTCS HUKAKKX (POPM CKOJIb-
KO-HHOY/Ib 3HAUYNTEIHHON N3MEHYHUBOCTH, IO3TOMY MaKpOTAKCOHBI HE MOTYT TI0-
SIBUThCA B CyKIleccusx cTabmibHbIX cucteM (Kosanes, 2007; Kovalev, 2013).
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TakuMm 00pa3oMm, MPOLIECChI JCBUAIIMH, PA3BUBAIOIINE Y PATUOISIPUI HA OT-
JIETBHBIX OTPE3KaX MX T€OJOTUUCCKON UCTOPUH, SIBIISIIOTCS TIOKa3aTesieM sIBJie-
HUSI BOSHUKHOBEHHUS U PACIIPOCTPAHEHUS YEIUMHEHHBIX MOITYIISIIMOHHBIX BOIH
MIPU pacceNeHNH MPeICTaBUTENIeH MOJOABIX TaKCOHOB. KOHBIE IeBHAHTHI OCBa-
WBAIOT HOBBIN ISl HUX apeas 0OUTaHUs, OTINYAIOIIHICS OT IPapOIHHbBI BUA.

3AKJIIOYEHUE

Oco0blil HHTEpeC uccieaoBaTesiell K IeBUaHTHBIM (abeppaHTHBIM) hopmam
Cpeau COBPEMEHHBIX U NCKOMAaeMbIX )KUBOTHBIX M PACTEHUU COCTOUT B TOM, YTO
PE3KHE «YPOAJINBBIE» U3MEHEHMSI IUCKPETHBIX IPU3HAKOB U UX N3MEHUYMBOCTh
MOT'YT YKa3bIBaTh Ha BO3MOXKHBIC MarucTpalibHbIC SBOIIOLUOHHBIC Ty TH Pa3BU-
TSI, KaK TPOILIBIE, YK€ OCYIIECTBUBIINECS, TaK M OyAyIIHe, «OKIYIIHe» MTOI-
XOMISIIUX YCIOBUH B OKpykaromei cpene (Rozhnov, Mirantsev, 2014).

[Ipoananu3upoBaHHbIE HAMH PUMEPHI IEBUAHTHBIX HKCLIECCOB Y HCKOTIAEMbBIX
Y COBPEMEHHBIX PaINOIIS P IO3BOJISIOT MPUJITH K 3aKITIOYEHUIO, YTO SBJICHUE Jie-
BHALIMU CBOMCTBEHHO HE TOJIBKO MHOTOKJIETOUYHBIM OPraHU3MaM, HO U TPOTHCTAM.
C Touku 3peHust MopdoreHesa CKeJIETHBIX CTPYKTYD paauoNsIpuii JeBUAHTHOCTD
[IOMOTaeT BBISABUTH JIMILB JOCTATOYHO «CJIAa0bIe» MOLYJIH-OJOKH B apXUTEKTYype
CKeJIeTa, MaKCUMAaJIbHO IMOJBEP)KCHHBIC CTPYKTYPHBIM H3MEHEHHSIM, KOTOpbIC
Kak OBl 3aMepJii B O>KMJIAaHUM CBOETO 3BOJIOIMOHHOIO IIaHca. B cymiHocTy Bce
paccMOTpEeHHbIE MOP(OTHIIBI C AEBUAHTHBIMH OTKJIOHEHUSIMU SIBIISIIOTCS SIPKUMHU
pUMepaMy yIYLIEHHBIX BO3MOXKHOCTEH, MOCKOJIBKY MX MYyTalUUH HE 3aKpernu-
JIUCh y TIOTOMKOB; TOT/Ia KaK Bce OOraTCTBO M Pa3HOOOpa3ue pajuosipuil TOIBKO
MOATBEPKIAET (PAKT YCICIIHOM peann3aluy AEBUAHTAMHU CBOEr0 MOp(OreHeTH-
YeCKOro MOTEHIIHaa B UHANBU1YaJIbHOM U B ICTOPUYECKOM Pa3BUTHHU.

N xoTs caMu MHAMBUABI C IEBUAHTHBIMU BapHallMsIMU HE UMEJTH 3BOJIOIHU-
OHHOI'0 ycIexa, OJHAaKO 0 4aCTOTE PAaclpOCTPAHEHHUS MCKOINAEMBIX JAECBUAHT-
HBIX ()OPM MOKHO OIPENeNIUTh BEKTOP MHBA3UOHHBIX IPOLIECCOB U, BO3MOXHO,
o0IIM{ TpeHJ W3MEHYMBOCTH W MOTCHLHMAJbHBIE MyTH Mopdoreneza. Kpome
TOT0, ICBUAHTHI SIBJISIIOTCS] IPEKPACHBIMU MHINKATOPaMH U3MEHSIIOIINXCS U Ya-
CTO HEONAroNpPUIITHBIX YCIOBUH Cpebl OOMTaHMSL.

Taxum 00pa3oM, y4UTBIBas TO, YTO JIEBUAHTHBIE (DOPMBI IPUCYTCTBOBAIH
CPeAM BCEX TAKCOHOB PAIUOJSIPUN Ha MPOTSKEHUU BCero (aHepo3osi, TO sB-
JIEHUE JIEBUAHTHOCTH CJEyeT MPU3HATh HE HK30TUKON MIIM CIy4ailHOCTHIO, a
3aKOHOMEPHOCTBIO «YTYIIEHHOTO MIAHCay», ITyCTh U OY€Hb PEIKOI.

Me1 BeIpakaeM riry0okyto mpusHareabHocTh C.B. PoxxHOBY 32 uzero aHau-
3a JICBUAHTHOCTH paguoisipuid. PaboTa BeimonHena npu noaaepxkke I[Iporpam-
Mol [Ipesnnmyma PAH «DBoTIOMUS OpraHmIecKoro Mupa 1 IIaHeTapHBIX MIPO-
ueccoB» u PO®U, npoekt Ne 15-05-00451.
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Deviations in individual development of radiolarians
M.S. Afanasieva, E.O. Amon

Deviations in the construction of radiolarian skeletons are extremely rare in the geologi-
cal history. They are found from the Devonian to the Recent. It is a very ancient and
recurring phenomenon, so it should be recognized not as exotic or eventuality, but as
regularity “missed chance”. 61 deviant species are revealed in all three subphyla of Ra-
diolaria: Polycystina, Phaeodaria and Collodaria. They are identified in all five classes
of Polycystina subphylum: Spumellaria, Sphaerellaria, Stauraxonaria, Nassellaria and
Aculearia. Three types of deviations in radiolarian skeletons are proposed: multiplica-
tive, posteritive and sapplementaritive.

Keywords: Radiolaria, Phanerozoic, multiplicative, posteritive and sapplementaritive
types of deviations, “missed chance”.
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TPAHC®OPMAIIUU ®YJIJTEPEHOB KAK AHAJIOT'H
MHMKPOS3BOJIIOIUN CKEJIETOB PAJTUOJISIPUIA

10.J1. BoiitexoBckuii, /I.I. CTeneHnuKkoB

DI'BYH Ieonoeuueckuii uncmumym Konvckoeo nayunozo yenmpa PAH
woyt@geoksc.apatity.ru

B cratbhe oOpamieHo BHUMaHHE Ha TOMOJIOTHIO B CTPYKTypax (dysuiepe-
HOB — IIOJIMSAPHYECKUX MOJIEKYJ, Ha KOTOPBIX Pa3peuieHbl JHIIb 5- U
6-yTOJBHBIC TPAHU — U CKENETOB panuonspuii: Heliosphaera inermis, H.
tenuissima, H. actinota, H. echinoides, H. elegans; Circogonia dodeca-
hedra; Haliomma capillaceum, Ethmosphaera siphonophora Hkl. n ap.
CoBpeMEeHHBIE XHMHUYECKHE TEXHOJOTHH ITO3BOJIIOT U3MEHSATH (yIuie-
PEHBI K HYXHBIM (HallpuMep, HanOojiee CHMMETPUYHBIM U CTaOMIIBHEBIM)
¢opmam. COOTBETCTBYIONINE KOMIBIOTEPHBIC AITOPUTMEI (HAIIpHMeED,
SW-tpanchopmanmm) pa3druBaroT MHOT0o0oOpasue GyIiepeHOB-H30MEPOB
Ha KJIaCChl 9KBUBAJICHTHOCTH. BrICKa3aHa rumoresa o TOM, YTO TpaHC-
dopmannu QyiepeHOB MOACTHPYIOT MUKPOIBOIIIOLUN CKEJIETOB PAIHO-
JSIpUiL, a KIIacChl 9KBUBAJICHTHOCTH UMEIOT TAKCOHOMUYECKOE 3HAYCHHE.

BBEJIEHUE

B mpenpinymux padotax (BoiirexoBckwuii, 2001, 2002, 2004; BoliTexoBckmii
u ap., 2006) aBTopaMu yKazaHO Ha TOMOJIOTHIO B CTPYKTYpax (yJIepeHoB M
BEeCbMa Pa3JUYHBIX OMOJIOTMUECKUX 00BEKTOB: ckesieToB Radiolaria, koyioHwMit
Volvocacea, kancuioB ukocasapudeckux Viruses. OHa o0ycioBieHa He HX Be-
IIECTBEHHON pealim3alnei, a TeOMEeTPpUIeCKol (JIydIe cKa3aTh — TOMOJIOTHYe-
CKOIi BBUAY IIMPOKO PACIPOCTPAHEHHBIX HEPa3phIBAIONINX Ae(OpPMAIIHii) OTTH-
MaJIbHOCTBIO CTPYKTYp B OTHOIIEHUH MUHHMYMa MaTE€PHAIbHBIX, SHEpPreTHYe-
CKHX ¥, MOKET ObITh, BDEMEHHBIX 3aTpaT Ha BOCIIPOU3BOJICTBO.

[epBoie n300pakeHust ckesietoB Radiolaria, KoTOpbie CEroHsT OTHOCIT K
KJIacCcy QyJIepeHOB (BBITYKIIbIC MOJIUAJIPHI, HA KOTOPBIX pa3pelleHbl JIUIIb S5- 1
6-yTroJIbHBIC TPaHM), ONTyOImKkoBaHbI B paborax (Haeckel, 1884, 1887; puc. 1) kak
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Puc. 1. ®ynnepen C | (cnesa), ckenersl Heliosphaera echinoides Hkl. (8 nentpe, Haeckel,
1884, 1887, 2005; I'ekkenb, 2009) u Aulonia hexagona HKkI. (cnpaBa, Thompson, 1945).

CBHJICTENIBCTBO «KPacoThl (JOPM B MOPCKHUX TIyOWHAX», 32 KOTOPOH KpoeTcs
HeKoTopas HenecoodpasHocTs. B padore (Mopayxait-bontosckoii, 1936, 2012)
BBIBEJICHBI TICPBBIC YPABHEHHU I, XapaKTEPHU3YIOLIHE TOMOIOTHIO ATOH CTPYKTY PBI
(Hampumep, pOBHO 12 TIEHTAaroHOB MPH JI000M — KpoMe | — Unclie TeKCaroHoB).
B monorpaduu (Thompson, 1945; puc. 1) 3Tu COOTHOIIEHHS OTKPBITHI 3aHOBO.

Tomonoruto ¢ynnepeHoB u ckenetoB Radiolaria momjaepxuBaroT U CoBpe-
MEHHbIC criennanucTbl. «HeOe3pIHTEPeCHO OTMETUTh, YTO MOTCHIUATIBHO CTa-
OUIIBHBIMU SIBIISIFOTCST (YJUICPEHBI... MAKCUMaIbHO CUMMETPHYHBIC, ... 3THM
YCITIOBHUSIM OTBEUAIOT MKOCAdIpHUECKasi U JOJCKadApuyecKasi IPpylIbl MOJInd-
JPOB, YaCTO BOILIOUIAIOIIUECS B CKeleTax cepruuecKux paauoisipuit» (Ada-
HacbeBa, AMoH, 2004). 3xech ymecTHO BcioMHUTE Circogonia icosahedra HKI.
u Circogonia dodecahedra Hkl, mpuHIMIIBI OpraHU3aIIUN KOTOPHIX 3aJI0KEHBI
B HaszBaHusX. [IpaBaa, mocne D. ['ekkensi, KaKETCs, HUKTO HE HAXOIUJ Mpe.-
CTaBUTEJICH 3TUX BUAOB. «BaXHO MOAUEpKHYTH, YTO CHEPOUABI U MOTHIAPHI
HEOJHOKPATHO MOSIBIISIIUCH B OOJBIIOM KOJIMYECTBE HA Pa3HBIX dTarax dBOIIO-
LIHOHHOTO Pa3BUTHS PAJAHONISIPU U He OBLITH OTPUHYTHI KaK «IIPOHICHHBIN MPH-
MUTHUBHBIN» 3Tal, a HA00OpPOT, BEIOUpATNCh KaKk HanmOoJiee ONMTHUMAJIbHBIC 10
PACXO/IOBAHHIO CTPOUTEIBLHOTO MaTepHala 1 HIeaTbHbIC IJIs dKU3HU B ITAHKTO-
He» (AdanackeBa, AmoH, 2013).

[NocnenHsis nuTaTa MOACKA3BIBACT HOBBINA aCIEKT TEMbI — PACIIPOCTPAHUTD
romojioruto QynieperoB u ckenetoB Radiolaria ¢ Mopdomorun Ha uxX 3BONIO-
nuu. OroBOprMCs, YTO BECbMa pas3Hble TpaHCPOpPMaLUU (QyIIICPEHOB CETOIHS
BBITIOJTHSFOTCS B JTAOOPATOPHOM M KOMITBIOTEPHOM BapHaHTaX. B To e Bpems
JneTanabHOe m3ydeHHe ckeieroB Radiolaria (momcder rpaHed-ABIPpOK cKeseTa,
OIIpe/IeTICHIE TOJIOKEHUIN S-yTONBHBIX TPAHEH B HEM U €r0 TOYEYHOW TPYyTIIBI
CUMMETPHH, U T. 1) U TeM 0ojiee MPOCIeKUBaHUE WX BOJIOLUN HUKOIIA HE
BBINOJHSAINUCH, BO3MOXKHO, U3-32 TEXHUYECKON CIIOKHOCTH Tpouenypsl. Ilepe-
HECEeHUE pe3yNbTaToB ¢ QysuiepeHoB Ha ckeneThl Radiolaria moka cnemyeT pac-
CMATpHUBATh KaK TUTIOTETHYECKOE.
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METO/bI U PE3VJIBTATbBI

OTtkpbiTHE (YIICPEHOB KaK HOBOTO Kjacca (CyrnepapoMaTHUECKUX) COCIH-
nennit (Kroto et al., 1985) mopoauio rienoe HanipaBiIeHHE XUMHYECKUX TEXHOIIO-
Uil ¥ KOMITBIOTEPHOTO MOJIeTupoBanus. [IepBbie MpoOIIeMbl — HCUEPITBIBAIOIIEE
nepevrcieHue MHOrooopasus Qymieperos C ¢ pocTOM YKC/a aTOMOB N M ITPO-
'HO3 CTa0MJIBHOCTH MOJIEKYJ B Pa3IUYHBIX (YIJIEPOIHBIX, METAIIIOYTICPOIHBIX
U JIp.) peann3anusx. B mepBoM HarpaBiIeHUH yKaXXeM Ha CUCTEMaTHYeCKYIO pa-
6oty (Fowler, Manolopoulos, 1995). ABtopsl nepeducaiim QyiepeHsl Juana-
sona C,, — C,, (Boitexockui, Crenenmukos, 2002, 2003), oxapakrepu3oBas
WX TOYCYHBIMH I'PYyNIAMH CHMMETPHH, YTO CAETANI0 PEe3yIbTaThl MAKCHMAIIb-
HO TPUTOJHBIMU JIJIS MPHJIOKCHUH, YUUTHIBAIOIINX CTAOUIBHOCTh CTPYKTYD.
D¢ dexTuBHBIN KpUTEPUI CTAOMIBHOCTH, TPUMEHUMBIN K CTPYKTYpPaM JIto00ro
polaa — XUMHUYCCKUM, MUHEPAJIbHBIM, 61/IOJ'IOI‘I/I‘IGCKI/IM — OPCAJIOKCH IMEPBOOT-
KpbIBaTeneM (yJUIepEeHOB: MOTEHIIMAIBHO CTAaOMIBHBI CaMbleé CHMMETpPHYHBIE
CTPYKTYPHI 0€3 KOHTaKTHpyIomux neararonon (Kroto, 1987). Cormacao aTomy
kputepuio, B qanasone C, — C, ~aBropamu BbLaeeHbI 14 popm (puc. 2).

XUMHUYeCKHe TEXHOJIOTHH MOCTABUIIM BOMPOC 00 MCIPABICHUH TOMOJIOTHH
¢ynnepeHa Kk Hy>)KHOMY — HanpuMep, Haubosee CHMMETPUYHOMY U CTaOMIIBHO-
My — BHY. JKenaTenbHo, YTOObI TPEACTbHO TPOCTOH aITOPUTM perra Kak MOX-
HO 0oJiee NIMPOKHH KpyT 3aaad. J{Jis 1esielt XuMUUYECKOro Ju3aiiHa 3TH yCIOBHUSI
oueBHIHBL B pabote (Stone, Wales, 1986) npennoxena SW-tpanchopmarius
(mo mepBeIM OykBam (hamwuimif). OHa COCTOUT B U3MEHEHUH OPUEHTAINMH XH-

€80 -3-5m

C80 -10m2 €80 -5m C84 43m €84 6/mmm C90 -10m2

C96-12m2 a C96-12m2 6 €96 6/mmm €100 -5m

Puc. 2. Tlorenumnansro crabuibabie Gymnepenst quanasona C o —C, .
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Puc. 3. SW-tpancpopmanus Ha Qynie- Puc. 4. Tpaucpopmanus Iumo-Kporo.
pene C .

MUYECKHX CBSI3€i B HEOOJBIIOM 3aMKHYTOM KOHTYpe (puc. 3) ¢ coXxpaHeHUEM
ocTajbHOM YacTu ¢QysuiepeHa. OueBUAHOE YCIOBHE TPUMEHUMOCTH — HAlINYHe
HYXHOr0 (hparMeHTa co cONMKEHHBIMU TEHTAaroHaMu. Pe3ynbrar — ero moso-
pot Ha 90°. JIBakanl BBITOTHEHHAS, SW-TpaHCchopMaImus Bo3BpammaeT Gopmy
K ucxonHoi. [loaToMy OHa MOXKET TPUMEHSATHCS MHOT'OKPATHO, TOJBKO €CJTH 3a-
JEHCTBYET BCE HOBBIC TIOAXOAIINE (PparMEHTHI.

Hackonbko apdextuBen aTot anroputrm? Borpoc u3yyanucs psjgoM aBTOPOB
(Babig¢, Trinajstic, 1993; Austin et al., 1995; Babic et al., 1995; Balaban et al., 1996;
Creneniukos, BoritexoBckuii, 2013). Tak, st MHOrooopasus u3 1812 uzome-
pos C,, yctanoBneHo, 4to K 31 popme SW-Tpanchopmanus He IpuMeHUMA — B
HUX HET HYKHOTO (pparMeHTa co CONMKEHHBIMU NIEHTaroHaMu. 3aTO OCTalIbHEIE
pa3buBaroTcs Ha 13 KJ1accoB ¢ BecbMa pa3TMYHBIM YHCIOM U30MepoB: 1, 1, 2, 2,
2,2,3,3,4,6, 18, 27, 1710. O0pamaroT BHUMaHUE TpU 00CTOATENbCTBA: 1) mpo-
Leaypa npuMeHumMa oosee ueM k 98% ¢opm; 2) oHa JaeT HEMAJIOE YUCIIO KJlac-
COB, B KaXXJIOM M3 KOTOPBIX BO3MOYKECH IMOUCK ONTHMAaILHOH (Harmpumep, caMmoi
CUMMeTpHIHON) (hopMBbI; 3) B caMoM OOITUPHOM KJIacCe OKa3ajioch 0oJiee 4eM
94(96)% dopm ot ux o01ero (JOCTYMHOro U1l TpaHc(hopMaIiy) Jucia.

Wnas tpanchopmanus npemnoxkena B padore (Endo, Kroto, 1992). Kax
U mpeabinyIias, oHa TpeOyeT JBYX COJNFMIKEHHBIX NMEHTaroHoB (puc. 4) u mo-
TOMY IpUMEHHMa He KO BceM ¢ysuiepenam. [Ipu aTom HemocTatke oHa Oolee
pagukanbHa. (1) [Ipu coxpaneHWHn KOHTypa OHA COENUHSET (pa3lensieT) aBa
rentarona. CormacHo kputeputo Kpoto, KOHTakT IByX (TeM Ooyiee TpeX) MeH-
TaroHOB MOBBIMIAET KPUBU3HY U TIOHUKAET CTaOMIBLHOCTH (hynepeHa. Ha atom
(hoHE MOXKET MOBBIMIATHCS €r0 CUMMETPHUS U CTaOMIBHOCTh. Takum o0Opa3om,
npeoOpa3oBaHuUe CiieBa HAMPaBo (puc. 4) HE SBISCTCS 3aBEIOMO HEBBITOJIHBIM,
a oOpatHoe — BeITOnHBIM. (2) Eme Oosiee paguKaibHO TO, 3TOT aJITOPUTM CO3-
maeT (YHHYTOXKaeT) B QyiiepeHe | TekcaroH M 2 BEpPIIWHBI, MEPEBOAS €ro
B cOCeIHmi Kiacc nzomepos C .

Bo3MoskeH 5 anropuTM, JIHIIEHHBI OTMEYEHHOTO HENOCTaTKa, TO €CTh
MPUMEHUMBIH KO BceM (ynnepenam? Ckopee Bcero, HeT. Tak, U3 BCero MHO-
rooOpasusi BbLIENAETCS NpocTekimui Qysepen C,) — MIATOHOB JIOJEKAdIp,
HaKOTOPOM BOOOIIIE HET TeKCarOHOB. ABTOPBI TPEIOKHIHN S V-TpaHchopMaIuio,
JUISl KOTOPOM HY’)KEH JIUIIb | TEHTaroH, KOHTaKTUPYIOUUHA ¢ 2 CMEXHBIMU

rekcaroHamu (puc. 5). JlokazaHo, 94TO OHA 3aBEAOMO IMPUMEHHMa TaM, TIe
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Puc. 5. SV-Tpanchopmariius Ha pparmMeHTe QysiepeHa.

npumeHuma SW-tpanchopmanus (Crenenuinkos, BoirexoBckuit, 2013). Ona
co3naeT AeeKT CTPYKTYphl B BUJE OKTaroHa ¢ OTKPBITOW CBS3bIO, MepeMela-
eMBII TI0 MOBEpXHOCTH (yJiepeHa W MCYe3aIoUINil Mmocie B3auMOJCHCTBHS C
BCTPEUCHHBIM ITEHTaroHoM. Bompoc o Tom, kak SV-TpaHchopmamus pa3onBaeT
MHOT000pa3us H30MEPOB Ha KJIACCHI, N3y4aeTCs KOMITBIOTEPHBIMU METO/IaMH.

Hakonen, ecth moaxon, paawKkaibHO oOoOOmIaromuii waeo SW-TpaHc-
(dbopmanuu. DTO 3amelleHUe KPYIHBIX (pparMeHTOB (QyJuiepeHa 3arjaTkaMu
C TE€M K€ KOHTYPOM, HO JIpyroil BHyTpeHHEW opranuzauueil. Jus pa3nuyHbixX
KOHTYPOB H3JaHbl arTiackl 3armiarok (Brinkmann, Fowler, 2003; Brinkmann
et al., 2003). DTOT MOIXO JAJIEK OT MPOCTOTO AJITOPUTMA B CKOpee HAIIOMUHAET
WHIIMBHIyaJbHOE TBOPUYECTBO. Bompockl yHHBepcalbHOCTH, YPPEKTUBHOCTH,
pa30ueHuni Ha KJacchl 31€Ch OTMAJAI0T caMU COOOM.

3AKJITOYEHUE

Haxonka nonmsaprudeckux CTPYKTYp THIIA QYJIIEPEHOB Ha Pa3HbIX YPOBHSIX
repapXuy TPUPOLI B MUHEPATHHBIX U OMOJIOTHYECKUX CUCTEMaX JOKa3bIBaeT,
YTO 37IeCh UMeeT MeCTO (PyHJaMeHTaJIbHAsl TOMOJIOTHsI, TPUYNHA KOTOPOil — MU-
HUMU3AIUS MaTEPUAIIBHBIX, SHEPTeTHYECKUX U, BO3MOXKHO, BPEMEHHBIX 3aTpaT
JUJIsL TOCTUKCHUSI BCIKUM pa3 MHBIX LIETeil.

[Ipu3naBas 1 HaOMIOAAST MAKPOIBOJIOLUIO OMOJIOTMYECKUX BUIOB, Mbl Yallle
BCEro HE MOHMMAaeM JIOTUKH MUKpPO3BOJIONKU. Vconb3yeT nu npupoaa ciy-
YaiiHpIe dJIEeMEHTAPHBIE N3MEHEHHS MM KaKHe-TO KOHCTPYKTHBHBIC ajlTOPHUT-
MBI? MaTemaTndeckoe MOJIETUPOBaHNE JO0MyckaeT 00a BapuaHTa. Ho mepBsrii
oOpairaer Hac K oA4ac HEBBIITOIHUMBIM TIePEYHCIUTETHHBIM 3a/1a9aM, BTOPOU
TpeOyeT yrajath HYXHBIH aaropuTM. [0Bopst 00 31IeMEHTapHBIX U3MEHEHUSX,
MBI TIO CYyTH HE 3HaeM, KaKk OHU BBITJISIAT, Hanpumep, ans Radiolaria co cke-
netamu tuna ¢ynnepenos. Torna B ueM pesynbrar? B odeBuHOM mporpamme
JAaJIbHEHIINX UCCIIEOBAHU M.

Hy»HO ycTaHOBHTb, K KakuM popmam C OTHOCATCS CKEJIETHI Pa MO PUA:
Heliosphaera inermis, H. tenuissima, H. actinota, H. echinoides, H. elegans;
Circogonia dodecahedra; Haliomma capillaceum, Ethmosphaera siphonophora
Hkl. u ap. Dot Bompoc de facto noctasien O. ['ekkeneM, HO HUKEM HE periai-
Csl — HUKOT'O HE MHTEPECOBAJIO YHCIIO TeKCATOHOB M PACIIONIOKEHUE Cpeld HUX
12 mentaronoB. Ho B 9TOM u COCTOUT CyTh MX TOMOJOTHH. 715 Ka)XI0TO BHAA
HaJI0 YCTAaHOBUTH TOTIOJIOTHYECKOE PA3HOOOpa3ne CKEIEeTOB-H30MEPOB. AHAIN3
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npeoOanarmux GopM, TOUSYHBIX TPYIII CUMMETPHH, KJIACCOB SKBUBAJICHTHO-
CTH OTHOCHUTEJILHO MIPOCTHIX aJrOPUTMHUECKUX (Harpumep, SW-) Tpancdopma-
LWH ¥ T. I. B COBOKYITHOCTH MOXKET TI0/ICKa3aTh PEIICHHE IEJIOT0 Psiia B3aUMOC-
BSI3aHHBIX BOIIPOCOB, KaCAIOIINXCS UX TAKCOHOMHH U MUKPOIBOJIIOIUH.
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Fullerene transformations as the analogies of Radiolarian skeleton
microevolutions

Yu.L. Voytekhovsky, D.G. Stepenshchikov

The analogy in the structures of fullerenes (i.e. polyhedral molecules with the 5- and
6-gonal facets allowed only) and Radiolarian skeletons (Heliosphaera inermis, H. tenui-
ssima, H. actinota, H. echinoides, H. elegans; Circogonia dodecahedra; Haliomma cap-
illaceum, Ethmosphaera siphonophora HFkl. et al.) is briefly considered in the paper.
The recent chemical methods allow us to change the fullerenes to the desirable forms,
ex. the most symmetrical and therefore stable ones. The computer algorithms (ex. SW-
transformations) divide the variety of fullerenes-isomers into the classes of equivalency.
The hypothesis is stated that the transformations of fullerenes simulate the Radiolarian
skeleton microevolutions while the classes of equivalency are of taxonomic significance.
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IMPOBJIEMA CXOJICTBA
B MOP®OJIOT MYECKOM IBOJIIOIINU BPAXHUOIIO]

I'A. AjanacreBa

Ilaneonmonocuyeckuti uncmumym um. A.A. Bopucaxa PAH
g.afanasjeva@mail.ru

PaccmoTpeHo siBiIeHHe OJIM3KOTr0 CX0/ICTBA HAPY KHOT'O CTPOEHUS PAKOBH-
HBI y IIPEACTaBUTEINCH psijia OTPSJOB 3aMKOBBIX OpaxHoINo, MpHHaIe-
JKaIUX Pa3HbIM TAKCOHAM, KOTOPOE HEOOXOUMO YUUTHIBATH IIPH TAKCO-
HOMHUYECKHX HJCHTUPHUKALMAX ¥ (PHUIOTeHETHYECKUX PEKOHCTPYKIHUSX.
JlaHa oleHKa BO3MOXKHOI'O MEXaHH3Ma MOSIBICHUS 3TUX (OPM B CBSI3U C
MOP(OreHeTHUECKOH 0OIIHOCTHIO OPraHU3MOB, OJIM3KUX B CTPYKTYPHOM
OTHOUICHUH.

Jiist Mopdotorndeckoii 3BoNIIOLUN OpaxHUoNo XapaKTepHO OJHOBPEMEHHOE
WJT Pa3HOBPEMEHHOE MOSBIIEHHE B XO/I€ HCTOPUYECKOT'0 Pa3BUTHS psia TPy
BHEIIHE OJIM3KO CXOAHBIX (OpPM, HE MPUHAJICKAIIUX OTHOMY U TOMY XKe Tak-
coHy — romeomop®. CxoxaeHue NpU3HAKOB HAPY>KHOT'O CTPOEHUS PAKOBUHBI Y
9TUX KUBOTHBIX TAK )K€ 3aKOHOMEPHO, KaK U yBEeJIHWUEHUE pa3HOOOpasus radu-
TYCOB, B CBSI3U C YeM, BBISIBIICHHE TOMECOMOP(HH /111 TAKCOHOMHUYECKOH UICH-
TU(UKAUUU U QUIOTEHETHUYECKUX PEKOHCTPYKIMI UTpaeT He MEHBUIYIO POJIb,
YeM BBISICHEHHE Ty TeH MOP(OIOrHUeCKON TNBEPTreHIINH.

TpyaHOCTH TAKCOHOMUYECKON MICHTU(QHUKAIIMH B CBSI3H C IIUPOKUM PacIpo-
CTpaHEHHEM roMeOMOP(UH Cpeiu IPEICTaBUTENIEH BCEX OTPAIOB 3aMKOBBIX Opa-
XHOIOJ HEOJHOKPATHO MOAYEPKHUBAIUCh MHOTUMH HccienoBareasiMu. OTMeda-
I0TCSI OHU U B HACTOSIILIEE BPEMSI, HECMOTPSI Ha BO3POCIIYIO IeTaJIbHOCTh MOpdo-
JIOTMYECKHUX HCCIIeIoBaHni. BHenHee mogodue xapakTepu3yeT poaibl, HMEIOIINE
pa3nnyHOE BHYTPEHHEE CTPOCHUE PAKOBUHBI, IPHHAIJIEKAIINE PA3HBIM CEMei-
CTBEHHBIM T'pynmnam. [ omeomopdust 0cOOEHHO XapaKTepHa JJIsl peACcTaBuTeIeH
orpsna Terebratulida, mpu u3ydeHNN KOTOPBIX U OBLI MPEIJIOKEH 3TOT TEPMUH
(Buckman, 1895). [IpucyTcTBrEe TOMEOMOP(HBIX POIOB CPEIN TEPEOpaTyInI pa-
Hee HEOAHOKPATHO YKa3blBaJOCh MPH OMMCAHUU MaTepuasa pa3HoOro BO3pacTa
134



Puc. 1. Sokelasma guttiformis Smirnova, 2004: ¢ — BUI co CTOPOHBI OPIOIIHON CTBOPKH,
6 — BHJI CO CTOPOHBI CHIMHHOIl CTBOPKH, 8 — BUJ COOKY, ¢ — BHJ| CO CTOPOHBI IIE€PEIHEr0 Kpas,
0 — cepHsl IONIEPEYHBIX CPE30B PAKOBHHBI; BOCTOK PyccKoil nmiuathopMbl; BEpXHsIS epMb, HUX-
HekazaHckui noabsapyc (CmupHoBa, 2004, Tabn. VI, ¢pur. la—t; puc. 1 yacTuvHO).

(Buckman, 1901; Stehli, 1956; Rudwick, 1965; Muir-Wood, 1965; I'puropsesa,
1967; Briigge, 1974 u np.). B Tekymiem cToneTHH B OCIEIHEH TTI00aTbHOM CBOA-
ke o Opaxuononam Treatise on Invertebrate Paleontology, Pt H, Brachiopoda
revised, HanM4re roMeoMopd B psle CllydaeB Jake CIELUATbHO OTMEYaeTcs B
POJIOBBIX TMarHO3ax TepedpaTyIud, MoJIepKUBasi TEM CaMbIM BaKHOCTb Pacros-
HaBaHUS UX IIPH OIPEJICIICHUN CUCTEMaTHYeCKOM MprHaAIexKHOCTH. Tak, B Kave-
ctBe romeoMopd poma Cheirothyris Rollier, 1919 nancemeiicTpa Zeillerioidea u3
KHUMMEPUJKCKOro sipyca BepxHel ropbl @panuuu, [ seiapuu, I'epmanuu B ero
nuarHose ykaszansl pofsl Ismenia King, 1850 nancemeiictsa Laqueoidea u3 Bepx-

Puc. 2. Beecheria angusta (Netschajew, 1894): @ — Bux co CTOPOHBI OPIOLIHOW CTBOPKH,
6 — BUJI CO CTOPOHBI CIIMHHOM CTBOPKH, 6 — BHJI COOKY, 2 — BUJI CO CTOPOHBI [IEPEIHEr0 Kpas,
0 — cepus TOTePEYHbIX CPE30B PAKOBHHBL; BOCTOK Pycckoi miaaThopmbl; BEpXHss IEPMb, HUX-
HekazaHckui noabsipyc (Cmupnosa, 2004, tabi. VI, dur. 3a—r; puc. 3 yacTu4aHO).
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Puc. 3. Gruntelasma bajtuganensis Smirnova, 2004: @ — Bu1 CO CTOPOHBI OPIOLIHON CTBOP-
KH, 6 — BUJ] CO CTOPOHBI CIIMHHOMN CTBOPKH, 6 — BHJ] COOKY, 2 — BUJ CO CTOPOHBI IEPETHEr0 Kpas,
0 — cepwsl TIONEPEYHBIX CPE30B PAKOBHHBI; BOCTOK Pycckoil mnardopmbl, BEpXHsIsL IEPMb, HUXK-
HekazaHckul noawspyc (CMupHoBa u ap., 2004, puc. 4a—r; puc. 5 4aCTHYHO).

Hel 1opbl — HUKHEro Mena 3anaanoi EBponsl u Poccun u Trigonellina Buckman,
1907 nancemeiictBa Kingenoidea n3 Bepxueit topsl EBponbl (Baker, 2006). B
cBOIO ouepenb, pon Cheirothyris ynomsiHyT Kak romeomopd B JMarHo3e poja
Cheirothyropsis Makridin, 1964 nancemeiictBa Loboidothyroidea n3 xemroBeit-
cKkoro sipyca cpenueit ropbl Poccuu u 3amagHoit EBponsr (Lee et al., 2006). [Tpu
BHEITHEM MOI00MH 3TH POl UMEIOT Pa3IMYHOE BHYTPEHHEE CTPOCHHUE PAKOBU-
HblL. [TepBble TpU pona XapaKTepu3yloTcsl HAIMYHeM 3yOHBIX MIaCTHH U ATUHHOM
neTnu Opaxuaus. X OTIU4Hst COCTOSAT B OCHOBHOM B JICTAJISIX CTPOCHHS TIETIIH:
y Cheirothyris oHa MOYTH JOCTUTAET MEPETHErO Kpasi PAKOBHHBI, CHAOKEHA 111~
POKHMH HUCXOISIIINMH TNIACTHHAMY U TTOTICPEYHON JICHTOH, y Ismenia moBepx-
HOCTB IIETJI B IepeAHell yacTu urospyatas, y Trigonella metns nBoiinas. Y pona
Cheirothyropsis 3yOHbBIe TUIACTHHBI OTCYTCTBYIOT M METIsl OpaxuIus KOpOTKasl.
B 3710i1 5ke cBOZIKE OTMEUEHO MIMPOKOE PACIPOCTPaHEHHE TOMEOMOP(HHU Y POIOB
orpsima Rhynchonellida (Savage et al., 2002).

TunugaeIM TpUMEpOM ToMeOMOphHUH y TEPEOPATYITHA SABISETCS TaKXKe pas-
nurenbHOE cxoncTBo ponoB Beecheria Hall et Clarke, 1893 u Sokelasma Smirnova,
2004 cemeiicTBa Beecheriidae Smirnova, 2004, a Takxkxe Gruntelasma Smirnova,
2004 u Grigorjevaelasma Smirnova, 2004 cemetictBa Dielasmatidae Schuchert,
1913 u3 ka3aHcKoro sipyca BepxHei nepmu BocToka Pycckoii miiatdopmel. Poss
cemeiictBa Beecheriidae otnuuarorcss ot pomoB cemerictBa Diclasmatidae mo
BHYTPEHHEMY CTPOEHUIO PAKOBUHBI:CJIA00 BBIPAKEHHBIMU 3aMOYHBIMH IIACTHU-
HaMH U KPypalbHbBIMU OCHOBAHMSIMHU, OIIMPAIOLIMMHUCS Ha THO CIIMHHOW CTBOP-
ku. Panee Bce aTu opMBI OTHOCHIUCH K omHOMY poxy Dielasma King, 1859
(Cmupnosa, 2004; CmupHoBa u ap., 2004) (puc. 1-4).

Cpenu Ipyrux OTpsiioB TOMEOMOpPQHsi 0COOCHHO MPHCYIAa TEM M3 HUX, KO-
TOpbIE XapaKTEepU3YIOTCs Hanbojee KOHCEPBATHMBHBIM MOP(OJIOrHYeCKUM TH-
oM, HarmpuMep, Orthida m Chonetida. Hapy»xHoe cxoactBo pomos optun Mimella
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Puc. 4. Grigorjevaelasma rossica Smirnova, 2004: ¢ — Bu co CTOPOHBI OPIOIITHOIT CTBOPKH,
0 — BUJ CO CTOPOHBI CIMHHOW CTBOPKH, 6 — BUJ COOKY, 2 — BUJ] CO CTOPOHBI EPETHETO Kpasd,
0 — cepHsl MONIEPEYHbIX CPE30B PAKOBHHBI; BOCTOK PyccKoii niaardopMbl; BEpXHsIs EPMb, HUX-
Heka3aHCKuH noawspyc (CmuproBa u ap., 2004, puc. 2 yacTuvaHO; puc. 4H-p).

Cooper, 1930 nagcemeiictBa Plectorthoidea u3 cpemHero m BepxXHEro OopJoBHKA
Cpenneit A3zun u CeBepHoro momyrmapus 1 Pionodema Foerste, 1912 nagcemeiicTBa
Enteletoidea n3 Bepxnero opnosuka EBponsl n CeBepHOT AMEPHKH HACTOIBKO Be-
JIMKO, YTO MEPBOHAYAIILHO 002 OTHOCHIIMCH K OTHOMY Buay poza Pionodema. B To
e BPEMsI 9TH POJIbI YETKO Pa3iIMyaroTCcs M0 MUKPOCTPYKTYPE CTCHKH PaKOBUHBI,
kotopast y Mimella Henopucras, a y Pionodema nopucrasi, a Tak»xe 1o BHyTpeH-
HEMY CTPOCHUIO pakoBUHBL: Y Mimella HoToTHpHaIbHAS MIaTdopmMa pa3BuTa, a 'y
Pionodema pexymuporana (Williams, Harper, 2000; Harper, 2000) (puc. 5, 6).

Puc. 5. Mimella globosa (Willard, 1928): @ — Bux co cTopoHBI OPIOIIHOIT CTBOPKH, O — BUJI CO
CTOPOHBI CITMHHON CTBOPKH, 8 — BUJ] COOKY, 2 — BHJI CO CTOPOHBI IEPETHETO Kpasi, 0 — BHYTPEHHEE
CTpOEHHUE OPIOIIHON CTBOPKH, e — BHYTPEHHEE CTPOCHUE CIIMHHOM cTBOpKHU; CeBepHast AMepH-
Ka, BEpXHUH Op/IOBUK, Kapagokckui sipyc (Williams, Harper, 2000, fig. 550.2a—f).
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Puc. 6. Pionodema subaequata (Conrad, 1843): ¢ — Buji co CTOpPOHBI OPIOLITHOM CTBOPKH, 6 —
BHJI CO CTOPOHBI CIIUHHOI CTBOPKH, 8 — BHYTPEHHEE CTPOEHNE OPIONIHON CTBOPKH, 2 — BHYTPEH-
HEe CTpOCHHE CIUHHOW cTBOpKH; CeBepHas AMepHKa; BEpXHHUI OPIOBUK, KapaJOKCKHH SApyc
(Harper, 2000, fig. 601.1a—d).

Poner xonetun Rugosochonetes So-
kolskaja, 1950 wnancemetictBa Chone-
toidea w3 HIOKHEro kapbona u Permo-
chonetes Afanasjeva, 1977 nHancemeii-
ctBa Anoplioidea M3 HIKHEH NepMH,
BCTpEYAIOIINECs TMOBCEMECTHO, IMPaK-
THYECKH HEPa3IMYUMBI 110 00IeMy Ta-
OuTYyCy, HO CYIIECTBEHHO OTIMYAIOTCS
[0 BHYTPEHHEMY CTPOCHMIO PAKOBUHBI:
y Rugosochonetes Ha BHyTpeHHeH Mo-
BEPXHOCTH CIIMHHOW CTBOPKH XOPOIIO
pasBUTa CpeMHHAs cenTa, a y Permo-
chonetes ona orcyTcTByeT (AdaHacrena,
1988; Afanasjeva, 2008) (puc. 7, 8).

SlcHO, YTO BCIEACTBUE ULIMPOKO-
IO PacmpoCTpPaHEHUS SIBICHHUS TOMEO-
Mopduu y Opaxuomnon ero HeoOXonuu-
MO YYHUTBIBATh M TPU BOCCO3JIAHUH HX
HCTOPHM DA3BUTHS, BBICHCHWHU CIICI-

Puc. 7. Rugosochonetes serpukhovensis
Afanasjeva, 1976: a — OpromHasi CTBOpKa CHapy-
KU, 6 — BHyTPEHHEE CTPOeHNe OPIOLIHOM CTBOP-
KH, 6 — BHyTPEHHEE CTPOCHHE CIIMHHON CTBOP-
ku; Pycckas nnardopma, Kanysxckas o0macts;
HUKHUI KapOOH, CepIlyXOBCKHIL sipycC, CTElIeB-
ckuit ropu3oHT (AdanacseBa, 1988, puc. 52).
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npukn  MOPQOIOTHUECKON  IBOIIO-
LUU TPYyHN U POICTBEHHBIX CBA3EH
OTHETBHBIX TAaKCOHOB. [oMeoMOpdbI
MOSIBIISTUCh B OTJIENIBHBIX  CTBOJIAX
HEOJHOKPATHO M CIOpagnyecKu, Ha-
pylias TOCIIeIOBaTeNbHOCTh IIPOSIB-
JICHWsS OCHOBHBIX TEHICHLUH B pas-
BUTHHU, BBISBICHHBIX B pE3yJIBTATe
Mopdo-6uonornyeckoro anaiausza. On-
HAaKo, JaKe MPHU IETATBHOCTH MOp(do-
JIOTUCKUX HWCCIENOBAaHUHN, JIeKAIINX
B OCHOBE COBPEMEHHBIX CHCTEMaTH-
YeCKHX W (DUIOreHeTHYECKHX IO-
CTPOCHUH, 0 CUX TIOp MPUHUMAIOTCS
CXEeMBI, CO3/IaHHbIC Ha OCHOBE TOJIBKO
OOIIHOCTH HApy>XHOTO CTPOEHUsS pa-
KOBUHBI 0€3 BBISBIICHUS a/IallTHBHON
HAIpPaBJICHHOCTH pa3BUTUS © 0e3
yueta romeompdun. Tak, II. Pam-
o0ed B cBomke Treatise (Racheboeuf,
2000) mpu onmMCaHWM XOHETH] B CO-
craBe cemeiictBa Rugosochonetidae
Muir-Wood, 1962 mpuauMaeT mosce-
meiicTBo Svalbardiinae, BbIfeIEHHOE
B cBoe Bpems H. Apubonmom

Puc. 8. Permochonetes pamiricus Afa-
(Archbold,  1982),  obrenumsromee nasjeva, 1977: a — OpromHas CTBOpPKa CHa-
POABI PYTrO30XOHCTH C BHCIITHE CXOMd- pyXku, 6 — BHYTPEHHEE CTPOEHHE OPIOMIHOI
HOUN paKOBHHOﬁ, JINIICHHOU HapYyX- CTBOPKH, 6 — BHyTPEHHEE CTPOEHHE CIIMHHON

Svalbardia ctBopky; FOro-Bocrounsii [Tamup; HuxkHSASL

Hou MaKpOCKyJ'IBrITypI:F . nepMb, ApTHUHCKHI sipyc, OaszapaapuHCKas
Barkchatova, 1970; Capillonia Water-  cpyra (Adanacsesa, 1988, puc. 54).

house, 1973; Chonetinetes Cooper
et Grant, 1975; Dyoros Stehli, 1954;
Eolissochonetes Hoare, 1960; Komiella Barkchatova, 1970; Leiochonetes Roberts,
1976; Leurosina Cooper et Grant, 1975; Lissochonetes Dunbar et Condra, 1932;
Quadrochonetes Stehli, 1954; Sulcataria Cooper et Grant, 1969; Tivertonia Arch-
bold, 1973; Zhexichonetes Liang, 1982.

Apuboniom OblIa NMpUBEIEHA TaKkKe (PUIOrEHETHYECKash CXeMa IMOJICeMei-
CTBa, HUKAK HE 00OCHOBaHHAash MOP(OreHETHYECCKH, COCTABJICHHAS TOJIBKO Ha
OCHOBAaHHH XPOHOJOTHYECKON ITOCIEIOBATEILHOCTH CYIIIECTBOBAHHUS POIOB C
TTIAJIKOW paKOBHHOM. B To e BpeMst MOppo(dyHKIIMOHAIBHBIN aHAIH3 U TPOCIIe-
YKUBaHUE UCTOPUYECKOr0 MOp(oreHe3a Bcero KOMIIeKca MPU3HAKOB HAPYKHOTO
Y BHYTPEHHETO CTPOCHHS Y JJAHHBIX POJIOB ITOKA3aJI0, YTO OOJIBITUHCTBO U3 HUX
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M0 BHYTPEHHEMY CTPOCHHUIO PAKOBHHBI COCTABIISIET EAMHBIN KOMIUIEKC C PSIOM
POJIOB €O CKYJIBITHUPOBAHHOW PAKOBUHOM, IPEICTABIISIIONIMX €AUHBII CTBOJ pas3-
BUTHS. Benymum B 3BOTIOLUY 3TOM IpyIIIbl OBLIO pa3BUTHE MOP(OIOrHUECKUX
CTPYKTYD, CBSI3aHHBIX C yCHUJIEHHEM (YHKUHUU (QUIBTpAlMH, 00eCIeUNBAIOLINX
MUTaHUE U JIbIXaHHE KUBOTHBIX — Jopodopa U crenuanu3upoBaHHON MaHTHU.
Ha ¢one orMeueHHOH OCHOBHOM TEHICHLUMHU Pa3BUTHs U3MEHEHHs HAPYKHOM
CKYJBITYPBI MIPOUCXOIUIIH, TIO-BUIUMOMY, KOPPEIATUBHO. BONBIIMHCTBO yI10-
MSIHYTBIX POJIOB HapsiAy C HEKOTOPBIMH POJIaMu, 00JIaJafOIIIMK HAPYKHOH pain-
aJTEHOM CKYJIBIITYPOH PaKOBHHBI, s OTHOITY K ToaceMelicTBy Rugosochonetinae
Muir-Wood, 1962 (AdanaceeBa, 1988). [IpencraBureneit 3Toro mnojceMeicTsa,
pacrpocTpaHeHHBIX OT CPETHETO IEBOHA 0 MMO3IHEH ePMH, XapaKTeprU3yeT Ha-
JUYHE CEPIIOBUAHBIX OpaxualbHBIX BaJUKOB M Pa3BUTON CPEIMHHON CENTHI Ha
BHYTpPEHHEH OBEPXHOCTH CITUHHOM CTBOPKH, CBUICTEILCTBYIOIIEE O CYIIECTBO-
BaHuH Jododopa B BUAE MPOCTOro Immu3onoda. B xome ncropuueckoro pa3Bu-
THS TOJCEMENCTBA HAOIIONACTCS YCHIICHHE Psiia MOP(OJIOrMUECKUX CTPYKTYP B
CBsI3U ¢ MHTeHCcU(UKanuel ero GpyHKIMH. Tak MpocieXxnuBaeTcsi MPorpecCUBHOE
YCHJICHUE BBIPaKEHHOCTH OpaxualibHBIX BAJIMKOB, CBUACTENBCTBRYIOIIEE 00 yCu-
neHnu ododopa U BO3ABIMAHNE NIEPETHETO KOHIIA CPEAMHHON CENThI CIIMHHON
CTBOPKH, UTO, IO-BHIUMOMY, CIIOCOOCTBOBAJIO Pa3/ICICHUIO MUTAIOIIUX TIOTOKOB
U YBEIMUYCHHUIO CKOPOCTH (MIIBTpALUU. Y HEKOTOPHIX IEPMCKHUX POAOB IO 0O-
KaM OT CPEIMHHOH CEeNThbl Pa3BUBAIOTCS MApHBIC IONOJIHUTEIbHbIE CENThI, YTO
OBUIO CBSI3aHO, BEPOSITHO, C YBEIMUEHHEM pasMmepa Jododopa 3a cueT mossie-
HUSl OTOTHYTBIX Ha3a/l AUCTAJIBHBIX KOHLIOB mn3onoda. TaMm ke, Ha BHYTpeHHEH
MOBEPXHOCTH CITUHHOM CTBOPKH y 3THUX OpaxHOMNOJ Pa3BUTHI TOJIOKHUTEIBHBIC
MOp(OJIOTHYECKHe CTPYKTYPhI B BUAE IpeOHEH U psiioB OyTrOpKOB, KOTOPBIE OT-
pakanu peinbed crenuaau3upoBaHHON MaHTUH, TaK)Ke IPUHUMABILEH yyacTue
B CO31aHUH QHIIBTPYIOIUX MOTOKOB. OT Oosiee paHHUX 70 Oos1ee MO3JHUX POIOB
MoAceMENCTBa HaOMIOAAETCsl YCUIICHHE BBIPAXKEHHOCTH 3TUX 00pa30BaHUM, 4TO
TOBOPHT O IIPOTPECCUBHOM yBEJIMYCHUH POJIM MaHTHU B ITporiecce GpuiabTpanuy.
Ha ¢hone 30 TeHIeHIIMY B UCTOPUH PAa3BUTHUS TOJICEMENCTBA POAIBI C TTIaJKOH 1
CKYJBIITHPOBAHHON PaKOBUHON HEOTHOKPATHO CMEHSUIH JIPYyT Apyra 0e3 onpee-
JIEHHOW 3aKOHOMepHOCTH (AdaHackena, 1988).

Poxpt Svalbardia u Tivertonia BOoOIIIe OTHOCSTCS K IPYTHUM MOACEMENCTBAM Py-
rozoxoneru. Pox Svalbardia momemnen muoro B mogceMerictso Chalimochonetinae
Afanasjeva, 1988, mpencTaBuTeNn KOTOPOrO XapaKTEPU3YIOTCS HEOTYCTIMBBI-
MU OpaxuaibHBIMU BaJIMKaMH, KOPOTKOH CPEIMHHOM CENTON CITMHHON CTBOPKH
W OTHOCHUTENILHO KPYIHBIMU pazMepamu. U 3/1ech B OHY JIMHUIO Pa3BUTHS TI0-
MajgaoT CXOMHBIC BHENIHE paHHeneBoHCki pox Chalimochonetes Baranov, 1980
u iepMckuii pox Svalbardia ¢ rinaakoil pakoBHHOMN U CBA3YIOIIUI X CpeJHEKaMEH-
HOYTOJBHBIN pon Sokolskaja Aisenverg, 1980 co cKynIbITHPOBAHHON PAKOBHHOM.
Pon Tivertonia paccmaTpuBaeTcsi MHOIO B KauecTBe ciHOHMMa poza Quinquenella
Waterhouse, 1975, nomemniennoro mMuoro B noxacemerictBo Undulellinae Cooper
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et Grant, 1975) BcieacTBHe HanM4uus Ha BHYTPEHHEH MOBEPXHOCTH CIIMHHOU
CTBOPKHU KOPOTKOH CPEIMHHON CENThI U CUJILHO BhIPAKEHHBIX OpaxuajbHBIX Ba-
JINKOB C OTOTHYTHIMH Ha3a/1 TIEpeTHUMH KOHIIAMH, MTPEIIOIaraloInMH PA3BUTHE
YITUHEHHOTO JT0Qohopa COOTBETCTBYIOMIEH (HOPMBI.

Takum oOpasom, npenokeHHoe ApubonaoM u 3ateM npusstoe Pambedom
BBIJICJICHUE YIIOMSIHYTBIX TJIaJIKOPAKOBUHHBIX POJOB B OTACIBHOE TOACEMEH-
CTBO U 0003HAYCHHUE UX POJCTBEHHBIX CBS3CH 0€3 yueTa HE3aBHCUMOTO BHEIII-
HEro CXOJCTBA MPEJACTABISAIOTCS HEOIIPaBIaHHBIMHU.

Bo Bcex ciydasx kak M30XpOHHOW, TaK M TeTEPOXPOHHOW romeoMopdum
MOSIBJIICHUE TOMEOMOp(] HE MMEET MPSMOTo aJalTHBHOTO OOBSICHEHUS U HOCUT
CTHIOpaInYeCKUH XapaKkTep, Kak Obl HapyIas MOP(OJIIOTHYECKY O HETPEPHIBHOCTh
(bUIIOTeHETHYECKUX PSJIOB, PEKOHCTPYHUPOBAHHBIX Ha OCHOBE MPOCIICIKUBAHUS
aJIalITUBHOMN HAMPAaBJICHHOCTH Pa3BUTUsI MOP(OIOTHYECKUX CTPYKTYP, OTpaHH-
YuBas MPUMEHEHHE MOP(O-OHOIOTHYECKOT0 MOAX0a B MPaKTHKE (DUIIOTeHETH-
YECKHUX PEKOHCTPYKIHM Opaxmonon (Adanackera, 2012). B memoM ¢ sBieHHAEM
HE3aBHCUMOT'0 CXOZCTBA MOXET OBITh CBSI3aHA HEOIPE/ICICHHOCTh MTPH PEIICHUH
Bompoca 0 (pUIoreHeTHYeCKuX CBsI3sxX B TuHUAX pa3BuTus (Ilotanosa, 2013). B
rocieHee BpeMs B (PUIIOreHeTHKe OpaxHoIo/] MOy YHIIO PACIPOCTPAHCHUE UX
M3Y4YCHHE HAa TEHOTUITMYECKOM YPOBHE METOJaMH MOJICKYJISPHONH OHOIOTHUU C
LIENBI0 PEIIEHUST BOIIPOCOB MTPOMCXOKICHUS U POJCTBEHHBIX CBS3€H TaKCOHOB,
a Taxxe rosioxxeHus Turma Brachiopoda B crcTeMe MHOTOKIIETOYHBIX JKHBOTHBIX
(Cohen, Gauthrop, 1997; Cohen, 2000; Manaxos, 2004 u np.). [Ipu 3TOM He3aBH-
CHMOE CXOJICTBO PACCMAaTPUBAETCS B KAYECTBE OJTHOW U3 IIPUYUH MPOTHUBOPEUUI
MeX 1y MOP(HO-OHOJIOrMUYESCKUM M MOJICKYJISIPHO-OMOJIOr HuecKuM moixonom. He-
CMOTPS Ha TO, YTO M3YUCHHE MOCIICAOBATCILHOCTH HYKJICOTH/IOB I'€HOMA M3ME-
HUJIO IOHUMaHWEe TeHeaJorMuYeCKUX OTHOIIEHNH MHOTHX OpraHN3MOB, TOMOTLIIA-
3Wsl, T. € IPOIecC HE3aBUCHMOTO TPHOOPETEHMS CXO/ICTBA, OCTASTCS TPOOIEMOH.
Hapsiny ¢ HermoTHOTOM reoIor14eCKOH U MajJeOHTOIOT HUECKON JIeTOMUCH, HETIO-
HOW COXPaHHOCTBIO UCKOIIAEMOT'0 MaTepralia U MOsBIICHUS KAaKOT'0-IM0O0 TaKCOHA
B HCKOIIAEMOM COCTOSIHMH I103/IHEE €r0 T'eHETHYECKOr0 MPOUCXOKJICHUS, ITUM
OOBSICHSICTCS B YACTHOCTH PACXOXKJICHUE B OIPE/ICIIEHUH OTHOCUTEIBHOIO U a0-
COJIIOTHOTO BPEMEHH TNBEPTEeHIINN OCHOBHBIX CTBOJIOB OPaxXHOIIO 1T0 pe3yIbTa-
TaM MOJIEKYJISIPHOTO aHAJIH3a C OTHOW CTOPOHBI U IO TIAJI€OHTOIOT HUECKUM JIaH-
HBEIM — ¢ Apyroi. Tak, B IepBOM ciTydae OIpe/esieHo, YTO pa3/IeiICHNE 3aMKOBBIX
u 0€33aMKOBBIX OpaxHOIIO] IPOU30IILI0O B TOMMOTCKOM BEKE PaHHETr0 KeMOpusi
Ha 50 MJIH. JIST paHbIlle, YeM BO BTOPOM. BhIsICHEHHE MeXxaHH3Ma rOMOILIA3HH
10 MHEHHIO CIICI[HAIMCTOR B JAHHOM 00JIACTH SIBJSETCS CYNICCTBEHHO BaXKHBIM
IUTST TIOHMMaHUS TeHeTHYeCKuX cooTHomeHni B Tune (Cohen, Weidmann, 2005;
Bitner, Cohen, 2015). OTo cormacyeTcsi ¢ OTHOCHUTEIIBHO JIaBHO BBICKa3aHHBIM
muenuem P. Kiayna (Cloud. 1941), koTopblii Ha3Basl roMeOMOP(HUIO OHUM W3
HauOoJiee TPYIHBIX MPEMSITCTBUE ISl OCBEINEHUS TEHETUYECKMX OTHOIICHHIM
opranu3moB. UTo e KacaeTcsi caMOoro MOJICKYJISIPHO-TEHETHYECKOrO IOX0-
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14, TPETEHIYIOIIEr0 Ha OMPOBEPKeHNE BceX MOP(OIOrnueck 000CHOBAaHHBIX
(bUITOTEHETHYCCKUX PEKOHCTPYKITUH, CO3MAaHHBIX MO KpaifHeH Mepe B TEUCHHE
nociregHero Beka (Cohen, 2000), s ckopee ckiionHa cormacuthes ¢ JLIT. TaTapu-
HOBBIM, KOTOPBIH B pe3yJIbTaTe CPAaBHUTEIBHOIO aHAIN3a MOP(HO-OHOIOrMUeCcKO-
0, KJIQJUCTUYECKOTO M MOJICKYJISIPHO-T€HETHUECKOr0 METO/IOB B (hMIIOreHeTH-
YEeCKHX UCCIIEJOBAaHUIX, IPHUILEI K BBIBOJY, YTO B OTHOLUICHUH MHOTOKJIETOYHBIX
KUBOTHBIX, B CHITY YCJIO)KHEHHOCTH X MOp(horeHe3a, HaJCcTpanBaromerocs: Haj
MOJIEKYISIPHO-OMOXUMHYECKUMH 3aKOHOMEPHOCTSIMHU, TPHOPUTET UMEIOT KJlac-
cudukauu, ocHoBaHHBIe Ha Mopdoorun (Tatapuaos, 2003).

MexanuszM 00pa30oBaHMs BHEIIHE MOAOOHBIX (OpPM B MOPQOIOrHIECKON
IBOJIOLMH OPaxuoNol, MO-BUANMOMY, OTPaskaeT OOIIYI0 BOBMOKHOCTH CXOXKJIe-
HUSI IPU3HAKOB B XOJI€ ABOJIOLNH, CBA3aH ¢ MOP(OreHETHYECKOH OOLTHOCTHIO
OpPraHu3MoB, OJM3KUX B CTPYKTYPHOM OTHOIICHWH, U HOCUT XapaKTep peaKTH-
BallMH JIATEHTHBIX MOTEHIINH, 3aJI0KEHHBIX B TeHoTHre. CXoacTBO romeoMopd
CO3JaeTCs 3a CUET OMHOTUIIHBIX KOPPEISTUBHBIX U3MEHEHNU IPU3HAKOB Hapy K-
HOTO CTPOCHHUA Ha (OHE OOIMX TEHICHLUUH Pa3BUTHUS, CBSI3aHHBIX C COBEPILICH-
CTBOBaHMEM (YHKIMEH (UIBTPYIOLIETO anmnapara 1 MyckynaTypsl. [IpoctoTta n
KOHCEPBATUBHOCTh HAPYKHOM MOP(OJIOrUU Opaxuoro]], 00ecreueHHON CpaBHU-
TEJIHHO HEOOJBIINM YHCIIOM MPU3HAKOB, JIENAI0T MOBTOPHI rabnuTyca y HUX Hau-
Oosiee BeposiTHBIMU. TeopeTrueckasi BO3MOKHOCTh IIOBTOPEHUSI HEKOTOPOH CyM-
MBI IIPU3HAKOB M TEM CKOpEe, UYeM OHAa MEHbIIIE, OblJ1a 000CHOBaHA B XOJ€ aHAJIU-
3a IUCKYCCHM BOKPYT «3aKoHa HeoOpaTtumocTH sBomounn» M.A. HumkuabM
(1968). Takas oueHKa MeXaHW3Ma MOSBICHHS roMeoMopd Mmo3BossieT u3deratb
WX HEOIPaBIaHHOTrO TAKCOHOMUYECKOTO U (PHIIOTCHETHYECKOTO OObEAMHEHUS 1
MIPOCTICKNBATH ONMPEACTICHHBIE alallTUBHbBIE TEHJCHIIMH Pa3BUTHS B Mopdoo-
IMYECKOH 3BOJIOLMM OpaxHonoj, HECMOTPSI Ha OTCYTCTBHE MOP(OIOrHuecKoit
HENpepBhIBHOCTH (hujoreHeTnyeckux psiioB (Adanacrena, 1988, 2012).

B 3akimioueHne HEOOXOIMMO KOCHYTBCS HEKOTOPBIX TEPMHHOB, KOTOpBIE
WHOTJIa YIOTPEOISIOTCS B TOM K€ CMBICTE, UTO U TOMEOoMOp(dus ¢ 1eIbio OT-
rpaHUYEHHUs JJAHHOTO MOHATHS OT MOHATHUN OMM3KUX IO 3HAYEHHI0. JTO, Mpe-
JKJIe BCETO Mapajuien3M, KOHBEPreHTHOe CXOJCTBO U roMoruia3us. TepMuH mna-
pajuienu3M HPOKO MPUMEHsIETCs 1UIsl 0003HAUYEHUsI HEe3aBUCHMOI'O CXOZCTBA
POACTBEHHBIX OPraHU3MOB, HO B €0 IOHUMAaHUH MEKy UCCIIEIOBATEISIMU HET
€IMHCTBAa. DTOT BOIPOC JETaJIbHO MpoaHaidu3upoBaH TarapuHoBeIM (1976),
KOTOPBII MPEeNJIoKHII Ha3blBaTh MapajlIeIM3MOM HE3aBUCHMO MPUOOpPETECHHOE
CXOZICTBO TOJIBKO B CTPOCHHH TOMOJIOTHUYHBIX OpraHoB. ['omMeoMopduio u ma-
paienusM cOIMKaeT BO3MOXKHOE TI0001e MeXaHN3Ma IMOSIBJICHHS CXO/ICTBA B
CBSI3U C JICHCTBHEM BHYTPH POACTBEHHBIX I'PYINI €AUMHBIX MOP(HOreHEeTHYECKIX
Mexaan3moB (TarapuHoB, 1976; BopoObépa, 1980). B oTiirane ot mapannenn3ma
romeoMopdust 0003HaYaeT CXOACTBO HE OTICIBHBIX OPraHOB, & OOIIEro raduTy-
ca B pe3yJIbTaTe OJHOTHITHBIX U3MEHEHUH psiia MOP(POIOTHYECKUX IEMEHTOB,
TOMOJIOTH3AIlsl KOTOPBIX HE MpeaycMmarprBaeTcs. TpeboBaHne TOMOJIOTHU OT-
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JTUYaeT OT TOMEOMOP(UHU TaK)Ke U TaKWe MOHATUS KaK «HEe3aBUCHMAasi TOMOJIO-
TUSD) M «TICEBIOTOMOJIOTHsI», 0003HAYAIOIINE CXOACTBO, OCHOBAHHOE Ha Mapali-
JIENBHBIX H3MEHEHUSIX B TOMOJIOTHYHBIX OpPTaHaXx.

KonBeprenTaoe cxoacTBo 0003HaUaeT Mo00He MOP(OIKOIOTHUECKOTO THTIA
MIPEJCTaBUTENICH HEPOJCTBEHHBIX, TAJIEKUX B TAKCOHOMHUYECKOM OTHOIICHUH
IPYTII, TAKUX, HATIPIMEP, KaK OPaxHOoINoAbI ¥ IBYCTBOpYATHIE MOJUTIOCKH HJTH Opa-
XHOIOABI ¢ KyOKOBHTHOM PAaKOBHHOW M OAMHOYHBIC KOPAJLIbl. DTOT BH/J] CXOACTBA
CBSI3aH C OIMHAKOBBIM 00Pa30M KM3HHU U UMEET MPSMOE aJal THBHOE O0BSICHEHHE.

B kauecTBe CHHOHMMOB TepMHHA TOMeOoMOp(Hs WHOT/AA paccMaTpHBa-
JIUCh TaKWe TEPMHHBI, KaK «TOMOILIA3Ms» U «koHBepreHIus» (George, 1962;
Rudwick, 1970; Payn, Ctannu, 1974 u np.). OgHaKo 3TH TEPMHUHBI B OTIUYHE
0T roMeoMOppuHu 0003HAYAIOT HE (PEHOMEH CXOACTBA, a MPOLECC HE3aBUCHMO-
ro MpHOOPETEHUS CXOJACTBA M OTHOCITCS K JPYTroMy KilacCH(UKalMOHHOMY
MOJIPA3ACIICHUI0 B JIOTMYECKON CUCTEME MOHATHH. B yke ynoMsiHyTOH mo-
ciemHel cBonke mo Opaxumomnogam Treatise on Invertebrate Paleontology. Pt H.
Brachiopoda revised (1997-2007) TepmuH romeoMOpdus yoTpeOsieTcst TO Kak
CaMOCTOSITENIBHBIN B TMAarH03axX poJ0B TepeOpaTyin/, yIOMSHYTHIX BBIIIE, TO B
KayecTBe CHHOHMMa TepPMHUHA FOMOIIIAa3Usl IIPU O0LIeH XapaKTePUCTHKE OTpsiaa
Terebratulida (McKinnon, Lee, 2006), 4To pUBOAXUT K HETOYHOCTH IIOHUMaHUSI
XapaKTePHOTO SBJICHUS MOP(OIOTHIECKOM IBOTIONHUH THUIIA.

Takum 06pazom, romeoMopdus — OIU3KOE BHENTHEE CXOICTBO OTHOBPEMEH-
HO WJIM Pa3HOBPEMEHHO CYIIECTBYIOIIUX MPEICTaBUTENEHW Pa3HBIX TaKCOHOB
MpeacTaBisgeT co0Ol XapaKTEpHOE SIBICHHE B MOP(OIOrHYECKON HBOIIOLUH
Opaxuomno]], BO3HUKAET CIOPATUYECKU 32 CUET OJHOTUITHBIX KOPPEISITHBHBIX
W3MEHEHUH TPU3HAKOB HAPYKHOTO CTPOCHUSI PAKOBHHBI Ha (POHE OCHOBHBIX
aJIalITUBHBIX HATPABJICHUN Pa3BUTHSA, Y OPTaHU3MOB OJM3KUX B CTPYKTYPHOM
OTHOIIIEHWY Ha OCHOBE MX MOP(OTEeHETHIECKOM OOMTHOCTH. B CBSI3M ¢ UpOKUM
pacnpocTpaHEeHUEM STOTO SIBICHUSI Y Opaxuomof ero HeoOXOAMMO YUUTHIBATh
MpH pa3paboTKe CUCTEMBI M (PUIOTEHUH TPYIIIIBL.
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The problem of similarity of the brachiopod morphological evolution
G.A. Afanasjeva

The phenomenon of close similarity of the representatives of different taxa in some
orders of articulate brachiopods, which must be taken into account of taxonomic identi-
fications and phylogenetic reconstructions, is analysed. Possible mechanism of appear-
ance of such forms in connection with morphogenetic unity of the organisms close in
structural relations is estimated.
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OHTOI'EHE3, ACTOI'EHE3 1 3BOJIIOL U
MOPCKHX IMOCTIAJEO30MCKHX MIIIAHOK
OTPAJA TUBULIPORIDA

JI.A. BuckoBa

Tlaneonmonozuuecxuti uncumym um. A.A. Bopucaxa PAH
| viskova@mail.ru

PaccmaTpuBaoTcsi OCHOBHBIE OCOOEHHOCTH OHTOI€HE3a aHIECTPYJIbI
¥ 3004JI0B U aCTOrCHE3a MOCTIAIC030MCKIX MIIaHOK oTpsiga Tubulipo-
rida. Beinensroress a1Be MOJU(GUKAIMK EPBUYHBIX 300UJI0B KOJOHUH —
roJoaHLEeCcTpysia U apTpoanuectpyia. OOpamjaercs BHUMaHUEe Ha 3a-
KOHOMEPHYIO IOBTOPSIEMOCTh OCHOBHBIX YE€pPT OHTOI'€HE3a aHIECTPYJIbI
B OHTOT'€HE3€ 300M/I0B, TIOUKYIOLIMXCS OT aHLECTPYJIbI U APYT OT JApyTa.
[NopuepkuBaercs, 4To nocrnajieo3oiickue Tubuliporida Ha mpoTskeHnN
Bcell cBOei CTOPUU (TpUAC — HBIHE) COXPAaHSIOT MOP(HOIOTHUECKHUH THIT
TPyOUaThIX 300MI0B C TEPMUHAIBHBIMH allepTypaMu. ITO MOXKET CBHUIE-
TEJICTBOBATH O CXOJICTBE aHATOMUYECKOI0 CTPOCHHUS 300HJI0B JIPEBHUX
u coBpemennbix Tubuliporida u 6mu3ocTu mporeccoB ux MopdoreHesa.
B sBomtonnu nocrnaneozoiickux Tubuliporida ocob6oe mecto, ocie Bbl-
pabOTKM ABYX THIIOB PEHPOIYKLUHU — ITOJIOBOH U BEreTaTUBHOM, IIPUBO-
JSIIMX K 00pa30BaHMIO HOBBIX KOJIOHWH, 3aHHMaeT BhIPAOOTKa pa3HBIX
THUIIOB X KOJIOHHAJILHOM OpraHU3aIuH.

BBEJEHUE

B3anMoCBsI3b OHTOT€HE3a M acToreHe3a C SBOJIOIUOHHBIMU MpOIEcCaMu
paccMaTpuBaeTcss Ha IpPUMEpPEe MOPCKUX MOCTHAICO30HCKUX MIIMAHOK OTpsijia
Tubuliporida (= Cyclostomata, part.) kimacca Stenolaemata (corimacHo cucteme
BuckoBoit, 1992). OnpeneneHHbId YPOBEHb KOJIOHUATBHON OpPraHHU3aIlUN dTO-
ro OTpsiia CIOXKHIICSA, BO3MOXKHO, B Hauaje OPJOBUKCKOTO BEKa, U, OTIUYASCH
OTHOCHUTEJIBHOM KOHCEPBATHBHOCTBIO, OH 00ECIIEUIII CYIIECTBOBAHUE €T0 pa3-
HBIX TPYII Ha MPOTSHKCHUH JICCATKOB MJIM COTEH MUJIJTMOHOB JieT. B maneo3oe
miranku Tubuliporida e mony4wim mupokoro pa3zsutus (Mopozoa, Buckosa,
1977; BuckoBa, Mopo3oBa, 1988, 1993; AdanaceeBa u ap., 1998). [lepexus He-
CKOJIBKMMH POJIaMU TIEPMCKO-TPHACOBBIA KPU3HC, TIEPBYIO OOIIMPHYIO paaua-
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LIUFO OHM UCIIBITAJIN B CPEIHEH Fope, HO 0COOCHHO OOUIBLHBIMH OBLITH B MOPCKUX
Oacceiinax MenoBoii 3moxu. Ilocie men-maneoreHoBoro kpusuca Tubuliporida
WCTIBITAJIH DBOTIOIMOHHBIN YIIaJ0K U B PEIIEHTHBIX MOPSIX 3TH MIITAHKH ITPOJIOII-
JKAIOT CYIIIECTBOBATh B COKpaimeHHOM oO0beme. [Ipu aToM cpenm HUX BCTpeda-
FOTCS BUBI POJIOB, MOSIBUBIIUXCS B pa3HbIe Beka Me30305. OHU MPENCTaBISIOT
OoraTelii Matepua JIJisi BCECTOPOHHEIO CPaBHHUTEIBHOTO HM3YYECHUS APEBHUX
U COBPEMEHHBIX MIIIAHOK JTOTO OTPsAa, TMO3BOJSIONICTO PAaCHIMPUTH IOHU-
MaHUE OCOOCHHOCTEH CTAaHOBIICHHSI W DPa3BUTHS, KaK OTHIEIBHBIX KOJIOHUH,
TaK ¥ pa3HbIX YPOBHEH UX KOJIOHUATIBLHON OpraHU3aIuu.
OCHOBHBIE OCOBEHHOCTHU METAMOP®O3A JINUNHKWU,
OHTOI'EHE3A AHLIECTPVYJIbBI U 3001/10B

[pexnae uem mnunHKka Mimanok Tubuliporida mpeBpaTUTCS B IEPBUYHBIN 30-
oW/ KOJIOHWH, WJIH aHIIeCTPYITy, OHa peTeprieBaeT MeTraMmopdo3. PaboTsl o u3-
YYEHUIO MOP(POIOTHUECKUX MPOLIECCOB, TTPOUCXOJSIINX B IMIMHKAX ITUX MIIIa-
HOK TTpu (JOPMHUPOBAHUH aHIIECTPYJISIPHBIX 300HI0B, TPUHAIIIEKAT B OCHOBHOM
WHOCTpaHHBIM aBTopam (Barrois, 1877, Cumings, 1904; Borg, 1926; Nielsen,
1970; Silén, 1977; d'Hondt, 1977, 1979 u np.), k coxaleHHIO, B HAIlIeH CTpaHe
onu kpaiine penku (Peitarapar, 1875; Octpoymos, 1886). O600IIEeHHEe TaKKX
MCCIIEZIOBAaHNN MOKHO HalTH B KamUTaJIbHOM Tpyae mo mirankam [LA. Kio-
re (1962) u B pabore O.M. lBanosoit-Kazac (1977). Kak y Bcex coBpeMEeHHBIX
MmaHoK Stenolaemata, momoBast penpoxykius Tubuliporida compoBoxmaeTcs
MTOJIMAMOPUOHUEH: Ha CTaJMKM MOPYJIBI WU TacTPYyJbl OT SMOPHUOHA OTIOYKO-
BBIBAIOTCSI «BTOPUYHBIE» 3aPOJIBIIIHN, OT KOTOPBIX, HA ONPEACICHHON CTa Ul UX
Pa3BUTHSA, OTIIOYKOBBIBAIOTCS «TPETHUHBIC) 3apOJbIIHU. B pesynbrare u3 oHO-
ro siina GopMUPYIOTCS MHOTO CBOOOJHO TIJIABAIONIUX TPYIICBUIHBIX JTHYHHOK
(mo 150). ITpomomKHUTENBHOCTh WX CAMOCTOSTEIBHON KU3HU OrpaHWYeHa (He
0oree 24 yacoB), TOCKOJIBKY UMEIOT CHITFHO YIIPOIIIEHHOE CTPOEHHUE: ¥ HUX HET
KHMILEYHUKA U TPYLIEBUIHOTO OpraHa, TeMEHHOH opraH eaBa HamedeH. OnHa-
KO JINYMHKH UMEIOT XOPOIIO Pa3BUThIC KYTHUKYIY M MPHUCOCKOBUAHBINA Opra,
a PECHUYHBIH MOSIC 3aHMMAET TIOYTH BCIO OOKOBYIO MOBEPXHOCTh MEXKIY 000-
nMu nonmocamu. M3yuenne coBpeMeHHbIX BHI0B Crisia (MO3XHUI MeN — HBIHE),
Crisiella (ap1ue), Tubulipora (Mexn — HBIHE), Berenicea (Tpuac — HBIHE) B JAp. TIO-
3BOJIUJIO YCTAaHOBUTH OCHOBHBIE KaTETOPUU JIMYWHOYHBIX KJIETOK, YYaCTBYIO-
mux B Mmetamopdose (Nielsen, 1970; d"Hondt, 1977, 1979). OTmMeTHuB, 4T0 MHO-
rue u3 Hux aerenepupytot, XK.-JI. 1'Ouar (d'Hondt, 1979) BeigenseT Te ux Ka-
TEropuH, KOTOPbIE UTPAIOT BEAYIIYIO POJib B OpraHoreHe3e aHlecTpysbl. Tak,
B MPUKPETUICHUH IMIMHKHU K cyOCcTpaTy U B JOPMUPOBAHUH ITUCTH]IA AHIIECTPY-
JBI YYaCTBYIOT KJIETKH BHYTPEHHETO MEMOPaHHOTO MeIIKa U BEepXHEH MaHTHH-
HOW CKJaaKy (MaljauajibHble W cymnpanaumanbheie). [lepBeiM GopmupyeTcs
0azaibHBIN AucK aHuecTpyisl (puc. la). Ilocie oOb3BecTBICHHS 6a3anbHOTO
JUCKa aHLIECTPYJIbl BHYTPH HEro o0pa3yeTcsl MOJMIHIHAS MOYKa 32 CUeT Cy-
MpanayinaibHbIX KJIETOK M ME3eHXHMBI, KOTOopas o0yiajaeT OOJBIION co3ua-
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Puc. 1. Hauaneubie craguu pocta kosnonuii Tubuliporida: ¢ — dopmupoBanue aprpoaniie-
ctpynsl y Crisia eburnea (Linné) (o Nielsen, 1970, ¢ n3amenenusimu); 6 — Crisia sp.; ax3. [IMH,
Ne 4146/807; unenucTasi KOJOHUSI C apTPOHIIECTPYIoH (x35); ATnanTudyeckoe nobdepexne bpasu-
nuu; coBp.; 6 — Crisia sp., 3k3. IGPACC, Ne 1/248-252, MHTEpHOAUH YICHUCTHIX KOJOHUH (X24),
Ky6a, soten; 2 — Tubulipora sp., ax3. [IMH, Ne 4146/1009, ronoannecTpyia u TPH MOCTAHLIECTPY-
nsapHbIX 300uma (x45), Hosas 3enmannusi, coBp.; 0 — Stomatopora bajocensis (d'Orbigny, 1850),
9k3. [TMH, Ne 5038/18, anuecTpysia ¥ MEHSIOIIME pa3Mephl MOCICIYIOIINE aBTO300euu (X25),
Poccust, Bpstackast 0011., CpeHuii KeJUIOBEH; € — CXeMa Pa3BUTHsI CEIITHI B aHIeCTpyJie (A) u mod-
KOBaHMs aBTo300ua (A3).
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IOIIEH CIIOCOOHOCTBIO M, KpOME TOro, urpaet posb (aromuta (d"Hondt, 1977).
J'OHAT MOTYEepPKUBACT, YTO PA3THUHBIC KJICTKH ME3CHXHMBI, YACIO KOTOPBIX
YBEIMYMBAETCS B IMYMHKE HA O3IHUX CTAUAX €€ PA3BUTHUS, IEPEXOIAT IPSIMO
B aHUeCcTpyly. Jlo 3TOro cymecTBOBaJIO MHEHUE, YTO ME3EHXHMa aHLECTPYJIbI
pasBUBaeTCs U3 KTOAEPMAJILHOrO 3auaTka ee noiaunuaa (Hyman, 1959). 3arem
HaJ BEPXHUM OTBEPCTHEM 0a3aJbHOTO JMCKA Pa3BUBACTCS TPyOUaThIid BEIPOCT
C XUTHUHOBBIM KOJIBIIOM HMJIM 0€3 Hero B ocHOBaHMH (puc. la). DTo — nepucToM
aHIIeCTPYJIbl C TEPMHUHAILHON anepTypoit u memOpanoi. J{uddepennnanus mo-
JUNUAHON MOYKH (KMIIEYHUK, INYHalblibl, MyCKYJIbI-PETPAKTOPHI, MEMOpaH-
HBIM MEIIOK) aHLECTPYJIIbl 3aBEPILACTCSI K MOMEHTY OOBI3BECTBIICHHS IIEPUCTO-
Ma. O4eBHUIHO, CIeAyeT MOTYEPKHYTh, YTO MOJIHOE (HOPMHUPOBAHHE LUCTHUIA
aHIECTPYJIbl, COCTOSIIETO U3 0a3albHTO AUCKA U TIEPHCTOMA, BCET/Ia OllepekKacT
(dhopMupoBaHUE €€ MOTUTTHIA.

Bce m3BecTHBIE aHIIECTPYIIBI APEBHUX M PElEHTHBIX MiIaHok Tubuliporida
nMeroT nBe Mogudukanuu (Buckosa, 1992). [lepas — 3T0 TonoaHmecTpymia, co-
CTOSILIAsI U3 XOPOILO OOBI3BECTBICHHBIX 0a3aJIbHOTO JUCKA U TPyOUaToOro BEIPO-
CTa ¢ TEpPMUHAIBHON anepTypoil. OHa xopomo HaOIrogaeTcs Kak Ha COBPEMEH-
HOM, TaK ¥ Ha UCKollaeMoM Martepuase (puc. le, 0). Bropas mogudukaius — 3To
YJICHUCTAS aHIIECTPYIIa, WU apTpoantectpyna (puc. la, 6). Ona umeet cnadyro
kasnpuubukanuio. TpyOGuaTslii IEpUCTOM apTPOAHLECTPYJIbl B MECTE €0 CO-
eIMHEeHUs ¢ 0a3aIbHBIM IUCKOM MMEET XUTHHOBOE 3J1acTUYHOE KonbLo. Kpome
TOr0, IEPUCTOM apTPOAHLECTPYJIIbI MOKET COCTOSTh U3 HECKOJIBKUX TPYOOUeK,
COCAMHEHHBIX MEKY cO00H TaKUMHU k€ KOJBIIEBHIMH XUTHHOBBIMH CBS3KaMH,
[Nocnennue y uCKoMmaeMbIX MIIAHOK HE COXPaHSIOTCS, U apTPOAHIECTpyJia Ha-
OIr0/1aeTCs TOJMBKO Y PeleHTHBIX BUJOB. OT apTpoaHUecTpyibl (OPMUPYIOTCS
ruOkue c1abdo M3BECTKOBBIE UIEHUCTHIC KOJIOHUH, BETBU KOTOPBIX Pa3AEICHBI
XUTHUHOBBIMU CBSI3KAMH HA HHTEpHOAMH (pHC. 16, 6). MIIaHKM ¢ TAKMMH KOJIO-
HUSMH, TpUHAJIeKaT K nopotpsaay Crisiina Johnston, 1838 (=Articulata Busk,
1859) (mozguuit mMen — HbIHE). OT TONOAHUECTPYIBI (OPMHUPYIOTCS KOJOHUH,
KOTOPBIC OTIMYAIOTCS JKECTKUM HM3BECTKOBBIM CKEJIETOM, a MIIAHKH, XapaKTe-
PHU3YIOIIHECS] TAKUMH KOJIOHUSIMHU, OOBEAUHSIOTCS B moaoTpsime Tubuliporina
Blainville, 1834 (Tpuac — HBIHE).

B nenowm, ananmus nmureparypsl (Kirore, 1962; Borg, 1926; Silén, 1977 u ap.)
1 UMEIOLIET0Csl HICKOITaeMOT'0 M COBPEMEHHOI'0 MaTepuala MoKa3blBaeT 3aKOHO-
MEPHYIO TOBTOPSIEMOCTh OCHOBHBIX YePT OHTOI'CHE3a aHLIECTPYJIBI (32 UCKITIOUe-
HUeM 0a3aJIBHOTO JTUCKA) B OHTOT€HE3e 300U 0B, TIOUKYFOLIUXCS OT AHIIECTPYJIbI
u pyr ot apyra. OObIYHO B MOJIOCTH aHIIECTPYJIBI Y PACTYIIEro KOHIA MepH-
CTOMa IOSIBJISETCS BHYTPEHHSIS1 N3BECTKOBasi CTeHKa (cenrta). OHa pacTeT Koco
BBEPX JI0 BCTPEUHU ¢ TEPMHUHAIBHON MEMOPaHO! U OTAEISIET YaCTh OJIOCTH TeJa
aHIECTPYJIbl, U3 KOTOPOH MOCTENIEHHO (POpMUPYETCsl HOBBIM TPyOUaThIii 30011
(puc. le). 3aTtem momoOHast cenTa MOSBIAETCS B MOJOCTH PACTYIIErO 300U[a.
Janee 3ToT npoiiecc NoBTOpsieTcs. Takoi THIT TOYKOBAHUS OBLI OIPE/ICIICH Kak
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Puc. 2. Unkpycrupyronue xononnn Tubuliporida: @ — Oncousoecia alexandri Viskova,
2014; ronotun [TMH, Ne 5038/70, ygacTOk KOJOHUHU ¢ TOHO300€LIUEM B 30HE aCTOTCHETHUYECKOTO
nosropenus (x14), Poccusi, Bpsickast 00:1., cpennuii kemnoseit; 6 — Microeciella dyatjkovensis
Viskova, 2014, ronotun [TMH, Ne 5038/69, xoioHus ¢ HEOOIBIIOHN IKCIIEHTPUIHON 30HOU acTo-
TeHETUYECKOTO U3MEHEHHsSI U C TOHO300CIHsSIMH B 30HE aCTOT€HETHYECKOTO MOBTOpeHus (x15),
MECTOHAXOXKJICHUE U BO3PACT Te XKe.

nepuctomuanbabiidi (Harmelin, 1974, 1979; Silén, 1977). Ecin B 300maax, pac-
MOJIOKEHHBIX PSAZIOM, CENTHI Pa3BUBAIOTCS 0oJiee NI MEHEee OTHOBPEMEHHO, TO
(dopmupyeTcs Tak Ha3bIBaeMasi 00mIas 30Ha pocTa, B KOTOPOH MOJIOCTH Pa3BU-
BaIOLIMXCS [UCTHIOB CBSI3aHbI MEXKy coOoi HeauddepeHInPOBaHHON TKAHBIO
W OIpaHMYCHBI 00IIel TepMHUHATBHON MeMOpaHoii. [To Mepe mocTmxeHus pa-
CTYIIAMH CENTaMU TePMHUHAIEHON MEMOpaHbI ATH MOJIOCTH 000CabIUBAIOTCS,
a BHYTPEHHHUE CTEHKU-CENTHI IEPEXO/IAT B HApyKHBIE CTEHKH OTICIBHBIX TPYO-
YaTbIX 300M0B. B HHKPYCTHPYIONIMX KOJOHUSAX OOIIast 30Ha POCTa 3aHUMAET
nepudepudeckoe nojokeHue (puc. 26, 3a), a B IpsIMbIX, BEPTUKAJIBHO pacTy-
KX — AUCTanbHOE (puc. 16). KpoMe mepucToMuaibHOro, y paccMaTpuBaeMbIX
MIIIAHOK TPOUCXOJUT JIaTepabHOE MOYKOBAHUE OT 300HJIOB, & TaKXKE IMPOK-
CHMaJIPHOE W JIaTepalibHOe — OT 0a3allbHOTO nMHcka aHmecTpyisl (Silén, 1977,
Harmelin, 1979; Buckosa, 1992). Ho B 3TuX ciiydasix OHO HE CBS3aHO C TEPMHU-
HaJbHOM MEMOpaHOI: U3BECTKOBOAS CENTAa IOJIHOCTHIO OTACISET OT 300M/1a UIIH
0T 0a3aJbHOTO AMCKa HEOOJIBIIYIO MOJIOCTh, KOTOpasi, pa3pacTasich, MpeBpalia-
eTCsl B TPyOUaThIii 3001 /1.

OOBIYHO y 3THX aHIECTPYJ BapbUPYIOT pa3mep, hopma (HUIHHIPUIECKas,
yIUIOIeHHAs!, OyJIaBOBH/IHAS) M TOJOKEHHE TIEpUCTOMa (OH MOXKET OBITh Bep-
TUKaJbHBIM, CTEITIOUIMMCS, 3aHUMAaTh LEHTPaIbHOE WM nepudeprudeckoe mo-
JIOKEHUE Ha IUCKE U OTXOAMUTH OT HETO MO pa3HbIMHU yIiilaMu). BapeupytoT nua-
METp anepTypsl U 0a3ajJbHOTO JUCKa. JnaMeTp mocienHero TakKe MOXKET ObITh
3HAYHUTCIBHO 60J'II)IHC AuamMeTpa nepucromMa UJin 1mouTHu paBHbBIM €MY. OHpeI[e-
JICHHBI MHTEPEC MOXKET MPEACTaBIATh MPEANOI0KEHHE, YTO Y TpHOOBUIHON
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Puc. 3. Pasusie popmsl pocta Tubuliporida: a — Guzhoviella improvisa Viskova, 2014; rono-
tun [TWH, Ne 5038/68; nukpyctupyomas KOJOHHs ¢ HEOOBIYHOM TOCTaHIECTPYIISIPHOI MI1aCTH-
HoU U ee pamu¢ukanyei (x14), Poccus, bpstuckas o61., cpeuuii kestoselt; 6— — Discofascigera
ternata Viskova, 2000, romotun [TMH, Ne 2922/48, o0munii BuA rpruGOBUIHON KOJTOHUM: 6 — c0OO-
Ky, BUJHA AMCTaIbHAs 4acTh TOHO300e s 0e3 oKkpoBa (x36), 6 — CBepXy, B LIGHTPE — YAJUHEH-
HBIE allepTyphl aHIECTPYISIPHOI Tpuaasl (x24), e — CHU3Y, OCHOBAaHUE HOKKH HE COXPaHMIIOCH
(x24), benapyce, I'ponHo, HIOKHMI KammaH; 0 — Actinopora complicata Viskova et Endelman,
1971, ronotun ITHUH, Ne 3068/13, nuckoBHIHBIE MATEPHHCKAs (B LICHTPE) U JIBE TOUCPHHE KOJIO-
Huu (x7), Kazaxcran, Manreinak, ganuii; e — Diplosolen verus Viskova, 2005, ronotun [T1H,
Ne 2052/707, nHKpyCTHpYIOIIast KOJIOHUS ¢ OU-OMUTOCEPHAbEHBIMHA BETBSIMH 1O 00€ CTOPOHBI
OT QHLECTPYJIIPHON BETBH U C HEPABHOMEPHO pa3BUTHIMU HaHO300euusMHU (x14), Poccus, Capa-
TOBCKast 00JI., HIDKHUH MaacTPHXT.
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KOJIOHMH TI03JIHEMeIoBoro Buaa mianok Tubuliporida — Discofascigera ternata
(Buckoga, 2000), Ob171a HE OTMHOYHAS TOJIOAHIIECTPYIIA, & AaHIICCTPYIIApHAS TPH-
aJla WUIH aHTIECTPYIIAPHBIN KOMITJIEKC, COCTOSBIIIMMA U3 TPEX MIEPBUYHBIX 300U 0B
(puc. 36—2). Ecnir 9T0 Tak, TO MMeeTCsl OCHOBAHHE TI0JIaraTh, 9TO Y HEKOTOPBIX
Tubuliporida morna ObITh 1 aHLIECTPYISIPHAS AMAJA, U, CICAOBATEIBHO, Y IPEB-
HUX UX MpeACTaBUTelNeH mporecc 00pa3oBaHUs MEPBUYHBIX 300HI0B KOJOHUH
MOT UMETh U 00JIee CIOKHBII XapakTep Hapsaay ¢ OObIYHBIM, OITMCAHHBIM BBILIE.
3o0u1 (300€1Hi Y NCKOTIaeMBIX MIITAHOK) — 3TO OCHOBHAS COCTABJISIOIIAS JTFO-
00¥ KOJIOHMH MIITAHOK. 300H 1l MJICHTHYHBI TeHETHYECKH 1 OPTaHWYEeCKH CBSA3a-
HBI MEXJIy COOO0H, Oaromapsi MoCTOSTHHOMY (DU3HOJIOTHYECKOMY OOMEHY uepes
CHCTEMY COEIUHHUTEIBHBIX MOp B UX OOIIMX BHYTPEHHHX CTEHKax (puc. 40).
Ecnu pa3But nonumMopdusmM 300M10B, TO CPEIU HUX Pa3IHYalOTCsl aBTO300H 1B
(aBTO300€I11¥H), BHIMOJIHSIOIIAE OCHOBHBIC dKU3HCHHbBIC PYHKIUY (IUTAHKE, pa3-
MHOXKEHHE, IbIXaHue U T. [I.), © Pa3HOTO THIIa TeTePO300H bl (TETEPO300LINN),
BBITIOTHSIONINE PAa3IMYHbIE 3aIUTHEIE (DyHKIINH B IMHUPOKOM cMbIcie. Kak u aB-
TO300H/Ibl, OHM UMEIOT YETKOE BBIPAKEHUE, TOYHO TaKKe MOBTOPSS ce0st C 00Ib-
LIel MJIM MEHBILIEH YacTOTOM MyTeM MOYKOBAaHUS U COXpaHsisi OOBIYHO CBOE pac-
MOJIO’KEHHE M0 OTHOILIEHHUIO K aBTO30011aM. Pazmepsl 1 popMa 3001108 3aMETHO
BapbUPYIOT, MHOT/IA JTAKE B MTpeZieiax OHOM KOJIOHUH, KaK, HalpHUMep, y CpeliHe-
kemoBeiickoit Guzhoviella improvisa (puc. 3a). CTanuu OHTOT€HE3a 300HI0B OT-
HOCHTEIBHO CTA0MIIBHBI, HO OHM MOTYT OBITh BapuaOeIbHBIMHU, KOTZIa 00pa3yroT
pPa3HOTro THUIIA CTPYKTYPHBIE KOMOWHAIINY, HarpuMmep, (aciukium (puc. 30, 44, 6,
21C), MY Pa3BUBAIOTCS PA3JIMYHOTO TUIIA TETEPO300UAbI (pHC. 3e, 40, e, u).
Cpenu retepo300Hu10B 0C000€ MECTO 3aHMMAIOT BBHIBOJIKOBBIE CTPYKTYpPHI
Trma ronozoon 0B (Buckosa, 1981, 1992). Oto Bugon3MeHeHHbIE (epTHIIbHEIC
300H/1bI, B KOTOPBIX BTOPHYHBIE M TPETHUYHBIE 3aPOJBIIIN PAa3BUBAIOTCSA B JIH-
YyuHKHU. B OHTOTeHe3e roHo3oona oOpariaeT Ha ceOs BHUMaHHE pa3pacTaHue
MeMOpaHHOIO MeIIKa, 3HAYUTEJIbHOe YBEIUYeHHne o0beMa IUCTHIA U MPUo0-
pEeTeHHE UM My3bIPEBUAHON (OpMBI pa3IMUHbIX odepTaHuii (puc. 2 a, 6, 4axc, 3,
k). OOBIYHO OT OCTaJIbHBIX 300MJIOB KOJOHHUU TOHO300M]I OTIUYaeTCst HopmMoit
1 OoipmUMU pazmepamu. DopMUpOBaHHE TUYHHOK TPOUCXOIHUT B IIEJIOME pe-
TyIUPOBAHHOTO B TOW MM WHOW CTETEHHU TONHITHAA 32 c4eT (OJITUKYIa, BO3-
HUKAIOIIETO U3 KJIETOK, OTIENSIONINXC 0T MeMOpaHHoro menika (Kirore, 1962).
B xonoHUsAX MOXET ObITh OJUH MM HECKOJIBKO TOHO300MJIOB, HO B Ka)IOM
13 HUX Pa3BUBAETCS TOIBKO OTHO si110. OAHAKO B 11€J0M HEOOJIBIIIOE YUCIIO STUI]
KOMIIEHCHUpYeTcs, Oaronapst moJndMOPUOHNH, OOUIIHEM 3apOJIbIIIEH.
OueBuIHO, CICMYET 3aMETUTh, UTO Yy TocTHaaeo3oickux Tubuliporida mo-
JIOBOH (IOMHHUPYIONIUI) THIT PETMPOIYKIIMH COYETAETCS C BETETATUBHBIM
(KOJIOHMAJIPHOE MTOYKOBAHHUE), KOTOPBIA TaK)Ke MPUBOIUT K BOCIPOU3BOJCTBY
HOBBIX KOJOHHH. [lOCKONIBKY BEreTaTHMBHOE PAa3MHOKEHHE Y KOJOHHMAJIBHBIX
OpPTraHU3MOB OOBIYHO OTOXAECTBIISETCS C TOYKOBAHUEM, IIPEACTABISETCS HEOO-
XOJIMMBIM TIOMYEPKHYTH cleytoliee. PenponyKius, mojioBas 1 BereraTuBHasl,
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Puc. 4. Ilpsmsie kononun Tubuliporida: a—6 — Spiropora verticillata Goldfuss, 1827, ax3.
TINH, Ne 2922/29; a — ¢parMeHT BETBU C KOJBLEBBIMH (pacukiasiMu (x25), 6 — mpogoibHOe
CeUeHHMe, BUIHBI COCMHHUTENBHBIE TTIOpH! B cTeHkax (x80), bemapycs, ['ponHo, HUKHHMN KaMIaH;
6—e — Idemona occulata Viskova, 2004, ronotun [TMH, Ne 2922/40: 6 — ¢pparMeHT BETBH C JIH-
HEHHBIMU (PACIUKIIAMH (X24), 2 — TO ke ¢ I0pCaTbHOI CTOPOHHI (X24), 0 — MoNepeyHOe CEUCHHE
(x40), e — mpononbHOe ceueHne (x40), B CEUCHHUSIX y AOPCAIBHON CTOPOHBI BUAHBI KPHIITO300-
CLIMH; MECCTOHAXOX/ICHHE U BO3PACT Te ke; ac—k — Lagonoecia cujulusensis Viskova, 2004, ro-
notun [TUH, Ne 3068/174; oic — pparMeHT BeTBU ¢ JTHHEHHBIMU (HACUUKISIMU U TOHO300€1IHEM
(x24), 3 — TO ke ¢ TOpcaJbHOI CTOPOHBI (Xx24), 1 — OTIEPEYHOE CEUCHHUE, Y JOPCATBLHON CTOPOHBI
BHJIHBI cTeHO300ennH (x40), x — MpoIoJIbHOE CeYeHHEe BETBU ¢ roHo3o0o0enueM (x40), Kazaxcran,
MaHrsIiak, S0IeH.
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HWMEET CBOMM pE3yJbTaTOM BOCIIPOU3BOACTBO HOBOI'O OPraHMU3Ma, HOBBIX KOJIO-
Hui Mmanok. [locienoBaTenbHO MOYKYIOUIMECsS IPYT OT ApyTa 300UIbl, UITH UX
MYJIBTATUIAKAIUSA, 00€CTeunBalOT TOJBKO COMAaTHYECKUH POCT KOJOHUH, BO3-
HUKAIOMINX KaK TTOJIOBBIM, TaK U BET€TaTUBHBIM ITyTeM. BeretaTuBHOE pa3MHO-
KEHUE U POCT KOJIOHUH IMOCPEACTBOM IOUYKOBaHMS 300UJI0B — 3TO ABa Pa3HBIX
SIBJICHUS I UX OTOXJIeCTBIIeHUE omnbouHo (Buckora, 1988, 1992). [lox Berera-
THBHBIM Pa3MHOKCHHEM MOHUMAeTCs 00pa3oBaHHE HOBBIX JOYCPHHUX U BHYyYa-
TBHIX KOJIOHHH, WJIN CYOKOJIOHHH, OPMUPYIOLTUXCS C OTPHIBOM WITH 0€3 OTPhIBa
ot marepurckon (Kirore, 1962; Marcus, Marcus, 1962). B mociennem ciydae
MaTepHHCKasi KOJIOHUS CTAHOBUTCS NI HUX cyOcTpaTroM. CyOKOJIOHUM pa3BH-
BalOTCS OT TICEBOAHLECTPYJ, MOUYKYIOIUXCS OT 300MA0B MaTEPUHCKON KOJIO-
Huu. JlanbHeiiee uX pa3BUTHE TPOUCXOAUT OOBIYHBIM 00pa30M — MOYKOBAHU-
eM. OTHUM M3 MHOTOYHUCIICHHBIX TPHMEPOB BEreTATUBHOMN PEMPOIYKIIUU SIBIISI-
FOTCSl TIOUepHUE JTUCKOBHUIHBIC KOJIOHUH JAaTCKOTO BHAa Actinopora complicata
(Buckosa, Duaensman, 1971) (puc. 30). Y IpOTHBOIONOKHBIX OOKOBEIX CTOPOH
JIMCKa MaTePUHCKON KOJIOHUH, YACTUYHO IMPUPOCIIIE CBOSH HIKHEW TIOBEPXHO-
CTBIO K CyOCTpaTy, chOpMUPOBATHCEH ABE TAKUE K€ TUCKOBUIHBIC CYOKOIOHUH
OJ] IPSIMBIM YTJIOM K HEH, HO 0e3 oTphIBa. B Ka)10M JHCKe 300€1HH COOpaHbI
B BBICTYMAIOIINAE MHOTOPSITHBIC (ACIHKIH, PAIHATbHO PACXOISIINUECS OT €ro
LeHTpa. DTH JUCKOBUJIHBIE KOJIOHWH XapaKTEPHU3YeTCs 3aKPBITHIM THUIIOM pO-
CTa, T. €. ONpeACIICHHON 3aKOHYEHHOHN 1 HaCIIEACTBEHHO 3aKpeIlJICHHON (hOpMOTA.
B nienom, cienyet nog4epkHy Th, 4TO MOCTHAe030HCKUM MittankaM Tubuliporida
CBOMCTBEHHBI JIBa TUIA PENPOAYKLNHU, OTPAKEHHBIX B UX CKEJIETHOH MOpdo-
JIOTHH, — TIOJIOBOM M BEreTaTUBHBIN, TPUBOISAIINX K 00pa30BaHUIO HOBBIX KO-
noHui. Oba TUNa pa3MHOKEHHS MOTYT COUETAThCS MIIM 3aMEelIaTh JPYyT Jpyra
B 3aBHCHUMOCTH OT OKPY>Karomux ycinoBuid. [Ipu 3ToM KooOHMaIBHOE MTOYKOBA-
HUe He TpeOyeT TeX ONTHUMAJBHBIX YCIOBHH CPeabl, KOTOPhIE HEOOXOMMMBI TIPH
nosioBo# penpoxykuuu (Buckosa, 1988).
OCOBEHHOCTU ACTOI'EHE3A

Pa3nbie crocoObl MOYKOBaHUSI TPyO4YaTHIX 300MJOB IMOCTHAICO30HCKUX
miranok Tubuliporida u ux paznuuHas TPOCTPAHCTBEHHAS OPHEHTAIUS TTPUBO-
IUT K 00pa30BaHMUIO KOJOHUH OTKPBITOTO W 3aKPBITOTO THIIA POCcTa, (hopMa KO-
TOPBIX OTIMYAETCS OTPOMHBIM Pa3HOOOpa3reM. JTO — HHKPYCTUPYIOIINE YHH
-OU -0JIUTO U -MYJIBTUCEPHAJIbHBIC TUCTOBUAHBIC, PA3BETBICHHBIC WIIH JHCKO-
BUJIHBIC U I'PUOOBUIHBIC KOJIOHUH, OJJHOCIONWHBIC U MHOTOCIIOMHBIE (puc. 1-3),
a TaKXe MpsIMble BEPTHKAIBHO PaCTYIUE, COCTOSIINE U3 OUaTepabHbIX, I1-
JTUHJpUYECKUX (pHc. 4) WM YIIJIOMIEHHBIX BeTBEH U somacteid. CTpyKTypHOE
pa3HOoOOpa3ue KOJIOHWH BIIOJHE OTPa)KaeT OCHOBHBIE H3MEHEHHs B OHTOTeHE3e
300H/I0B ¥ aCTOTE€HE3a B IEJIOM.

BapnaObunbHOCTh OHTOr€HE3a 300M0B B OOJIBLICH MIJIM MEHBIICH CTEIEHU
YCIIOKHSIET acTOreHe3 KOJOHMH MInaHokK. B cBoe Bpemst E.P. Kamunrc (Cumings,
1904), paccmarpuBas KOJIOHHIO MIIAHOK KaK IEIOCTHBIA OpPraHu3M, MOIbITal-
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Csl BELICTUTH B €€ Pa3BUTHH BO3PACTHBIC CTaINHU, IPUCYIIHE YHUTAPHBIM Opra-
Hu3MaM. Ho, yauThIBast BIMSTHUE Pa3InYHBIX (HAKTOPOB Cpebl Ha MOP(POTIOTHIO
pa3BUBAOLICHCS KOJIOHWH, OH TPHUAABAJT 3HAYEHHE TOJBKO HETHACTHYECKOU
CTaJ1H, OXBATHIBAIONICH MEPHOJ OT MOSBIICHUS MEPBBIX IOYEK 300HI0B OT aH-
LECTPYJIbl 0 YCTaHOBJICHUS Ie(UHUTHBHOIO crocoda ux mouykoBanus. Cxon-
CTBO NMPHU3HAKOB HA 3TOH CTaaAnH, cuuTal KaMUHTC, MOXKET ONpPEACTUTh QHIIO-
TeHETUYECKYI0 OJIM30CTh MIIAHOK Ha YPOBHE BBIIIE POAOBOTO paHra. OnHAKO
BBIJICJICHHBIC M BO3PACTHBIC CTAJIMW HE HAIUTM NMPUMEHEHUS HU B paboTax
CaMoro aBTOpa, HU B MOCIEAYIONINX TPyJax CIenuanucTos. M gemo e TOnbKO
B TOM, YTO JIOCTaTOYHO CJIOKHO B ChOPMHUPOBABIIEIiCS KOJIOHUH, H TeM Oojee
Ha ee MCKOMaeMbIX ()parMeHTax, yCTAHOBUTH I'PAHHIIBI MEKIY y4acTKaMH, CO-
OTBETCTBYIOIIMM 3TUM CTaIusIM. Bellb KOMOHUS MIIAHOK, HECMOTPA Ha TO, YTO
OHA MPECTAaBISIET LEIOCTHBIM XOPOIIO HHTEIPUPOBAHHBIN OPraHU3M, COCTOHT
W3 OTJIEJIBHBIX 300UI0B, KAXKJIBIH U3 KOTOPBIX MPOXOJIST Yepe3 BCE BO3PACTHBIC
CTaJluM OT KOHOW 10 3pesioil u ctapoil. Ho Tak Kak OHU MOYKYIOTCS U B3pOC-
JCIOT HEe OJHOBPEMEHHO, BPEMS MPOXOXKACHHUS OIHUX U TEX K& CTaAMU Jaxe
y 300MJI0B OHOM T'eHEpallid MOXKET He coBmaaaTh. Ha imro0om ydacTke Koo-
HUUW HaXOIATCS 300HM/1bI pa3HbIX F'eHEepaluil ¥ Ha Pa3HbIX BO3PACTHBIX CTAINMAX.
B cBsI3M ¢ 3THM KOJIOHHSI MIIAHOK MMEET OINPEICIICHHYIO CIEIU(HUKY CBOETO
pasBuTHs. M 3Ta crennguka COCTaBISIETCS MPEXKAE BCETO U3 OCOOCHHOCTEH
OHTOTeHe3a 00pa3yIOINX KOJIOHHUIO 3001 I0B.

[losTOoMy mpencraBisieTcss odeHb ynadyHsiM npemioxkenune P.C. bopamana
n A.X. Yuaroma (Boardman, Cheetham, 1969) paznuyarh B NMOJTHOH KOJOHUH
JIBE 30HBI pOCTa: 30HY aCTONCHETUYECKOTO M3MEHEHHS M 30HY acTOreHeTHue-
cKoro noBTopenust. [lepBasi COOTBETCTBYEeT HauallbHOM CTaJUU pOoCcTa KOJIOHUH,
300HIbI 3TOH 30HBI MOTYT XapaKTepPH30BaThCSA PAa3HBIMH pa3MepaMu, Mopgo-
JIOTUYECKOH M3MEHYMBOCTBIO, CTENIEHBIO CTPYKTYPHOH CIIOKHOCTH, HaJTHIUEM
UJIM OTCYTCTBUEM MOTUMOpPPH3Ma, 0COOCHHOCTSIMH MOYKOBaHus (puc. 16, 2, 0).
OTH U3MEHEHHUS MOTYT OBITh BEIPAyKCHBI B OTHOM MOKOJICHUH HIJTH B HECKOJIBKUX
MEPBBIX TEHEPAIUSX, HO B II€JIOM 300U/ bl 30HBI ACTOT€HETHYECKOTO H3MEHEHHU ST
COCTaBJISIIOT HE3HAUNTENBHBIN MPOIEHT OT OOIIEro YnCIia 300U/I0B BCel KOJIO-
Hun. C MOSBJICHUEM TEPBOM TeHEPAIIH 3001 0B, TOBTOPSIOMINX MOP(OIOTHIO
MPEABIAYIIEro MOKOJICHNs, HAYMHACTCS 30HA aCTOTCHETHYECKOTO MOBTOPEHUS
(puc. 26). 300U b1 3TOM 30HBI OTIINYAIOTCSI OTHOCHUTEIIBHBIM IIOCTOSTHCTBOM CBO-
eil Mopdosoruu u crnocoda noukoBanus. [ eHeTHUECKHE TTPU3HAKH, TIOCTEIICH-
HO TIPOSIBJISIBIIMECS B 30HE aCTOT€HETHYECKOTO M3MEHEHUSs, OOBIYHO IMOJyYa-
10T CBOE TIOJTHOE Pa3BUTHE B 30HE aCTOr€HETHUECKOro oBTopeHus (Boardman,
Cheetham, 1969; Buckosa, 1992). OgHako B OHTOTE€HE3€ OTICITHHBIX 300UIOB,
B MIX NTOJTMMOP(H3ME HITH B aCTOT'CHE3€ BTOPOI 30HBI HE UCKJIIOYEHBI BAPHAIIHH.
OTH OTKJIOHEHUS MOTYT OBITh CBSI3aHBI C BIUSIHUEM OTICJIBHBIX (PaKTOPOB Cpe-
Ibl OOMTaHHUS, C BO3PACTHOW MJIM CE30HHON M3MEHUYHMBOCTHIO | T.11. bezycioBHO,
CJIE/TyeT CoTIacuThes ¢ bopaManom 1 UUTIMOM, UTO Ta 4acTh KOJIOHUH, KOTOpast
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MpeaCcTaBlieHa 30HOH aCTOT€HETUYECKOT0 MOBTOPEHHUS SIBIIsIETCsl O0Jiee MPUToI-
HOW Jutsi M3ydeHusi. IMEHHO B HEl OTPa)KalOTCs yKe CIOKUBIIHECS 0COOCH-
HOCTHU ITOYKOBAHMSI U PACIIOJIOKEHHUSI 300U 0B, UX MOPQOIOTHsL, HOIUMOPHU3M,
YPOBHH CTPYKTYPHOH, (PU3M0TI0rHUeCcKOi U (PYyHKIIMOHAIBHON MHTErPALIUU.
HEKOTOPBIE OCOBEHHOCTH 3BOJIFOLMA
IIOCTITAJIEO30MCKHNX TUBULIPORIDA

KpoMme pasHBIX acmeKTOB MCTOPUYECKOTO Pa3BUTHS ITOTO OTpsla MIIa-
HOK, paccMOTpeHHBIX paHee (Buckosa, 1992), mpencraBnseTcss BaKHBIM ITOJ-
YEpPKHYTh, YTO 0COO0E MECTO B €T0 3BOJIOLMH, N1OCIIE BBIPAOOTKU IBYX THUIIOB
PENpOOyKLUHU — [IOJIOBOM, C BHIHAILIMBAHUEM JIMYMHOK B TOHO300M/IE, U BEreTa-
TUBHOH, IPUBOISLICH, KaK U ITOJIOBOH, K 00pa30BaHUIO HOBBIX KOJIOHUH, 3aHU-
MaeT BbIPa0OTKa Pa3HBIX THUIOB KOJOHWAJBHON opraHu3anui. O4eBUAHO, OHA
1A 10 JIBYM OCHOBHBIM HaIpaBlieHHsIM. B 0OTHOM M3 HHX COXpaHSETCsl OTHO-
CUTEIIFHO MPOCTask KOJIOHHAIIbHAS OPTaHU3aIIHsI MITAHOK Ha MPOTSXKEHUHU BCETO
BPEMEHH UX CYILECTBOBAHUS, a B IPYTOM IIPOUCXOAUT ee ycsioxkHeHue. OcobeH-
HOCTH NEPBOH BBIPAYKAIOTCS B TOM, YTO KOJIOHUU (POPMUPYIOTCS B OCHOBHOM U3
MOHOMOPQHBIX 300MJI0B — aBTO300HMI0B, HO C PAa3HOM CTENEHBIO CTPYKTYPHOI
CIIOKHOCTH, CBSI3aHHOU C UX MOHO -OMcepHaibHBIM pacroyioxkeHneM (puc. 16, s,
0) — Stomatoporidae (tpuac — Hbine), Crisiidae (o3 HUH MeT — HbIHE) U JIP. UITH
OJINTO -MyJBTHCEepUATbHBIM (pHcC. 2, 3) — Multisparsidae (topa), Oncousoeciidae
(ropa — HBIHE), Entalophoridae (fopa — He1HE), Tubuliporidae (Mer — HBIHE) | 1p.
C HE3HAYUTEIbHBIM Pa3BUTHEM B 3THX CEMEHCTBaX KEHO3001I0B. B To e Bpems
MOYXHO 3aMETHUTh, UTO JBYXPSAHOE PACIOIOKEHHE aBTO300HMI0B B HHTEPHOIU-
sx Crisiidae, cTpyKTYypHO M (PU3HONIOTHYECKH COEIMHEHHBIX KYTHKYJISPHBIMU
CBSI3KAMH B OJIHO KOJIOHHAIILHOE [EJI0e, TPUJIAET UM CBOCOOPA3HYIO CIIOKHOCTb:
KaXXIbIii WHTEPHOIWU B OIPEICIICHHON CTENEeHU SBIAETCA (PYHKIIMOHAJIBHO
000c00IeHHON eqUHHULCH YJICHUCTOW KOJIOHUU CO CBOMMM 30HAMHU aCTOI'€HETH-
YEeCKOr0 U3MEHEHHUS U TOBTOPEHUSI.

VYcnoxHeHne CTPYKTYphl KOJOHUH MPOUCXOAHUT 33 CUET M3MEHEHHS Mpo-
CTPaHCTBEHHOH OpHEHTAIIMH aBTO300MJOB HA KOHEYHBIX CTaJUAX WX OHTO-
reHe3a. ABTO300HJIbI TPHOOPETAIOT XapaKTepHOE TPYIIIOBOE PACIONOKEHHUE
(acuukiM ¥ MMHHYJBI), KOTOPOE CTAHOBUTCSI OCHOBHBIM NPUHIIUIIOM OpraHu-
3aLMY KOJIOHUH HA MPOTSHKEHUH PAa3HBIX, HHOTAA 3HAYUTEIbHBIX, OTPE3KOB I'€0-
JIOTHYECKOro BpeMeHH. Hampumep, oqHOPSAIHBIE KOJBIEBbIC WM CHUPATbHBIC
(dacuMKIM XapaKTepU3yloT NpsSMble BETBH MIIAHOK cemelcTBa Spiroporidae
(topa — soueH) (puc. 4a, 6). OnHopsiaHBbIC JIMHEHHbIC (HACIUKIIHM, Pa3BUTHIC
Ha POHTANBHO-TIATEPATBHBIX CTOPOHAX TIPSMBIX BETBEH, CBOMCTBEHHBI MIIIaH-
kaM Idmoneidae (mo3mumit Men — HBIHE) (pHUC. 46, o) paaWaTbHBIE (aCITUKIN
(omHOpsAIHBIC, NBYXPSAHBIC M MHOTOPSIIHBIC), PACXOASIINECS OT LIEHTPa JUC-
KOBHJHBIX KOJIOHHH, BcTpeuatoTcsi B cemeirictBe Theonoidae (men — HbIHE)
(puc. 30). I'pynmnoBoe pacnojokeHHue aBTO300UI0B B KOJOHUAX OOBIYHO HaH-
0oJiee YETKO BBIPAKEHO B 30HAX ACTOTCHETUYECKOTO TIOBTOPCHHSI.
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C npyroii cTOpOHBI YCIIO)KHEHHE KOJIOHMAIBHOH OpraHW3allH CBSI3aHO
C TIOSIBJICHHEM pPa3HOr'0 THIIA I'€TEPO300UJIOB U C OCOOCHHOCTSMH HX pac-
MOJIOKeHUsT B KoJIoHWH. Hampumep, y MmaHok cemeidicTBa Diastoporidae
(ropa — HBIHE) pa3BUBAIOTCS HAHO300WIBI (pUC. 3¢), OMWHOYHBIE MIyMalib-
LBl KOTOPBIX HecyT 3amuTHyo Gynknuio (Harmelin, 1974; Buckosa, 1989).
VY pona Diplosolen oHu dhopMupyroTcs cHadalila TOIBKO OKOJIO OTJEIbHBIX
aBTO300MJI0B (B IOpE), B MEIy OHU BCTPEUAIOTCS OKOJO KaXKJOTO aBTO30-
onpa Tu00 Ha OTIAEIBHBIX yYacTKaX KOJOHHWH (puc. 3e), mubo OKOJO BCex
€€ aBTO300HMJIOB, @ B HACTOSAIIEE BPEMS — TOIBKO PSJAOM C KaXKIBIM aBTO30-
omnom (Kurore, 1962; Buckosa, 1992, 2005). Kpome Toro, y O0JbIIHHCTBA
MIaHOK cemeiicTBa Idmoneidae (fopa — HbIHE), YK€ YCIOXHEHHBIX JIMHEH-
HBIMH (DACIUKJIISIMU, JJOPCaJbHAsI CTOPOHA MPSIMBIX BETBEH YKPEIUISICTCS pas-
nU4YHOro THHa rerepozoomaamu (Buckosa, 2004). Oto — GpupmMaro300uabl
y pona Idmidronea (mo3gHuii Men — HeIHE), aHTyIU300u bl — y Castellia (ma-
JeorieH), JakTuiIeTpel — y Erkosonea (MaacTpuxT — 2011€H), HEMaTO300UIbI —
y Heterocrisina (mo3mgauii Men — maeoreH), Tepro3oounisl — y Pleuronea (ma-
JICOTIeH — 7HBIHE), KpUMTo300u bl (puc. 46—e) — y ldemona (kammnaH) U CTEHO-
300U/1bI, MHOTOCJOMHBIC — y Crisina (MMO3IHUH MeJ — MajeoLeH) U OHOCIION-
Hble (puc. 4oc—k) —y Lagonoecia (MaaCTpUXT — 30LICH).

OdeBuHO, cleayeT N00aBUTh, YTO PACCMOTPEHHBIN BBINIE XapakTep pac-
TTOJIOYKEHHST aBTO300HMI0B B KOJOHUAX OTPAX]aeT UX TPO(UIECKOe CTPYKTYpH-
poBaHHEe, KOTOPOE TaK)Ke BBIJCPKUBACTCS B TEUECHUE JUTHTEIBHOTO T€0JIOTHYe-
CKOTO BpeMeHH. B 3TOM OTHOIIEHUH OO0MBIION HHTEPEC MPEACTABISIOT JaHHbIE
0 KOPPEJISITUBHBIX CBSI3SX MEK/Y CKEJICTHBIMH DIIEMEHTAMH 300UJa U pa3liny-
HbIMH TapaMeTpamu ododopa (Farmer, 1977; Winston, 1977; Mc Kinney, 1990;
Shunatova, Ostrovsky, 2001, 1002). B 3BoSfOIIH MOCTIANICO30MCKUX MIITAHOK
kiacca Stenolaemata (Tpuac — HeIHE) CTPOCHUE TPyOUIaTOro MeprucToMa peryiu-
pyeT nosioxkenue nododopa, KOTOPBIH HE 10 KOHIIA BEITATUBACTCS HAJl IOBEPX-
HOCTBIO KOJIOHMH. HeOobIie Bapuanuu JuaMeTpa, BEICOTHI U HAKJIOHA TIEpH-
CTOMa, OTMEYAIONIMECs] B PA3HBIX IPYIaX pacCMaTPUBAEMbIX MIIAHOK, MOT'YT
CBHJICTEILCTBOBATh O HE3HAYUTEILHBIX U3MEHEHUSX BEIIMYUHBI UX JIododopa.
[Ipu 3TOM paBHOYIAaNIEHHOE PACTIONIOKEHHNE allepTyp B KOJIOHUH CBUICTEIBCTRY-
eT 00 WHUBUYyaThHOHN eI TeTbHOCTH aBTO300U/ 0B, a Pa3IUYHbIE UX TPYIIITH-
POBKHU (HampuMep, pa3HOro TUMa (paCUUKIN U MUHHYJBI) — O KOJUIGKTHBHOM.
Takum oOpaszom, ompeneneHHass 0eIHOCTh MHAWBUIYaJbHBIX MOBEJCHUYECKUX
peakuuii y OJHUX U3 3THX MIIAHOK B 3HAUUTENBHOW CTEIIEHU KOMIICHCHPYET-
Csl TPYIIIOBOM aKTHBHOCTBIO aBTO300UJIOB Y ApyTrux. KpoMe TOro, MOXHO OT-
METUTH TaK)Ke JOMUHHUPYIOIIEE Pa3BUTHE O CAMOT'0 KOHIIA ME3030s MPSMBIX,
MMOJHUMAIOIITUXCS HaJl cyOcTpaToM KoioHui (Buckoa, 1992; AdanackeBa u 1p.,
1998). YV MIIIaHOK C BEPTHKAJIBHO PACTYIIUMH KOJIOHUSMH ITOBBIIIACTCS AKTHUB-
HOCTb NMUTAHUS 32 CUST yBEJIWYCHUS TUIOIAIH UX OBEPXHOCTH U yIyUIICHHUS
ycioBuii 00108a (Mc Kinney, 1993 u np.).
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Onnako mpu BceM MHOT000pa3nu MophopHU3HOIOrnIecKux 1 MopHoyHK-
LMOHAJIBHBIX U3MEHEHUM B CTPYKTYype KOJIOHHMI MOCTHAJCO30MCKHUX MIIAHOK
Tubuliporida y HEX coxXpaHseTCs MO HacTOsIIEe BpeMs MOP(OTOTHISCKUH THIT
TPyOYaTHIX 300M 0B C TEPMUHAIBHBIMA allepTyPaMH U C IPOCTHIMH U3BECTKO-
BBIMU CTEHKaMH, OOIIMMU BHYTPEHHUMHU, TPOHU3AHHBIMH COCTUHUTEIbHBIMH
opaMi, ¥ Hapy’>KHBIMH — C IICEBIONOPAMH. DTO MOXKET CBUJETEIHCTBOBATH
0 CXOJICTBE aHATOMUYECKOT'0 CTPOEHUS 300MJ0B ME3030HCKUX U COBPEMEHHBIX
Tubuliporida, a Tak)xe 0 OJU30CTH MPOIIECCOB MOP(OreHe3a UX JIMUYNHOK, OHTO-
reHe3a aHIecTPyIIbl U 300HU/I0B U ACTOTEHE3a B IIETIOM.

ABTOp CUHMTaeT CBOMM NPHUATHBIM JIOJITOM BBIPA3UTh OJIArOIAPHOCTH
N.O. Penra u A.B. I'y:xoBy 3a IOMOILIb B HOATOTOBKE MJUIIOCTPALIMI K HACTOS-
LIEH cTaThe.

Pa6ora mpoBenena npu nogaepxke PODU, rpant Ne 13-05-004-59.

CIIUCOK JIUTEPATYPbI

Adgpanacvesa I'A., Buckosa JLA., Mopososa HU.II, Hesecckaa JIL.A. 1998. TlocnenctBus
MIEPMCKOTO KPH3HCa U PA3TUYHBIX TPy 0ecrio3BOHOYHEIX // CO. DKOCHCTEMHBIE
mepecTpoiku u 3BoJIoNHs 6uocdepsl. Bem. 3. M.: ITH PAH. C. 30-37.

Bucxosa JI.A. 1981. BBIBOIKOBBIE KaMEPhI Y COBPEMEHHBIX M HCKOTIAEMBIX MOPCKUX MIIIa-
Hok // TlaneonTos. )xypH. Ne 4. C. 35-52.

Buckosa JI.A. 1988. PenponykTuBHas OHOIOTHS U SKOJOTHS IPEBHUX M COBPEMEHHBIX
MiraHoK // Brosut. Mock. 00-Ba uctisIT. ipup. Ota. reoit. T. 63. Beim. 6. C. 57-68.

Buckosa J1.A. 1989. Mopdomnorust n kooHuansHas opranuzamus poga Diplosolen Canu,
1918 // ITaneonTomn. xxypH. Ne 2. C. 22-26.

Buckosa JI.A. 1992. Mopckue nioctraneo3ockue Mmanku. M.: Hayka. 187 c. (Tp. [Taneon-
toi. mH-Ta PAH. T. 250).

Buckosa JI.A. 2000. HoBble HAXOIKH O3 THEMEIOBBIX CTCHOJIEMHBIX MIIIAHOK C 3aKPBITHIM
trmoM pocta / [laneonTon. xypH. Ne 6. C. 26-31.

Buckosa JI.A. 2004. Unmonendopmusie Tubuliporina (Mmanku Stenolaemata): ocobeHHO-
cTH MOP(OIIOTUH, BOITPOCHI CHCTEMATHKH, HOBbIE TakcoHbl // [TaneonTon. )xypH. Ne 1.
C. 43-55.

Buckosa JI.A. 2005. HoBble mmanku u3 BepxHero Mena Cpemnero [loBomkes (Poccust) //
[TaneonTomn. xxypH. Ne 4. C. 56—-62.

Buckosa JI.A., Mopozoea H.I1. 1988. K peBu3un cuctemsl BBICIINX TAKCOHOB TUMa Bryo-
zoa // Tlaneonroi. xxyps. Ne 1. C. 10-21.

Buckosa JL.A., Mopozosa U.I1. 1993. DBOTIONHOHHBIC TPEOOPa30BAHI MOPCKIX MIIAHOK
1 KpU3UCHBIE cuTyaru Ganeposost // [TaneorTton. sxypH. Ne 3. C. 49-56.

Buckosa JIL.A., Duoenvman JLI” 1971. HekoTOpbIe HOBBIE JaHHBIE O MIIAHKAX U3 TIOTPaHUY-
HBIX OTJIIOKCHHH Mema-majeoreHa Manrsinuiaka / broctpaturpadust Me3030HcKuX
1 TIAJICO30MCKUX OTIIOKeHNH HeTera3oHocHBIX obmacteit Cpenneit Asmum, 3amagHOi
158



Cubupu u Pycckoii margopmbl / H-T reosioruu u pa3pad. roprounx uckormnaembix AH
CCCP. M. C. 134-141.

Hsanosa-Kaszac O.M. 1977. CpaBHUTENbHAS SMOPHOIIOTHs OECTIO3BOHOYHBIX KUBOTHBIX:
TPOXO(OpHEIE, Iy NAIbIEBbIE, IETHHKOYCIIOCTHBIE, oronogopsl. M.: Hayka. 312 c.

Knroze I'A. 1962. Muanku ceBepHbix Mopeil CCCP. M.-J1.: u3n-Bo AH CCCP. 584 c.

Mopo3zosa U.I1, Buckosa JI.A. 1977. Uctoprdeckoe pa3BUTHE MOPCKIX MITaHOK Ectoproc-
ta // [TameonTom. xypH. Ne 4. C. 3-20.

Petineapom B. 1875. HeckombKo COOOIIEHH M3 UICTOPUH PA3BUTHS MIITAHOK. XapbKoB. 39 C.
(Tp. 06-Ba ucmpITaTENCH MPUPOBI TP UMIL. XapbK. YH-TE; T. 9).

Barrois J. 1877. Recherches sur 1'embryologie des Bryozoaires. Lille. 305 p.

Bordman R.S., Cheetham A.H. 1969. Skeletal growth, intercolony variation and evolution
in Bryozoa: a review // J. paleont. V. 43. Ne 2. P. 205-233.

Borg F. 1926. Studies on recent cyclostomatous Bryozoa // Zool. bidr. Uppsala. Bd 10.
S. 182-507.

Cumings E.R. 1904. Development of some Paleozoic Bryozoa / Amer. j. sci. Ser. 4.
V. 17. Ne 97. P. 49-78.

Farmer J. 1977. Morphologikal and behavioral adaptations for efficient feeding in some
species of Cyclostomata // In: 4 intern. conf. intern. bryozool. assoc. Woods Hole, Mas-
sachusetts. P. 21-22.

Harmelin J.-G. 1974. Les bryozoaires cyclostomes de Méditerranes. Ecologie et systéma-
tique: These. Mareselle. P. 296-365.

Harmelin J-G. 1979. On some stomatoporiform species (Bryozoa Cyclostomata) from
the Bathial zone of the North-Eastem Atlantic Ocean / Advances in bryozoology.
L. etc.: Acad. press. Spec. vol. 13. P. 403—430.

Hondt J-L. d’. 1977. Structure larvaire et histogenése postlarvaire chez Crisia denticulate
(Lamark) (Bryozoa, Cyclostomata, Articulata) / Zool. ser. V. 6. Ne 1. P. 55-60.

Hondt J-L. d’. 1979. Ultrastructural characteristics of the various larval cell categories of
the gymnolaematous Bryozoa / Advances in bryozoology. L. etc.: Acad. press. Spec.
vol. 13. P. 47-58.

Hyman J.H. 1959. The Lophophorate coelomates phylum Ectoprocta. N.-Y.: McGraw-Hill.
515 p. (The Invertebrates; v. 5).

Mec Kinney F.K. 1990. Feeding and associated colonial morphology in marine bryozoans //
Aquatic sci. V. 2. Ne 2. P. 255-280.

Mec Kinney F.K. 1993. A faster-paced world?: contrasts in biovolume and life-process rates
in cyclostome (class Stenolaemata) and cheilostome (class Cheilostomata) bryo-
zoans // Paleobiology. V. 19. Ne 3. P. 335-351.

Nielsen C. 1970. On metamorphosis and ancestrula formation in cyclostomatous bryo-zo-
ans // Ophelia. V. 7. P. 217-256.

Ostroumoff A. 1886. Contributions a 1"étude zoologique des Bryozoaires du golfe Sebasto-
pol // Arch. Saleves biol. V. 11. P. 184—190, 329-355.

159



Shunatova N.N., Ostrovsky A.N. Individual autozooidal behaviour and feeding in marine
bryozoans // Sarsia. V. 86. P. 113—142.

Shunatova N.N., Ostrovsky A.N. 2001. Group autozooidal behavior and chimneys in marine
bryozoans // Marine biol. 2002. V.140. Ne 3. P. 503-518.

Silén L. 1977. Structure of adnate colony portion in Crisiidae (Bryozoa? Cyclostomata) //
Acat zool. V. 58. P. 227-244.

Winston J.F. 1977. Relationships between behavior and morphology in marine ectoprocts / 4
intern. conf. intern. bryozool. assoc. Woods Hole, Massachusetts. P. 21-22.

Ontogenesis, astogeny and evolution of the marine post-Paleozoic
bryozoans of the order Tubuliporida

L.A. Viskova

Principal features of ontogenesis, astogeny and evolution of the marine post-Paleozoic
bryozoans of the order Tubuliporida are considered. Two modifications of the initial
colony zooid — holoancestrula and artroancestrula are distinguished. It is pay attention
to the regular repetition of the principal lines of the ontogenesis of ancestrula in the on-
togenesis of zooids budding from the ancestrula and from each of other. It is underline
that post-Paleozoic Tubuliporida keeps the morphological type of the tubular zooids with
terminal apertures during all their history (Triassic — Recent). It can testify about resem-
blance of the anatomical zooid structure of the ancient and recent Tubuliporida and the
nearness of the processes of their morphogenesis. In the evolution of the post-Paleozoic
bryozoans after the elaboration of two types of the reproduction — sexual and vegetative,
which lead to the formation of the new colonies, a special place engages the elaboration
of their colonial organization.
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HOPMA M BAPUAIIMU B OHTOI'EHE3E MO3HEITAJIEO30MCKHX
AMMOHOMJEA CEMEHCTBA MARATHONITIDAE

T.b. JleonoBa

Tlaneonmonocuuecxkuti uncmumym um. A.A. Bopucaxa PAH
tleon@paleo.ru

[Ipoananu3npoBaHbl OCOOCHHOCTH OHTO- U (PUIIOreHe3a MpeICTaBUTENeH
MO3IHENAJIE030IICKOT0 ceMercTBa aMMoHon et Marathonitidae. B uaan-
BU/IyaJIbHOM Pa3BUTHH IPEACTABUTEICH OT/IEIbHBIX TAKCOHOB BBISIBIICHBI
BapHalMi OCHOBHBIX MOP(OIOTHYECKUX XAPAKTEPUCTUK: (POPMBI PaKo-
BUHBI 1 JIOIACTHBIX JINHUN. YCTAHOBJICHBI TIPEJICIIbl BApUAOETbHOCTH JJIs1
pas3IMYHBIX MPU3HAKOB. OTKIOHEHHUSI OT HOPMbI MOTYT PACCMAaTPHBATHCS
KaK OJIMH U3 IIyTel 00pa30BaHMs HOBBIX I'PYIIN PA3JIMYHOIO TAKCOHOMH-
YEeCKOro paHra.

Br1i6op ammonomzaeit cemeiictBa Marathonitidae Ruzhencev, 1938 B ka-
YecTBE MOJEIBHOTO OOBEKTa ISl HM3YYeHHUs OCOOEHHOCTeH MopdoreHesa
00yCJIOBIICH CIIETYIOIUMH MPUYUHAMU. MapaTOHUTHJIBI TIPEJICTABIISIOT COOOM
JIOCTaTOYHO MaCCOBBIN MaTepuall, OHU ObLIH ITUPOKO PACIPOCTPAHECHBI B TI03/1-
HEKaMEHHOYTOJIBHBIX M, 0COOCHHO, B TIEPMCKUX OacceliHaX TETUYCCKOM, ypasib-
CKOH M ceBepoaMepuKaHCKOW Omoreorpadmaeckux odnacteit. B cucremarude-
CKOM ¥ MOP(]OJIOTHYECKOM IIJIaHe ITO JOCTATOYHO KOMIAKTHAsA Tpymma Gopm,
MIpe/ICTaBIIeHHAs! BCETO JIEBATHIO POJIAMHU C XapaKTEPHBIM HAOOPOM MPU3HAKOB!
MMaXUKOHOBOW MHBOJIOTHOM PAaKOBHHOW C Y3KUM WJIM 3aKPBITBIM YMOWITHKOM;
CKYJIBIITYPOH M3 TOHKHUX JIaMeJlJI, 00pa3yIoNIuX HErJIyOOKHi CHHYC Ha BCH-
TpalbHO# cTopoHe. JlomacTHas nuHUA cocTouT U3 20—22 nonactel, KOTOphIE
00pa3yIoTcs MyTeM TPEXUJICHHOT O AeJICHHS Hapy>KHOM 1 BHYTPEHHEH OOKOBBIX
1 yMOWIWKAJTBLHOW JomacTell. BeTBM BEHTpaNIbHOHN JIOMACTH Y OOJBITHHCTBA
(hopM nBy3yOUaThie; HAPY)KHBIE U BHYTPEHHHE OOKOBBIE JIOMTACTH, KaK MTPaBUIIO,
JIBY- HJIA TPeX3yOuaThle B OCHOBaHUU. Vccienys cToib OrpaHHYeHHBIN HAOOP
MPHU3HAKOB, JOCTATOYHO JICTKO IIPOCICAUTD XapaKTEP U CTCIICHb UX OTKJIOHCHU A
OT HOPMbI Ha Pa3HbIX 3Tamax MopgoreHesa.
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Puc. 1. XapaxrepHsle MOp(hOIOTHUECKHEe OCOOCHHOCTH LHKJIONOOMH: HCKaXeHHe MOo(GOopMbI
nocienHero obopota (¢ — Cardiella gracia, 6 — C. pamirica, ¢ — C. shyndensis, ¢ — C. martodjojoi,
0 — Hyattoceras heinitzi); 3y6uatocTs ocHOBaHHI 00KOBBIX somacTeil (e — Almites, 3 — Cardiella,
u — Pamiropopanoceras, k — Popanoceras, 1 — Prostacheoceras); ¢uioreHe3 nopcaibHOH JOMacTH
y Kargalitinae (u — Subkargalites — Kargalites), y Marathonitinae (# — Marathonites — Almites)
u Vidrioceratidae (o — Vidrioceras — Prostacheoceras — Stacheoceras); yroimienne pakOBHHHOTO CJI05
B ymMOmsnkansHoit 30ue (1 —Cardiella, p — Hyattoceras, ¢ —Tabantalites, m — Martoceras, y — Biarmiceras).

[lo mammm mpenctasineHussM (Leonova, 2002), Marathonitidae (mHan-
cem. Marathonitoidea) Bxonar B cocra momotpsna Cyclolobina. Kpome 3To-
0 MOHOTHITHOTO HaJCEMEHCTBA MOMOTPSA] BKIIOYAET €Ille TPH HaJaceMelcTBa
Shumarditoidea, Cycloloboidea u Popanoceratoidea. Bce 3tu rpynmsl 00b-
eIUHSIOT 0COOBIe MOP(OIOTHYECKIE YEPThI, KOTOPBIE TPOSBIISIINCH B KaKIOM
13 HAJICEMENCTB HA TOW WM MHOM CTaJuu Pa3BUTHS, B PA3JIMUHBIX COUCTAHUSX.
B nmaHHOM WCCIEeIOBAaHUU CIIENYET BBIACTUTH TaKWUe MPU3HAKH KaK HCKaxKe-
Hue (GOpPMBI PAKOBUHBI MPHU JIOCTHKEHUH B3POCIbIX cranuii (Maratonitoidea —
Cardiella, Cycloloboidea — Hyattoceras) (puc. 1,a—e); xapakTep pacceucHUs
OCHOBaHUH OOKOBBIX Jiomactel y Maratonitoidea, Cycloloboidea (cemetlicTBa
Vidrioceratidae, Neostacheoceratidae) u Popanoceratoidea (puc. 1,01c—1) u 00pa-
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30BaHKE YTOJIIEHU S PAKOBUHHOTO CJIOSl BOKPYT yMOMJIMKa y Bcex Maratonitoidea
u mHorux Cycloloboidea (Tabantalites, Hyattoceras) u Popanoceratoidea (Biar-
miceras (puc. 1,n—y). Ha pomctBo maparonntua u suapuorieparun (Cycloloboidea)
TaKkKe YKa3bIBaeT CXOHBII MOp(hOreHe3 10pcalibHOM JIONACTH: Y MEPBhIX (KaMEH-
HOYTOJIBHBIX) IPEICTABUTENEH TOTO U IPYTOro CEMECTBa 3Ta JIONACTh IMPOKasi,
TpexpasaesbHas. Y 0osee MOJOABIX YICHOB 3THX PSI0B OHA JOCTATOYHO OBICTPO
CTaHOBUTCS y3KOU, Tpex3youatoit (puc. 1,m—o0). Y BUApUOLIEPATH]I STOT MPOIECC
MIPOMCXOAMT MEJJICHHEE, YeM Y MapaTOHUTH]I. YKa3aHHbIe 0COOCHHOCTH XapaKTe-
PH3YIOT MPEACTaBUTENEH TOIBKO 3TUX HAJICEMEHCTB M IIPAKTHYECKH HE N3BECTHBI
B Jpyrux rpymnmnax. Kpome 3Toro, mpeacTaBuTeNieil Bcex YeThIpeX HaJCeMEHCTB
00BETUHSET UCKITIOYUTETBHO TIONIepEYHast CKyIbNITYpa. [lo-BuauMomy, 3/1eCh Mbl
HMEEM JISJIO C JTATCHTHBIMH MTOTCHIUSIMH, JISKAIUMHU B OCHOBE MapaslICIIH3MOB,
XapaKTCPHLIX JJIA I'PYIII, CBA3AHHBIX POACTBECHHBIMU OTHOILICHUSAMU.
Odwunorenes cemeiictBa Marathonitidae mpencrasien Ha cxeme (puc. 2). pes-
HeHmui u3 mMaparoHuTHI, pof Subkargalites, m3BecTeH W3 BEpXHEro KapOOHa
CIIA (Oxmnaxoma, Kanzac, Texac), Ypana u Kapauatsipa (Y30ekucran). Bckope
MOCJIE €ro MOSIBJICHUS ONPEICTHIINCE IBE OCHOBHBIC BETBH, KOTOPbIC HAMH, BCIICT
3a B.E. PyxenneBbim (1960), mpunumaroTcst kak noxacemerictBa Kargalitinae
u Marathonitinae. Pa3BuTre B HUX IIJIO MapaijieSibHO, U3MEHSUIUCH CIICAYIOIIUE
XapaKTePUCTUKU: YMEHBINAIACH IMPHHA PAKOBUHBI, ITUPOKAs TPEXpa3/iesibHasl
JopcalibHas JOMacTh MPeBpaIatachk B y3KyIo Tpex3youaryo (puc. 1,um, #; puc. 2).
B BeTBHU KaprajauTHH 3TOT MPOIECC MPUBEN B CAMOM Havalle MepMu K o0pa-
3oBaHui0 pona Kargalites. PazButue B 3T0# (GHIIONIMHKUY 1IJIO OYE€Hb MEIJICHHO.
B Teuenue yeThIpex BEKOB (ACCETBCKOTO-KYHTYPCKOTO, T. €. 23 MIIH. JIET) CyIIe-
CTBOBaJ eauHCTBEeHHBIN pon Kargalites (puc. 2) ¢ HEOOMBIINM YHCIOM BUIOB
(8). Ot mpenkoBOTO poAa OH OTIMYAJICS MEHBIICH ITUPHHON M OOJBIIEH WHBO-
JIOTHOCTBIO PAKOBHHBI, B JIOMACTHOW JIMHUU MPOTPECCUBHBIC U3MECHEHHS BbIPa-
3WJIMCh B 3HAYUTEIBHOM CY)KEHUU JIOPCAJIbHOW M BEHTPAJIBHOH JIOMACTeH, pH
3TOM 00I1[ee YHCII0 3JIEMEHTOB JIONIACTHON TMHUH OCTaBaJIOCh HEN3MEHHBIM.
Pon Marathonites, ncxommblii st moacemerictBa Marathonitinae, oTaenuics
ot Subkargalites B koHIle KapOOHa (MKEILCKUI sipyc). B ocHOBaHWMHM ero TepBoi
Hapy»HOH OOKOBOM JIOTIACTH TOSBUJIOCH TPH 3y0Ila BMECTO IBYX. DTOT MPH3HAK
COXPaHHJICS B TEYCHHE BCErO BPEMEHH CYIIECTBOBAHUS MoficemMeiicTBa. Takum 00-
pa3oM, U3MEHYUBOCTh XapaKTepa 3yOuaToCTH, CBOMCTBEHHAs KapraJuTHHAM, ITPH-
BeJla K BO3HHKHOBEHHIO HOBOW POJICTBEHHOM rpymiiel. Ha rpanuie kapOoHa u nep-
MU Ipou3oIIia Ciacayromas AMBEPreHurs BHYTpHU BETBU MApaTOHUTHH, 0003Ha-
YIUIACH JiBa HampaBieHus: Marathonites — Almites m Marathonites — Cardiella.
B mepBoM psnly, Kak U y KaprajuTHH, CYXaJlUCh JOpCajbHAS U BEHTPAIb-
Has JIOMacTH. BeICTpoe cyeHue MmocieaHeil MpuBesio B caMoM KOHIe KapOoHa
K o0ocoOyeHuto pona Almites, oueHb ci1a00 3BOJIFOIMOHUPOBABIIEIO B Teue-
HUe MOYTH BCel paHHE! NMepMH (acceabCKOoro — Hadajla apTHHCKOTO BEKOB, T. €.
14 miH. net). Bo BTOpO#i MOI0BHHE apTHHCKOTO BEKA MPOU30IILIA OUepEIHAS -
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BepreHius, 1 Almites gax Hagao IByM IPOTHBOIIOIOKHO Pa3BUBAIOIITIMCS JIH-
HusM. OpToreHeTHYecKast JIMHUS TIpeAcTaBieHa psaaoM: Almites — Suakites —
Eohyattoceras (puc. 2). Ocoboe 3HaueHHE UMEET IMOSBICHHUE AOMOIHUTEIBHOM
3a3yOpeHHOCTH OOKOBBIX JlonacTeld y Almites transitorius, oOHapy»XK€HHOTO B ap-
TUHCKMX OTJIOXKeHMsIX [lapBa3a. DTo TOT peAKuil ciaydail, Korjia ynaaoch HalTH
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peasbHyI0 TIepexoiHyIo (opMy € 3a4aTKaMHU HOBOTO IIpU3HaKa. Y CIIEAYIOLIEro
yieHa psia, Suakites compositus, CII0KHO PacCeUeHHBIC OCHOBAaHUSI OOKOBBIX
JIOTIaCTeH yke mpuoOpenn cTaTyc MOCTOSHHOTO MpH3HaKa, HOPMBL. BeposiTHo,
9TH 0COOEHHOCTH TONYYHIIH JallbHElIee pa3BuTHe y poyackoro Eohyattoceras,
KOTOPBIM IO CTEIEHU PACCEUYCHHUS JIOMIACTHOW JIMHUU OB CaMBIM CIIOXKHBIM
n3 MapatoHuTHA. K cojkaneHuto, moka HEeT JaHHBIX [0 OHTOTEHE3Y TOro posa,
n otHeceHne Eohyattoceras kK MapaTOHUTHIAM B JOCTaTOYHOM Mepe YCIOBHO.

PerpeccuBnas nuHus npencrasiena psgom Almites — Pseudovidrioceras
(puc. 2). Y HEKOTOpPHIX KYHTYpcKuX BHAOB Almites (A. pavlovi, A. ventrosus)
HaOIIFOJJAIOTCSl PETPECCUBHBIC MPU3HAKU: BEHTPaIbHAS JIONACTh CTaja BEChMa
y3KOM, 0COOCHHO €€ BETBH, IBY3y0UaTOCTh B UX OCHOBAHUH MOSIBIISIETCS] TOJIBKO
Ha TO3JHUX CTAIUSAX OHTOreHe3a. DTO HampaBlieHHE pa3BUTHUs (TlenoMopdo3)
npuseso Kk obocobnenu pomaa Pseudovidrioceras, MoJHOCTHIO YTPATUBIIETO
JIBy3y09aToCTh BETBEH BEHTpaILHOM JonacT. Haxoaku 3Toi Aerpaaupyromnieit
(hopMBI JOCTAaTOTHO PEIKH, XOTs B IeioM Pseudovidrioceras mpocymecTBoBai
JIOCTaTOYHO JIOJTO, C KYHT'ypa JI0 BOpJa.

Bropoe HampaBieHue B pa3BUTUH MapaTOHMTHH NPEACTaBICHO AJIUTEINb-
HO CYIIIECTBOBABIIUM (acCebCKUN-KYHTYPCKHI Beka, 23—24 MJIH. JIET) pOJIOM
Cardiella u cBsizannubiM ¢ HUM pojoM Aksuites. Cardiella, mo-ugumomy, otie-
nuiack oT Marathonites B camom KoHIIe KapOoHa. Y HOBOTO pojia BEHTpaJIbHAS
JIOTIACTh OCTaJlach MIMPOKOW, a IOopcajibHas JIOMACTh 3HAYUTEIHHO CY3HIIACh.
Y xapauaIut 0cOOEHHO PE3KO BRIPAKEHO yTOJIICHNE PAKOBUHHOTO CJI0S B 00J1a-
CTH YMOMJIMKAJILHOTO Kpasi, B psiJie CIy4aeB OHO MOJTHOCTBIO 3aKpbIBaeT yMOH-
nuk (Jleonosa, boiiko, 2000). B xoze 3BosfonMM NPOUCXOAMIIO UCKaKEHUE TIpa-
BUJIBHO-CITHPATIHHOU ()OPMBI PAKOBUHBI B TEPMUHAIBHOW CTaJINHU, B PE3YJIbTATE
Yero MoCNeqHss cTalla CHavajla OBaJbHOH, a y 60ee Mo3HUX MPEeICTaBUTENeH
pona — cepaIeBHIHON, HePaBUIbHO-TPEYTOIbHOMN, MUHaaneBuaHOM (I1aBioB,
1967; borocnosckas, 1978; Jleonoa, 1981; Glenister, Furnish, 1987). Ananornu-
HYI0 (OpPMY TOCIEAHET0 000POTa MOXKHO HAOMIOAATh Y CPEAHEIIEPMCKOTO pojia
Hyattoceras (nmancem. Cycloloboidea). /s Cardiella xapakTepHO yclio)KHEHHE
CKYJNBITYPHI (M3rH0a MOMepedHbIX JIAMEJIT) U pacIIMPEHNE BETBEH BEHTPaJIbHON
moractu. Y no3aaux kapauein (C. shyndensis) MoxHO HaOMIOAATH OTACIBHBIC
CIIydau YCIIO)KHEHUS Kpas NEeperopofKH 3a CUET MOSBICHUS JIOTIOJHUTEIbHBIX
3yOYMKOB Ha OCHOBHBIX 3yOlax HapyKHbIX Jonacteil (Jleonosa, 1978, 1981).
[Mamupckuit snnemux Aksuites, no-suauMomy, npousomen ot Cardiella, aTu
JIBA POJia OYCHb OJM3KH 1O 0COOEHHOCTSIM JIONACTHOW JTUHUH, HO Aksuites oT-
JUYaeTCsl MpaBUILHOU (hopmoit pakoBUHEL. O0a poma BEIMEPIIH B KOHIIC paHHEH
MIEpMH, HE OCTABHUB IMOTOMKOB. [lo-BuaMMOMY, MO31HUE (KYHTYPCKHUE) KapAudII-
JIBI MOT'YT CITYKHUTh IPUMEPOM «cTapueckoro MHOrooopasus» (ILumkun, 2015),
MOCKOJIbKY BCE ATH abeppallii He IPUBEIH K BOSHUKHOBEHUIO HOBBIX (OPM.

B nenom B McTopuu MapaTOHUTH MOXKET OBbITH BbIAEICHO JBa dTana. [lep-
BBII M3 HUX XapaKTePH3yeTCsl OUCHb MENIJICHHBIM, TPAKTHYECKU Oe3 TOBBIIIC-
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HU OpraHUu3alv, pa3BUTUECM HEMHOI'OUYUCIICHHBIX POAOB, COIIPOBOXAABIINMC
HIMPOKUM reorpaduyeckuM pacpocTpaHEeHHEM B TEUCHUE IKEITbCKOTO — Hava-
JIa apTHHCKOTO BeKOB (0KkoJ10 20 MITH. J1eT). BTOpoit aTam — 310 Bembimika (hopMo-
00pa3oBaHUs B OT/IENBHBIX PETHOHAX BO BTOPOI TIOJOBHHE apTHHCKOTO — KyH-
rypckoM Beke (0koiio 10 MITH. J1eT), MpUBEAIIAs K MOSBJICHUIO, C OJTHOW CTOPOHHI,
¢dopm c Gonee coxHON MOpQOIOTHEi, a ¢ IPyroil — IPUMUTUBHBIX, YTPATHB-
X MPOrpe€CCUBHBIC MTPHU3HAKH.

OcHOBHBIE HaIpaBJICHUA Pa3BUTHUA cemelicTBa ITPOCIIC)KUBAKOTCA OUYCHDb YCTKO:

» CyxeHue yMOWMJINKA, YBETWYCHIE WHBOIIOTHOCTH PAKOBUHBI.

» CyxeHue 000poTa, yMEHBIICHUE ITUPUHBI PAKOBUHBI.

» CyKeHue JopcalbHOM JIONacTH.

* VBenMueHHE PACCEUCHHOCTH OCHOBAHUN OOKOBBIX JIOTIACTEH.

* Ha 3aBepraromieil ctauu — BO3BPAIllCHUE NPUMUTHUBHBIX YEPT: YMEHb-
IIEHWE Pa3MepoB PAKOBHHBI, YBEIMUYECHNE ITUPUHBI 000pOTa, YIPOIIEHNE
JIOTTIACTHOW JTMHWH, BIUIOTH IO Mcue3HOBeHH 3yO1oB (Pseudovidrioceras).
Jlst kapraluThH Aerpaaupyomnre GOpMbl HEN3BECTHBI.

BuyTpu cemeiicTBa HEKOTOpBIE U3 MOP(HOJIOIMUECKUX MPU3HAKOB COXPAHs-
10T YAMBUTEIBbHYIO CTa0MIBHOCTB, APYTHE K€, HA000pOT, OYCHb M3MECHUMBHI.
[Ipu >THX OOLWUX YCIOBHSAX MOP(OreHe3 Pa3IMYHBIX TAKCOHOB MPOXOIUI He-
onuHakoBo. OauH U3 HauboJiee CTAOMIIBHBIX MPU3HAKOB — CKyNbOTYypa. Jlis
BCEX MapaTOHUTTHU] XapaKTE€pHA IOIEpedHas CKYJbITypa B BHJAE TOHKHX JIa-
Mest. Jlamesisl 160 IpsMo MPOXOIAT uepe3 OOKOBBIE U BEHTPAJIBHYIO CTOPO-
HBI, TU00 00pa3yroT M3rud Briepe Ha OOKOBOW CTOPOHE M HETNTyOOKHI CHHYC
Ha BEHTpalbHOU. M30rHyThIe JaMelibl HaOMIoMaloTCsl y Hanboee MpoaBUHY-
ThIX popm (Cardiella).

Bropoii cTaOuinbHBIN TpU3HAK — XOPOIIO BRIPa)KEHHOE YTOJIIEHHE PAaKOBHH-
HOT'O CJI0S1 B yMOMJIMKAJIBHOM 30HE — OCTOSIHHO ITPOCIIEKUBAETCS Y BCEX IIPEeICTa-
BUTeNEH cemelicTBa. Kak yxe oTMeuanoch, 3TOT MpHU3HAK SMM301M4eCcKH Ha0moaa-
€TCcsl B HECKOJIBKUX IPpyTIax NofoTpaaa uukionoout. [lo-BuaumMomy, OH MOsIBUIICS
IJIe-TO Ha OYeHb PAHHHUX CTaUAX PA3BUTHSL, TMOO B IPEIKOBOM TAKCOHE.

Haubonee noasep:keHbl N3MEHYHMBOCTH Y MapaTOHUTH]] (OPMa PAKOBUHBI —
cootHomenus BbicoTh! (B/Jl) n mmpuner o6opota (/1) u nuamerpa, a Takxke
nraMeTpa ymOmnmka u amameTpa pakoBuubl ([1y/Il). Kpome aToro, mis Heko-
TOPBIX XapPaKTEPHO IMOSBICHUE «CEPALEBUIHOCTHY» PAKOBUHBI — MO-BHANMOMY,
nepBoHavyaibHas abeppanusi, KOTOpas MpeBpaTuiack B YCTOWYHMBBIN pozo-
BOIl TIPU3HAK U MPOSBHJIACH B HECKOJIBKUX OTAAJICHHO POACTBEHHBIX I'pyIIax
(Cardiella, Hyattoceras). B cocrase pona Cardiella B HacTosiiee BpeMsi HACUUTHI-
BaeTcs Oosee JiecsATKa BUIOB M3 aCCEIBCKO-KYHTYPCKUX oTinokenwit [ lamupa, Tu-
Mopa, Kpeima, Ypasa u HeBanmer. J{s BceX HUX XapaKTepHa «HETpaBUIbHAS (op-
May rocieanero ooopora. CiaeayeT OTMETUTD, YTO UCKaKeHHE (POPMBI PAKOBHHBI
SIBIIICTCS KpailHE PEAKUM SIBJICHHEM B SBOJIOLMHU MaJICO30UCKUX aMMOHOMICH,
OHO OTMEYaJIOCh BCETO JIIIb TPU-YEThIpE pa3a B KapOOHE W mepMmu, T. €. Ooree
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yem 3a 100 mutH. niet. Hacrosiue rerepoMopdsl MOSBUIIKCH TOJIBKO B ME3030€.

W3mepeHust OCHOBHBIX IapaMETPOB PAKOBUHBI Pa3JIMYHBIX BUJOB, IIPOBE-
JIEHHBIE Ha B3POCIBIX dK3eMILIsIpax quaMeTpoM 20—30 MM, TOKa3bIBAIOT CIEHY-
OIIME TIpeiebl BapuabeabHoCTH (Tabmuma 1).

Kpome a3Toro, 3HaunNTENBHYO H3MEHUYNBOCTH JEMOHCTPHUPYET U JIOMACTHAS
nuHus. [lpu cTabuiabHOM OOIIEM YHUCIIe JIOMACTEH MOYTH y BCEX MapaTOHUTHU]L
MPOSIBJISICTCS] BRICOKAS BApUaOEIbHOCTh 3a3yOPEHHOCTH Hapy KHBIX OOKOBBIX JIO-
nacteit. [lo-BuauMomy, 37a 0c00EHHOCTH MOp(horeHe3a Obljia FTeHETHYECKH 3aIpPo-
rpamMupoBana. O00co0IeHIEe MAPATOHUTHH KaK CAaMOCTOSITEITLHON BETBH CBSI-
3aHO UMEHHO C 3TOH crocoOHOCThI0. HanmpuMep, y kaprajutec ObIBAIOT U JIBYX-,
U TpeX-, ¥ YeThIpeX3yOUaThie MepBble OOKOBBIE JOMACTH. YeM MOJIOKE B T€0JIOTH-
YECKOM CMBICIIC BUJI, TEM CHIIBHEE TIPOSIBIISICTCS 3Ta U3MEHUNBOCTh. Kak yxe yka-
3BIBAJIOCh, B X0/ (pujioreHe3a HaONIOIaeTCs MOCTENEHHOE YCHIICHUE 3a3y0peH-
HOCTH HApYXHbBIX 0OokoBBIX Jonacrteii. Ho B HEKOTOPBIX BETBAX TEC KE IMPOLUECCHI,
HO CO 3HAKOM MUHYC, IPUBENH K TOJHOW penykiuu 3yoros (Pseudovidrioceras).
[To M3MEHYMBOCTH MapaMETPOB BEHTPAJBHOW JIOMACTH COCTABICHA Tabmuia 2.
CpaBHHMBAIHNCh COOTHOIICHUS MIMPUHBI U TIyOuHBI 3To Jonactu (I1IBn/I'Bm),
a TAKKe BBICOTHI MEIMAJILHOTO CeJIjIa M NTyOUHBI BeHTpasibHOM Jornactu (Bmc/I'B).

Tabnumer 1 u 2 cocraBnens Mo MarepuaigaM padot: borociaosckas, 1978;
Jleonosa, 1981, 1982; Jleconona, [Amutpues, 1989; Jlesen u np., 1992; I1amnos,

Tadauna 1. OTHOCHTENBHBIE Pa3MEPHI OCHOBHBIX I1aAPaMETPOB PAKOBUHBI
MapaTOHUTHU]

Bup B/J Yomsm.| MI/A |%wm.| JdAy/A | % uzm.
Subkargalites neoparkeri | 0.42-0.44| 2% | 0.72-0.81| 9% | 0.19-0.23| 4%
Marathonites uralensis | 0.49-0.53| 4% | 0.68-0.76] 8% | 0.12-0.15 3%
Kargalites typicus 0.54-0.55| 1% | 0.62-0.67| 5% | 0.05-0.07| 2%
K.basarensis 0.55-0.60| 5% 0.60 - 0.07 -
Almites invariabilis 0.53-0.54| 1% | 0.67-0.73| 6% | 0.05-0.06] 1%
A.pavlovi 0.57-0.61| 4% | 0.57-0.64| 7% | 3akpbITOC
A.multicostatus 0.49-0.50| 1% |0.56-0.59| 3% | 0.17-0.18 1%
A transitorius 0.58 0.61 3aKpBITOE
Suakites compositus 0.54-0.58| 4% 0.53 3aKpBITOE
Cardiella shyndensis 0.41-0.58| 17% | 0.43-0.57| 14% | 3akpsITOC

C. parva 0.43-048| 5% |0.43-0.54| 11% | 3akpsiTOE
C.gracia 0.55-0.61] 6% |0.44-0.54] 10% | 3akpsITOC
C.pamirica 0.59-0.60| 1% 0.57 3aKpBITOE
C.vetusta 0.55-0.58| 3% |0.53-0.69| 16% | 3akpsiTOE
Pseudovidrioceras 0.53-0.54| 1% | 0.48-0.63| 15% | 0.06-0.07 1%
pygmaeum

(B-BpIcOTa 0OOpOTa, Il — mupuna obopora, [l — nuaMeTp pakoBUHEL, [ly-nuameTp ymOmiInKa,
% W3M. — CTETIeHb H3MEHUYHUBOCTH B IIPOLIEHTAX).
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Tadauna 2. OTHOCUTENBHBIE pa3MepPbl OCHOBHBIX TApaMETPOB JIONACTHON
JIMHUY MapaTOHUTHU]

Yucio 3younoB
Bup IBa/BBal % u3m.| Bme/Ba | % u3m. JIonacTu
1 6ok. | ymOmImkam.

Subkargalites neoparkeri 1.12 0.76 2 1
Marathonites uralensis | 0.92-1.11 | 19% | 0.62-0.69 7% 3 1-2
Kargalites typicus 0.82-0.95| 13% | 0.48-0.60 | 12% | 2-4 2
K.basarensis 0.72-0.76 4% | 0.54-0.63 9% 2-4 1-2
Almites invariabilis 0.68-0.72| 4% | 0.54-0.60 | 6% 3 1

A. pavlovi 0.78 0.47 3 2

A. multicostatus 1.01 0.65 3 2

A. transitorius 0.82 0.46 3 2
Suakites compositus 0.60-0.85| 25% | 0.51-0.64 | 13% 3 1
Cardiella shyndensis 0.84-0.94| 10% | 0.51-0.62 | 11% 3 3-2
C. parva 0.75 0.55 3 2

C. gracia 1.08-1.16 | 8% | 0.67-0.77 | 10% 3 2-4
C. pamirica 0.60-1.0 | 40% | 0.50-0.71 | 21% 3 2-3
C. vetusta 1.01-1.08 7% | 0.62-0.65| 3% 3 2
Pseudovidrioceras 0.80-0.90| 10% | 0.46-0.56| 10% 3 1
pygmaeum

(IIBn — mmprHA BEeHTpAJIBHOH JonacT, BBaI — BbIcOTa BEeHTpaIbHOH JonmacTu, Bmc — BeicoTa
MeJIUaJbHOIO celia, % U3M. — CTeNeHb U3MEHUYNBOCTH B IIPOLICHTAX)

1967; Pyxennues, 1950, 1956; Miller, Furnish, 1940; Plummer, Scott, 1937,
Furnish et al., 2009.

Kpome sToro, npoBonunauch HaOMIOACHUS U HA BHYTPEHHEH 4acTH JonacT-
HOU TMHUHU. Pe3ynbTaTsl clienyomume: Yucio 3yO0LoB B OCHOBAHUH BHYTPEHHUX
OOKOBBIX Jlonactel (mepBas-BTopas-TpeThs) — Subkargalites neoparkeri: 2-3-2
(mpu 9 TOM JtopcaibHas — mupokast); Marathonites uralensis: 2-3-1 (pu a3Tom 10p-
canmpHas — mapokas); Kargalites: 2-3-1; Almites multicostatus: 2-3-2; Cardiella
vetusta 2-3-1; Cardiella shyndensis 3-3-3; Suakites 2-3-2. MHOrO4YHCIIEHHBIC UC-
CJIEZIOBaHMUsI, TIPOBEICHHBIC HA PA3HBIX T'PYIIAaX aMMOHOMJIEH, TIOKa3alu, YTO
BHYTPEHHUH OTPE30K JIONACTHON JIMHUY SBJIICTCS HanOOJIee KOHCEPBAaTHBHEIM,
MUHUMAJIBHO MOABEP)KEHHBIM M3MEHEHHSIM. MapaTOHUTHIIBI HE SIBJISIOTCS HC-
KJIF0YeHHEM. MBI BUJIUM, 4TO 3y04aTOCTh BHYTPEHHUX OOKOBBIX JIOTIACTEH ocTa-
€TCsl TIOYTH MOCTOSIHHOM Ha MPOTSYKEHUU BCEH MCTOPUU PA3BUTHUS CEMEHCTRBA.
VY naubonee npesHero u npuMutHBHOro Subkargalites neoparkeri u Haubonee
MPOABUHYTOTO M3 JIOCTOBEPHBIX MapaTOHUTHA Suakites compositus dhopmyna
3y04aTOCTH BHYTPEHHMX OOKOBBIX JIomacTel oauHakoBa: 2-3-2. Haubosbiiue
otnuyus HaOmonaroTes y Cardiella shyndensis: 3-3-3, ciienyeT OTMETHTbD, YTO
W JApyTHE MPU3HAKH DTOr0 BUJA IOJBEPKEHBI MAKCHUMAaIbHON H3MEHYHUBOCTH.
VY psaa mpeicTaBUTeNed 3TOro0 BUJAa HAOIOMATach aCHMMETPHYHAS JIOMACT-
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Puc. 3. smenuuBocts nonactueix auHuid Cardiella shyndensis: a — caMMeTpraHas JTHHUS
¢ tpex3ybuatoii [1BJI (mepBoit 60KOBOI JT0OMACTHIO), 6 — AOIOIHUTEILHOE YCIOKHEHHE 3yOII0B
BeHTpasibHOH nonactu u [1BJ1, 6 — ycnoxuenune cpenuanoro 3yo6ua I1BJI, ¢ — acumMmeTpuuHas
nuHYs (Tpex- u yetbipexdyouaras [1BJ], a Taxke Tpex- u [By3yOuaras yMOUIMKaIbHAs JOMACTh
Ha pa3HbIX CTOPOHAX pakoBHHEI) (110 Jleonosa, 1981).

Hasl JINHUSA, a TAaK)Ke OB OOHApPY KEHBbI HOTOJHUTEIIbHBIE YCIOKHEHUSI 3yOL0B
B OCHOBAaHWH Hapy XHBIX OOKOBBIX JlonacTel (puc. 3).
W3MeH4nBOCTH JIONACTHOM JIMHUHM IO IPU3HAKY aCHMMETPUH Oblla JeTallb-
HO M3y4YeHa Ha MacCOBOM MaTepHalie U3 OJHOT'O MECTOHAXOKICHUS (IBa CIIOS)
s Cardiella shyndensis (JleonoBa, 1978). Yucio 3k3eMIUISIPOB B U3yUYCHHOM
KOJUIEKIIMK cOcTaBusio 0koJio 300, mosToMy i 3TOM (OPMBI yaaJloCh MOJY-
YUTh Hanbosee AOCTOBEpHbIE AaHHbIE. [0 MpU3HAKY acHMMETPUH JIONACTHON
nuHAH (pa3nIudHoe cTpoeHue nepBoi Ookosoii jJonactu (I1bJI) Ha nByX cTopo-
HaX PaKOBHHBI) CTATUCTUYECKHE PE3yJbTaThl cieayrouue: B cioe Ne 1 Haiine-
HO 60 5K3. ¢ cuMMeTpu4HOl TuHued, B koTopoil [1BJI Tpex3yOuarast, 2 3x3. —
CUMMETPHYHBIX ¢ yeThipex3youaroii [1BJI u 3 3k3. ¢ acHMMETpUYHOHN JTMHHEH.
B cnoe Ne 2 naiineno 220 sk3. ¢ cummerpudHoi nunueit (I1BJI — tpex3ybuaras),
10 5K3. cuMMeTpUYHBIX ¢ geTbipex3youatoit [1BJI u 15 3k3. ¢ acumMmeTpuaHOU
JnuHUeH. B mpoleHTHOM OTHOLIEHUHU 3TO cocTaBuio B cioe 1: 92%, 3% u 5%,
B citoe 2: 90%, 4% 1 6% cOOTBETCTBEHHO, T. €. BIIOJHE COIIOCTaBUMBIC BEJIHYHNHEL.
31ech MOKHO 3aMETHTb, YTO COOTHOILIEHHE (POPM ¢ aCHMMETPUYHOH JIONAaCTHOM
0CTaeTCsl MPUMEPHO OJAMHAKOBBIM JUJISl Pa3HBIX BBIOOpOK. [lo-BHIUMOMY, OHO
OTpakaeT UCTUHHOE MOJIOKEHUE BElIel B JAHHOM COOOILECTBE, T. €. YHCII0 «He-
MpaBUJIBHBIX GOpM» B LesioM cocTtaBisieT 8—10% ot obuero yucia (puc. 4).
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a% 5%

Puc. 4. CoorHorrenne yucina GopM ¢ CHMMETPUYHOW M aCHMMETPHYHOM JIO-
MacTHOU JIMHUEH B BYyX BbIOOpKax Cardiella shyndensis: a — cioii Ne 2 (220 3k3.),
6 — cioit Ne 2 (60 3k3.); ycnoBHBIE 0003HaueHUS: | — GOPMBI C CHMMETPUYHOH JIH-
nueit (ITBJI Tpex3y6uaras), 2 — hopmbl ¢ cummerpuunoit nunueit (ITBJI getsipex-
3y0Ouaras), 3 — OPMBI C ACHMMETPUIHON JINHUCH.

Cnou 1 1 2 mpencTaBieHbl OTHOTHITHBIMU TEMHO-CEPBIMH INTMHUCTBIMU U3~
BeCTHAKaM#, MOIIHOCTHIO 0.3 M 1 0.2 M COOTBETCTBEHHO, U Pa3/CJICHBI CIIOEM
anespornienutoB (0.7 M) B nuronoruueckoM U OHoCTpaTUTrpadUUecKoM IIaHe
9TH [1BA CJIOSl IPAKTHUYECKU HE Pa3INnIUMBl.

Kpowme I1BJI acumMeTpust HaOmro1anach 1 B yMOMIIMKAILHON YacTH JIOMACT-
Hol uHuu. Cieqyer 3aMeTHTb, YTO SABJICHHE aCHMMETPHUYHOTO CTPOCHHUSI U U3-
MEHYHMBOCTH MEJIKUX yMOMIHKAIBHBIX JIOTIACTEH HAOMI0AaeTCs JOBOJIBHO 4acTO
1 B JIpyruX Ipylnax najeo3oickux ammoHouaei. Ilo-suaumomy, 3To cBs3a-
HO ¢ MaKCHMallbHbIM BHEITHUM BO3JICHCTBHEM Ha HauOojee ySI3BUMYIO 4acTb
PaKoBUHBL. 31€Ch HHTEPECHO OTMETHUTb, YTO aCUMMETPUs N1€PBOI OOKOBOM J10-
[aCTH HU B MaJIedIIell cTeneHy He Oblia CBA3aHa ¢ aCHMMETpHEH B yMOWIIu-
KaJIbHOW 4acTH, IOCIIEAHSS TPOSIBISETCS Uy CHMMETPUYHBIX, U y aCHMMETPHY-
HBIX ()OPM, B TPOLIECHTHOM COOTHOILIEHHH OHA BCTpeYaeTCs 3HAUMTEIBHO Yallle,
YeM aCMMMETPHSI OCHOBHBIX JIOITACTEH.

IIpu cpaBHEHUM KOJIMUYECTBEHHBIX XapaKTEPUCTUK (POPMbI PAKOBUHBI U I1a-
paMeTpoB BEHTPaJLHOW JIOMACTH Ha rpaduke (0 MaHHBIM Tadbmum 1 u 2) xo-
POLIO BHUJIHO, YTO YETKOW KOPPEISLUU MEXIY CTEHEHbIO U3MEHUYMBOCTH OT-
JENbHBIX TPYIN IPU3HAKOB He HaOmomaercs (puc. S5). Jlns cpaBHeHUs ObLIN
WCIIOJIb30BaHBI TOJIBKO T€ BUJBI, 1T0 KOTOPBIM MMEJIOCH JOCTAaTOYHO JaHHBIX.
Hanpumep, y 4yacTu BUJOB IPH JIOCTATOYHO CTaOMIbHOW (hopme obopoTa Ha-
OJr01aeTCsl O4YEHb IIUPOKAsi U3MEHYMBOCTh IApaMEeTPOB BEHTPAIbHON JIONACTH
(Kargalites typicus, K. basarensis, Suakites compositus, Cardiella pamirica). Ha-
000pOT, Y IpYTUX IPU U3MEHYUBOI (POpME paKOBHHBI IapaMETPhl BEHTPAIbHOM
nonacTtu goctarouHo ctabunbHbl (Cardiella vetusta). Ecte Gopmbl, y KOTOpBIX
Bce NpH3HaKW upesBbuaiiHo m3MmeHumBbl (Cardiella shyndensis). HekoTopsie
BUJIbI, HA000POT, OueHb cTabWiIbHEL. [Ipu onmcanuu Buna Almites invariabilis
B.E. PyxeHue otmeuan: «Jlns JIonacTHOM JUHHUM 3TOTO BUJA XapaKTEPHO
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Puc. 5. Fpa(bnk COOTHOWICHUSA CTEINEHU U3MEHYUBOCTU OCHOBHBIX MOpP-
q)OJIOFI/I'{eCKI/IX IIPpU3HAKOB ACBATHU BUAOB MAPATOHUTHU.

YJMBUTEIBHOE MOCTOSHCTBO OYEPTAHUS, OTKYJIa IPOUCXOJMUT U €ro Ha3BaHHUeE.
B stom otHomennn Marathonites (Almites) invariabilis Ruzh. mpeacrasnsiet
NpsIMYIO POTHBOMOJIOKHOCTh HeoObIuaiiHoO n3menunBomy Kargalites (Karga-
lites) typicus (Ruzh.)» (Pyxenues, 1956, c. 245). HecomHeHHO, cymiecTByeT
OIpe/ieNieHHas MOrPEUTHOCTh, CBSI3aHHASI C Pa3HBIM YHUCIOM JIOCTYITHBIX JIJISI
n3ydeHus o0pasnoB. Ho mpu HaIMYWK I0OCTATOYHOTO MaTepraa Takue Habro-
JICHUSI TIO3BOJISIFOT OIIGHUTh MACIITa0bl BAPHAOEITBHOCTH.
N3ydeHnne n3MEHYMBOCTH MAPATOHUTHU /T TOKA3aJI0, YTO:
* TSI Ka3KJJOr0 TAKCOHA CYLIECTBYIOT CBOM IIpe/ielibl BApHaOeIbHOCTH;
* IIPH ATOM OIpe/ieICHHAs YacTh MPU3HAKOB COXPaHsIET CTAOMIBHOCTD;
* B OOJIBIIMHCTBE M3YUCHHBIX CIy4aeB HE HAONIOaeTCs KOPPEISIIHA MEXK-
Iy CTETEHBI0 M3MEHYUBOCTH PA3JIMYHBIX MOP(HOIOTHUECKUX CTPYKTYD;
* OTKJIOHGHHUS OT «HOPMBI» MOTYT PAacCMAaTPHBATHCSA KaK OJMH M3 MyTei
00pa30BaHus HOBBIX TPYIII PA3JIMYHOIO TAKCOHOMHUYECKOT'O PaHTa.

Pa6oTa monrorornena npu nomaepxkke IIporpammer [Ipesunnyma PAH
«OBONIONHS OPraHUYECKOr0 MHpa M IUIAHETAapHBIX MPOIeccoBy» (MO-
nporpamma 2).
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Normal range and variations in ontogeny
of the Late Paleozoic ammonoid family Marathonitidae

T.B. Leonova

The ontogeny and phylogeny of members of the Late Paleozoic family Marathonitidae
are analyzed. The ontogeny of some taxa shows variation in major morphological char-
acters, including the shell shape and sutural outline. The range of variation of the char-
acters examined is defined, and deviations from the normal range are considered to be
instrumental in the derivation of new groups of various taxonomic ranks.
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KOHBEPI'EHLIM S U ITAPAJIJIEJIN3MbI
B DBOJIFOITAM MOPCKHUX EXEN

A.H. CojioBLEB

Ianeonmonoeuueckuii uncmumym um. A.A.bopucaxa PAH
ansolovjev@mail.ru

KonBeprenmnus HabmiomaeTcs y TPyNI, HE CBA3aHHBIX ONH3KHM (HIO-
TeHETUYECKUM POACTBOM. Tak, MIIOCKMI MaHIUpPh XapaKTepeH ISl He-
KOTOpBIX TpencTaBuTenei oTpsna Cassiduloida — ropckue u paHHeMeI0-
BBIe BUABI ponoB Pygurus u Clypeus, a Takke IJIsI MHOTUX KaHO30M-
CKHX «IECYAHBIX JOJITAPOBY» — MOPCKUX €XKeH, OTHOCALIUXCS K OTPALY
Clypeasteroida. 1 Te, u npyrue SBISIOTCS, KaK MPaBHUIO, OOUTATEIIMH
rpyOBIX IIECUaHBIX TPYHTOB MEIKOBOIbBSI. B HamoTpsane Spatangacea
BCTpeUaeTcs Tak Ha3bIBaeMasi 3XMHOKOPHUCHASI )KU3HEHHAsI opMa, Xapak-
TEPU3YIOIIASCS OBAJIBHBIM MAHIMPEM C TIOBEPXHOCTHBIMH JICHTOBHIHBI-
MH aMOyJlakpaMH, KpaeBbIM HJIM WH(PaMapruHAIBHBIM TIEPUIIPOKTOM,
orcyTcTBHeM (aciuon. Ito — ponsl Corthya, paHHUN Men (CEMEHCTBO
Collyritidae), Echinocorys, mo3MHUN MeT — TO3HUH ITaJieoneH (CEMEHCTBO
Holasteridae), Isaster, maneorieH, Isopatagus, COBpEMEHHBIN (CEMENUCTBO
Isasteridae), Scrippsechinus, coBpemenHbIN (cemeiicTBo Palaeotropidae),
Urechinus, coBpemennsrii (cemeiictBo Urechinidae). Yka3zaHHbBIE poapl,
B OTIMYME OT OOJBIIMHCTBA CIATAHTALCH, BEAYIINX 3aKaIbIBAIOIINICS
o0pa3 KW3HHU, KUBYT Ha TIOBEPXHOCTH cyOcTpaTa. MoHOOa3aIpHAs anu-
KaJIbHAsl CHCTEMa B KaifHO30€ MOSIBJIETCS] Y HEKOTOPBIX MPEACTABUTENEH
otpsana Spatangoida, y 6ompmnHCTBa pomoB oTpsga Cassiduloida, y Bcex
rpymm otpsagos Clypeasteroida u Oligopygoida, y pona Echinoneus (0T-
psan Holectypoida). [Tapanmnenu3Mbl TpOSBIAIOTCS Y TPYIIN, CBA3aHHBIX
POZICTBEHHBIM IIPOMCXOXK/CHNEM. B KOHIIE cpeHEN 10pbI (B KeIoBEe) U
0COOEHHO B MO3/IHEH 10pe y TaK Ha3bIBAEMBIX JU3ACTEPUAHBIX MOPCKUX
exelt (HagoTpsaa Spatangacea) MPOSBIIIACH YETKAsl TEHIACHIHS K OTPHIBY
OKYJISIPHBIX MJIACTHHOK I, M V, 1 BepinH 3a1HUX aMOyJIaKpoB OT IEpH-
MIPOKTA M UX CMEIICHHUIO B CTOPOHY IMEPEAHEl YacTH anuKaJIbHOU CHCTe-
MelI (ponst Collyrites, Collyropsis, Cyclolamas). BMecTe ¢ TeM IepucToM y
HEKOTOPBIX POZIOB MEPEMECTHIICS K MEPEIHEMY Kparo MaHIUPS, KOTOPBIi
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nproOpe ABYCTOPOHHECMMETpHUHbIe ouepTanus. Ho B rope Bce criatan-
rames MpoIOJIKaIA OCTABATHCS AU3ACTePUIHBIME (GOPMaMH, T.C. HUMEITH
pa3’OpBaHHYI0 AMMKAIBHYIO CHCTEMY, YTO MOXXHO paccMaTpuBaTh Kak
HEKOC «aHOMAJBbHOE» COCTOSHUE. DTa TCHACHIUS 3aBEPIIHIACH TOIBKO
B Havayie Mena (Oeppuace), Korja MOSBHJIMCh «HOPMAJIbHBIC» (HOPMBI C
COMKHYTOW amnuKajbHOW cucreMoil — cemeiictBo Holasteridae — poabl
Eoholaster, Holaster (otpsin Holasteroida) u cemerictBo Toxasteridae —
poxn Toxaster (otpsia Spatangoida). IHTepecHBI PUMEPbI CHHXPOHHOTO
napainienns3Ma; HampuMep, MepUIOCTEepHANbHBIN (IHacTepHAJIbHBIN)
MIACTPOH BO3HUKACT Y ABYX POJOB Komuputun Tetraromania u Corthya
B Oappeme, a y pona xosactepun Holaster, 3TOT e THII IUIACTPOHA TO-
ABJIACTCA, IO-BUAUMOMY, B BaJIaHKHUHC (T. €. HaJIMIo FeTepOXpOHHbIﬁ
napasienusM). DTMOJIUTHYSCKUM THUI almuKadbHOW CHUCTEMBI TOSBIIS-
eTcsl B KOHLIE MeJla U B MaJIeOreHe, o KpaHell mepe, y MsSITH CeMEUCTB
Shizasteridae, Paleopneustidae, Brissidae, Spatangidae u Loveniidae.

Knrouesvie crnosa: MOPCKHUE €K1, KOHBEPTCHIM A, TapaJICIIN3MBI.

KonBeprenmueir Ha3pIBalOT MOSIBICHNUE CXOAHBIX MPU3HAKOB MJIM OPTaHOB
y ¢uIoreHeTHYeCK HEPOJACTBEHHBIX OPTAaHM3MOB, YTO OOBIYHO OBIBAET CBS-
3aHO CO CXOIHBIM 00pa3oM XKU3HU U YCIOBHSMHU cyluecTtBoBaHus. Ilapane-
JIU3MOM CUMTAETCS MOSBJICHUE CXOAHBIX IMPHU3HAKOB, YEPT CTPOCHUS y Opra-
HU3MOB OJIHOTO KPYITHOTO TaKCOHA, OJuxkaiiine o0lue npeaKu KOTOPhIX He
HMMEJH 3TUX MPU3HAKOB UJIM YePT CTPOEHHUS. I 1€ MPOBOAUTE I'PAHUILY MEXKITY
POJICTBEHHBIMHU M HEPOACTBEHHBIMH OpraHU3MaMU — pelaeTcs UccieioBaTe-
JIEM B Ka)KJIOM KOHKPETHOM ciydae. [loaToMy Hazno npu3HaTh 10 U3BECTHOU
CTEIEHH YCIOBHOCTb HOHATHI «KOHBEPICHIU» U «IapalJIeIu3M», 0COOCHHO,
KOTJa Mbl HMEEM JIeJIO C KHUBOTHBIMH OJHOI0 Kjacca — B JaHHOM cilydae —
KJ1acca MOPCKUX exeil. OCTaHOBMMCS Ha ABYX JOCTaTOYHO SIPKUX MPHMEpax
KOHBEPreHTHOT'O CXO/ICTBA.

IlepBblil IprMep OTHOCHUTCS K MOPCKHUM €XaM, UMEKUIUM IUIOCKUN MaH-
nupb. OH XapakTepeH Uil FOPCKUX U PaHHEMEJIOBBIX IPEACTaBUTENCH oTpsiaa
Cassiduloida — ponos Pygurus (puc. la—s) u Clypeus, )KHBIIHX Ha TPyOBIX TIeC-
YaHBIX TPYHTaX MEJIKOBOJIHBIX y4acTKOB OacceiiHoB. Ham m3BecTHBI MecTOHA-
XOKJIeHus BUIOB Pygurus u3 xenmnosesi CeBeproro Kaskaza u 6eppuaca Kpsima
1 MaHTbIIaka, mopoJibl KOTOPEIX 00pa30BajIluCch HMEHHO B TAKUX yCIOBUSX.

OTtpsig Cassiduloida o6benuHsAeT HEMPABUIIBHBIX MOPCKUX €Xel, Hanboee
XapaKTEePHBIMH IIPU3HAKAMH KOTOPBIX SIBJISIETCA Hajnuue GUiuIogues B amOy-
JIAKpaJIbHBIX MOJISX U HHTEPaMOyIaKpaJbHbIX IPUPOTOBBIX OyTPOB, B COBOKYTI-
HOCTHU 00pa3yromux (GIIOCLEIIb; UMEIOTCS TAK)KE MEeTaJOUAbl B aJallMKaIbHBIX
qgacTax amMOynakpoB. OT Ipyrux HEMPaBHIBHBIX MOPCKHX €3Kei KaCCHIYJIOHIbI
OTJIIMYAIOTCS, IOMUMO Pa3BUTHs (HIIOCIEIIN, OTCYTCTBHEM Y B3pPOCIBIX (OpM
YEeIOCTHOTO armmapara, (pacmuon u miaactpona. M3sectHo okono 800 mckomae-
MBIX ¥ HBIHEKHUBYILIUX BUJOB OTPsIAA.
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Puc. 1. Pygurus depressus Agassiz (Cassiduloida, Clypeidae): a — Buz cBepxy, 6 — BUJ CHU-
3y, 6 — BuA cOoky; mumHa nmaHmupst TL=80 mm. Cpenusis ropa, kemutoseit @panmun (Kier, 1962).
Abertella auberti (Conrad) (Clypeasteroida, Abertellidae): ¢ — Buzx cHusy, 0 — BUJ CBEPXY, € — BH]L
cooky; TL =140 mm. Muonen CIIA (Durham, 1966).

VYcoBu s KU3HHU 3TUX )KUBOTHBIX U3y YeHBI Maio. COBpEMEHHBIE BUIBI BCTPE-
YaroTCAd NPEUMYIIECTBEHHO B TEIUIBIX MOPSIX Ha OTHOCHTEIBHO MEJIKOBOAHBIX
(oT mepBBIX METPOB, oJei MeTpa A0 250—-300 M) mecyaHbIX y4acTKax MOPCKOT'O
JIHa, B IIpeiesIaX KOTOPBIX OHU MOT'YT 00pa30BbIBaTh 3HAUUTEIIbHBIC CKOILICHHUS.
VMeroTcst IMIb HEMHOTUE YKa3aHUsI Ha HAXOXKIEHUE €JUHUYHBIX 3K3EMILISIPOB
Ha TITyOnHax cBhiie Toicsian (Neolampas rostellata A. Agasiz) u 1axe momyTo-
pa teicsu MeTpoB (Echinolampas rangii Desmoulins). [lo-Bugumomy, Bce HbIHE
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YKUBYIINE 0COOU 3aKaIbIBAIOTCS B TPYHT JIO JIUCTAJIbHBIX KOHIIOB IETAJIOHJIOB,
1 9TO 00ECIEYNBACT UM YCTOMYHUBOCTH B YCIOBUSIX MOABUKHOM BOIBI. CIIoc00-
HOCTBIO K YaCTHYHOMY 3aKaITbIBAHHUIO 00J1aaIH, OY€BHTHO, M ICKOTIaeMbIe Kac-
CUAYJIONIBI, 32 UCKITFOYCHHEM, OBITh MOXKET, CAMBIX PAHHUX FOPCKUX BHJIOB.

XopoIio pa3BUTHIE MPUPOTOBBIC HHTEpaMOyIaKpaabHbie OyTPbl 00pa3yrT
Kpasi CBOe0Opa3HbIX KEJIOOKOB, B KOTOPBIX aMOyJIaKpaJbHbIe HOKKHU (PHILIOH-
€B CO3JIAI0T TOKHU BOJIbI, TIOATOHSONIUE IMHUINEBLIC YaCTH KO PTY.

Clypeasteroida — caMbIii MOJOION OTpPSIA HEMPABIIIBHBIX MOPCKUX E€XKEi,
MOSIBUBIINIICS B Hayaje KaitHo30s. OHU, MO-BHANMOMY, MPOW3OILIA ITyTeM
nejoMopdo3a oT Kakoro-to mnpexacraButens orpsaa Cassiduloida. HaunGonee
IpeBHUM knuneactepous — poa Jogocyamus U3BECTEH U3 MajeoLeHa 3amnaaHon
Adpuku. ['pynna 6sicTpo AuBepcuduIrpoBaa U cTaia BCEMUPHO pacpocTpa-
HEHHOU B OJIUTOILICHE, @ BCE COBPEMEHHBIC CEMEICTBA CYIIIECTBYIOT C MUOILICHA.

JIMCKOBHIHBIC KIIUIICACTEPOU/IbI, KOTOPBIX OOBIYHO M HA3BIBAIOT «IIECYAHbI-
MU J1oJ1apamMmuy» (puc. 1le—e) BeposTHO HE3aBUCHMO BO3HUKAIHU TPH pa3a: MepBhIi
pa3 B momotpsige Clypeasterina — cemelictBo Arachnoididae u qBax<ap! B 1mozio-
Tpsiae Scutellina — cemeiictBo Rotulidae n HancemeiictBo Scutelloidea (Smith,
1984). OTu TpuU, HE3aBUCUMO MAPAJIICTHLHO Pa3BUBABIINECS DBOTIOIMOHHBIC JTU-
HUU MMEJIH Pa3HbIC IIEHTPhI MPOUCXOKICHUSI. APaXHOUIU/IbI TIOSBUIUCH B AB-
CTpaJIa3MaTCKOM PETHOHE, MO-BUAMMOMY, B TO BpeMs, KOr/ia UMesla MECTO MHU-
rpanust u3 FOro-Boctounoit Agpukn. Porymunel mponsonutn B o0nacTy 3ama/i-
HOTO TI0Oepexbsi APPUKHN U OCTaBaIKCh BHYTPH 3ToN o0macTH. CKyTeIon en
npousonuiu B obnactu Cpeau3eMHOMOpPbs Wi MekcukaHcKoro 3anuBa u Ka-
pubckoro 6accetina (Smith, 1984). IIpexcraBuTesin 3TOro OTpsiaa J0CTUTIIU MaK-
CHUMaJIBHOTO YPOBHS TPO(UYECCKOH Crelnain3aldi Cpeid MOPCKUX exei. OHU
OCBOMJIM HOBYIO cpeny oOuTaHus (TpyObIe TiecuaHble TPYHTH METTKOBOIHWI) M HO-
BBIH CNIOCOO MUTaHUS — IIPOCEUBAHIE TTeCKa TP TIOMOIIN CTIEITHATH3HPOBAHHBIX
WTII, C TIOCIIEAYIOMIEH JJOCTABKON OTCESTHHBIX MUIIEBBIX YaCTHUI[ KO PTY TIO CIICIHU-
AJLHBIM MMHIIEBBIM JKeJI0OOKaM, BEICTIIAHHBIM PECHUYHBIM MTUTEIHeM. buaronaps
STHUM aJialTalusM KJIUIIEaCTePOU bl CTAJIH OJHUMH U3 Hanbouiee 3hpHeKTUBHBIX
neTputodaroB — oourarenei necuanbix rpyHToB (CoioBbeB, Mapkog, 2006).

Apwuctortenes (GoHaph y MeCYaHBIX TOJITIAPOB XOPOIIO Pa3BUT (B OTIHIHE OT
OOJBIIMHCTBA JAPYTUX HEMPABUIBHBIX MOPCKHUX €XKeHl), HO CHJIbHO OTIUYaeTCs
1o (hopMe U CTPOCHHIO OT YENIFOCTHOTO ariapaTa MpaBUIbHBIX exeld. YemrocT-
Ho# anmapar Clypeasteroida 3HauUTENFHO YIUIONIEH U PACIIMPEH, OH HE MOXKET
BBIJIBUTATHCS U3 IEPUCTOMA U, BOBMOXHO, CIIYXKUT TOJIBKO VISl U3METbUCHHS Ma-
TepHaa, y>kKe MOMaBIIero B pOT U JJIsl AaJIbHEHIIIETr0 ero MPOBUKECHHUS B TIIOTKY.

CHITbHO YTUTOIIEHHBIH AUCKOBUTHBIH MAHIIUPh OOJBIITIMHCTBA ITPEICTABUTE-
neii Clypeasteroida (puc. le—e) u ycestH TYCTBIM ITOKPOBOM MEJKHX, KOPOTKHX
WIJI C PACHIMPESHHBIMU OKOHYaHUSIMU. MEIIKUE YaCTHUIlbl, TPOCEUBAsICh CKBO3b
«CUTO» U3 UTJI, MaJAl0T Ha a0OpajibHYI0 MOBEPXHOCTh M C TOKAMH BOJBI, CO3-
JTABAEMbIMU PECHUYHBIM SMUTEIUEM, PACIOJI0KCHHBIM B IHUIIEBBIX XKeo0ax,
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JOBIKYTCS K KpasM NaHIups (aMOu-
TyCy). 3aTeM YacTHIIHI MONAJai0T B
MMATIIECOOPHBIE KEIOOKH OpajbHOU
MOBEPXHOCTH, O KOTOPHIM IMHIIA
JBIKETCS KO pTy. B aTOM mporecce
YYaCTBYIOT TaK)Ke MHOTOUYNCIICH-
HBIC aKIIECCOPHBIC aMOyJaKpab-
HbIe HOXXKH, pacrioyiararoinecs He

TOJIBKO B aMOYJaKpaJbHBIX, HO H
Puc. 2. Corhya ambigua (Eichwald) (Disas-
B HHTepaMOyJIaKpajbHBIX ITOIIX. . ..
P YHaKp teroida, Collyritidae): a — Bun cuuzy, TL=35 mm

Ha amburyce Ttakike IPOUCXOAUT (nHTEepaMOyITaKpBl OKPHITH TOUKAMU), 6 — B
HUHTCHCHBHOC TMPOCCHBAHUC T'PYH- c3ai1, 6 — 4acTh BEpPXHEH MOBEPXHOCTH C alH-

ta. ITpouecc MUTaHMUS XOPOILIO H3- Kanbﬂoil cucTeMOil (aMOyJlakpbl 3a4EepHEHBI).
. . Hwxuuii men, 6appem fOro-3anagnoro Kpsima

yueH y Buaa Echinarachnius parma (Conosses, 1971).

(Mooi, David, 1996). bonbmme

CKOTLIIEHUsT 0co0ell 3Toro BHUAa B

Oxotckom mMope (buomacca gocrturaer 2—3 kr/m?) onucanbl CokooBoit u Kys-

uenobiM (Cokonosa, Kysuenos, 1960). B nepron Habnonenuii ocodu E. parma

JIeKATM Ha TIOBEPXHOCTH I'py0OT0 MecuyaHoro 0eAHOr0 OpraHuKoi rpyHTa a 00-

JIACTH MHTEHCUBHBIX TEUCHNUH, KOTOPBIE U CIIYKUIU UCTOYHUKOM MIPUHOCHMOTO

OpPraHMYECKOTO IETPHUTA.

B maHmmpsax HEKOTOPHIX KIWIEACTEPOUIOB HMEIOTCS MHOTOYHCIICHHEIC
BBIPE3bI U JIaXKe CKBO3HBIC OTBEPCTHUS — JIYHYIIBI, CIy)KAIlUE IS yBEITUYCHUS
MPOTSHKEHHOCTH aMOUTYCa U COKpAIEHUS IMYTH TPAHCIOPTUPOBKHU MHUIIEBBIX
yactul ko pry (Rotulidae, Mellitidae, Astriclypeidae).

HexkoTopsie kiuneactepounst (Dendraster) OCBOWIIH €I1Ie OJUH CIIOCO0 TTH-
TaHWs, B O0IIEM HE XapaKTEePHBIN IJIT MOPCKHUX ekel — cecToHodarnto. MaTe-
PECHO, YTO PEICTAaBUTEIH ATOTO POAA MOTYT 3asKOPUBATHCS MEPETHEH YACTHIO
MaHIUPS B TPYHT, PU 3TOM 3HAYUTENIbHAS YacTh MAHIUPSI OCTAETCS HaJ €ro
MOBEPXHOCTHIO. OpalibHasi CTOpOHA ObIBaeT HAIIPaBJICHA TPOTUB TCUCHHUSI, TIPHU-
HOCSIIIETO TTUIIIEBbIE YaCTHIBL.

Kax MbI moka3zanu, rabuTyc MIOCKUX KIUIIEACTEPONIOB — «IIECUAHBIX JI0JI-
JIApOB» BEChMa CXOJ€H C TAKOBBIM HEKOTOPBIX IOPCKHUX W MEJIOBBIX KacCHUIY-
nouioB. [1TOCKMI MaHIMPb CIIOCOOCTBYET 3aKPETICHUIO JKHBOTHOTO B TPYHTE
B YCJIOBHSIX HHTCHCUBHOTO TUAPOJMHAMHYECKOrO PEeXKUMa, B KOTOPOM OOUTaIH
(1 o0MTArOT) MpeACTaBUTENN TUX rpymi. OgHaKo IeTanu uX MopQoioruye-
CKOM OpraHu3alliy U CIIOCO0 MUTAHUS OTIUYAIOTCS CYIIIECTBEHHO.

Bropoii mpuMep KOHBEPTEHTHOT'O CXOACTBA OTHOCHTCS K OOJBIION TPYIITE
HENPaBIJIBHBIX MOPCKHX €XKel — HaoTpsiay Spatangacea (puc. 2—7). B atom Ha-
JOTPsiJie BCTPEUaeTCs TaK Ha3bIBaeMasi DXMHOKOPHUCHAS KU3HEHHas Qopma, xa-
pakTepu3yoIascs OBAJBHBIM MAHIUPEM C MMOBEPXHOCTHBIMU JICHTOBUTHBIMHU
WM CyOneTajJonJAHBIMU amOyJlaKkpaMH, KpaeBbIM WM HH(paMapruHaibHBIM
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Puc. 3. Echinocorys ovatus Leske cubensis Sanchez Roig (Ho-
lasteroida, Holasteridae): a — Bux cBepxy, 6 — BUJ CHU3Y, 8 — BU]
cooky; TL=77 mm. Bepxuuii men Kyos1 (Kier, 1984).

Puc. 4. Isaster abkhasicus (Schwetzow) (Spatangoida, Isaste-
ridae): @ — Bug cBepxy, 6 — BUJ CHU3Y, 6 — BUA cOoky; TL=60 mm.
Bepxuuii naneonen, Kpeim (Ilocnasckas, MocksuH, 1960.)



Puc. 5. Isopatagus obovatus Mortensen: a — BuJ CBEpXY, 6 —
Buj cuuzy; TL=95 mm. CoBpemennsiii, FOro-3anannas [Tanuduka,
riryouna 890 m (Mortensen, 1990).

Puc. 6. Scrippsechinus fisheri Allison, Durham, Mintz (Spa-
tangoida, Palaeotropidae): a — Bux cBepxy, 6 — BUJ CHU3Y, 8 — BUJ
cooky; TL=63 mm. CoBpemenHsbiit, Tuxuii okeaH, xpedber Hacka,
riryouna 270-460 m (Allison, Durham, Mintz, 1967).

179



Puc. 7. Urechinus reticulatus Clark: a — Buz
CBepXy, 6 — amukaipHas cuctema. CoBpeMeH-
HBIH, AHTapKTHKa, OaTHAIb.

NEPUIIPOKTOM, OTCYTCTBHEM (ac-
nuon. 9to — ponel Corthya, pan-
Huit men (cemeiictBo Collyritidae)
(puc. 2), Echinocorys, mo3gHU#
Men — TO3IHWH TmajeoneH (ce-
meiictBo Holasteridae) (puc. 3),
Isaster, naneoueH, Isopatagus, co-
BpEeMEHHBIN (cemeiicTBo Isasteri-
dae) (puc. 4, 5), Scrippsechinus,
COBpeMeHHBIN (cemeiicTBo Palaeo-
tropidae) (puc. 6), Urechinus, coBpe-
MeHHBIH (cemeiicTBo Urechinidae)
(puc. 7). YkazaHHBIC POJbI, B OTJIH-
Yyye OT OOJNBITUHCTBA ClIATAHTAICH,
BEAYIINX 3aKaIbIBAIOIINIICS 00pa3

’KM3HH, )KUBYT Ha TIOBEPXHOCTH cyOcTpaTa (puc. 86). OO0 3TOM CBHIETEIBCTBY-
€T ollpeesicHHasi TPUMUTUBHOCTh UX MOP(OIOTUU — OTCYTCTBHE CIELHATIH-
3MPOBAHHBIX OPraHOB JbIXaHUS M (acuuoi. XOpoIo Pa3BUTHIE TPUPOTOBLIE
KHCTOYKOBHJIHbIE aMOyJIaKpalibHble HOKKH CBUJICTEIHCTBYIOT O TOM, YTO OHH
MUTAJINCH U MUTAIOTCS TIOBEPXHOCTHBIM CIIOEM 0CaJIKa, B KOTOPOM COIEPKHUTCS
OpraHu4ecKkuii JeTpuT. Tak y COBpEMEHHOTO IOCTATOYHO ITyOOKOBOHOTO B
Scrippsechinus fisheri B xumedHuke ObUTH HaliIeHbI (popaMUHU(EPHI, TTEPOIIO-
IIbl, MEJIKHE TTAaHLIUPH MOPCKUX exell Echinocyamus, BCTpevalonifecs: B 0CaaKe

(Allison et al., 1967).

PR S i SO

- Bogopocnessiit -
: W3BECTHSAK T

Puc. 8. O0Opa3 U3HM HECKOJIBKUX BHJIOB MOPCKHX €Xell u3 jmaTckoro sipyca ABCTpHH:
a — Hyposalenia heliophora, 6 — HeonpeneneHuslii uaapoun, ¢ — Echinocorys sp., e — Hemi-
aster stella, 0 — Cyclaster aturicus, e — Orthaster dagestanensis, o — Coraster vilanovae (Kroh,

2001, u3mMeHeHo).
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Mappenoput

TetpabaszanbHas anvkanbHas cucTema MoHobasansHasa annkanbHas cuctema
’
., 6 . 2
% ¢ 4
" : . »
" " . »
IS 8 - ]
-, R ™ [ ]
"‘ o o0
N r? T
b Por
[BoitHble amBynakparnbHbie nopbl OauHoYHbIE Nopbl

Puc. 9. /IBa Tuma anmkaabHON CUCTEMBI (@ — TeTpaba3aiabHas, 6 — MOHOOA3aIbHAS) U CTPO-
eHue aMOyJIaKpaJIbHBIX IIOP BHE IETAJIOUJIOB (6 — IBOMHBIE NTOPHI, 2 — EAMHUYHBIC [IOPBI) Y MOP-
ckux exeit orpsaa Cassiduloida.

KonBeprenuueii MOXKHO cuuTaTh NpeoOpa3oBaHue TeTpada3aibHOM amu-
KaJbHOUM cucTembl (puc. 9a) B MOHOOa3albHY0 (puc. 96) y pa3HBIX OTPSJIOB
HEMPaBUIBHBIX MOPCKUX €XKeH (UeThIpe FeHUTAJIbHBIC TNIACTUHKN 3aMeIaroT-
csl OIHOM — MajperniopuToM. MoHoOa3anbHas alnMKajibHas CHCTEMa B KaHHO-
30€ TIOSIBIIICTCSI Y HEKOTOPBIX IpeICcTaBUTENe oTpsma Spatangoida, y 607b-
muHCTBa pomoB oTpsiia Cassiduloida, y Bcex rpymm otpsmos Clypeasteroida
u Oligopygoida, y pona Echinoneus (otpsin Holectypoida).

PaccmoTpuM mposiBieHus mapaiiennsMa. B Hauase 10pcKoro nepuoja npo-
M30IIIJI0 KPYITHOE COOBITHE B DBOJIIOLMHU KJacca MOPCKHX €¥KeH, TaK Ha3bIBac-
Masi IK30IHKIH3aIus. [Iporece SK30IMKIN3AIUH, CBI3aHHBINA CO CMEIICHUEM
NEPUIIPOKTA U3 allMKaJIbHOW CHCTEMBI B 00JIaCTh 5-T0 MHTEepaMOyiIaKkpa, Ipo-
TEKaJl MapajuleIbHO U MO-pa3HOMY U NMPHUBEN K (POPMUPOBAHUIO HECKOIBKUX
TPy HEMPaBUIBHBIX MOPCKUX €KEH, KOTOphIE OCBOMIN HOBYIO aJalTUBHYIO
30HY — PBIXJIblE TPYHTBI, HOBBIH CHOCOO MUTAHUS — IETPUTO(ArUIO, & MHOTHE
MepenIu K 3aKanbIBaloIeMycsi 00pa3y KU3HHU. DTH SIBJICHHUS MBI pacCMaTpH-
BaeM B psme pabot (ComoBeeB, Mapkos, 2004a, 6, 2006; Solovjev, Markov,
2004), mosTomMy He OyaeMm IMOApOOHO OCTaHABIMBATHCS Ha HHUX 31ech. OmgHa
13 HBOJIOLMOHHBIX BETBEH, AaBlIas Hadajlo HAIOTpsAy Spatangacea, Oblia
MpeICTaBlicHa B IOpPE TOJBKO AM3ACTCPUAHBIMU €KaMHU C Pa30opBaHHOM amu-
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Puc. 10. AnukansHas cucrtema Pygomalus analis (Agassiz) (Disasteroida, Colyritidae):
a — TepeHsAs 4acTh, O—e — 3aAHsS 9acTh C MEPHUIPOKTOM; a—2 — 0at [lonbmu, 0, e — KennoBel
[Monpuy; a1 — AOMOMHUTEIbHAS ITACTUHKA, ST — FeHUTaNbHAs MJIaCTHHKA S5, TIT — IePHUIIPOKT,
Ol u OV — nepBas u msttas okynspHble macTuHkH (Jesionek-Szymanska, 1963).

KaJbHOM CUCTEMOM — MEPUIIPOKT BMECTE C OKYJISIPHBIMH IJIACTUHKaMHU [ u 'V,
BEpIIMHAMH COOTBETCTBYIOIINX aMOYIaKpoB (OMBHYM) U S5-I TeHUTATBHOH I1J1a-
CTUHKOH CMECTUIIUCH K 3aJJHEMY KPako MaHIUPS, 2 OCTAJIbHBIC MNIACTUHKY allH-
KaJIbHOM CHCTEMbI U BEPIIMHBI TPEX NEPeIHUX aMOyJIaKpoB (TPUBHUYM) OCTa-
JIUCh B TIPUBEPIITUHHON YacTH MaHIUPs. B KOoHIE cpenHeil 1opsl (B KEIJIOBEE) U
0COOEHHO B TIO3/THEH I0pe Y MN3aCTEPUIHBIX MOPCKUX €XKel MPOsIBUIIACh YeTKAs
TEHJICHIINS K OTPBIBY OKYJISIPHBIX IUIACTHHOK [, ' V, 1 BepmuH 3aAHUX aMOy-
JIAKPOB OT MIEPUIIPOKTA U UX CMEIICHUIO B CTOPOHY TIEPEIHEH YacTH almrKalb-
Hoii cucteMsbl (poasl Pygomalus, Collyrites, Collyropsis, Cyclolamas) (puc. 10,
11). BmecTe ¢ TeM MEpPUCTOM y HEKOTOPHIX POMIOB MEPEMECTHIICS K MEepeaHEMY
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Puc. 11. AnuxanpHas cuctema ausactepounios: a — Collyrites bicordata (Leske), HnxHui
okcopn; 6 — Cyclolampas verneuili (Cotteau) nepeqHsist U 3aAHSSI YaCTH — PUCYHKH CIETaHbI
IIPU pa3HbIX MOBOpOTax nanuups, TutoH, (Collyritidae); ¢ — Tetraromania ovulum (Desor), 6ap-
pem, (Disasteridae); amOynakpsl 3auepHensl (ConoBbes, 1971).

Kpalo MaHIupsi, KOTOPBIA MPHOOPEIT IByCTOPOHHECUMETPHUHbIE ouepTanus. Ho
B IOpE BCE CIIATaHTaleH MPOJOIIKAIN OCTaBaThCs TU3acTEPUIHBIME opMamu,
T.. UMCIIH Pa30PBAHHYIO alTUKAJIBHYIO cucTeMy (puc. 12a), 9To MOXHO paccMma-
TPHUBATh KaK HEKOE «aHOMAJbHOE» COCTOSIHHE. JTa TEHJCHIUS 3aBEepIIHIIACh
TONLKO B Hauaje mMena (beppuace), KOTa MOSBUIHCH «HOPMAJIbHBIE» (HOPMBI C
COMKHYTOM anuKaJbHOU cucTeMoi — ceMeiicTBo Holasteridae — poust Eoholaster
(puc. 13), Holaster (puc. 120) (otpsin Holasteroida) u cemerictBo Toxasteridae —
pon Toxaster (oTpsia Spatangoida).

Puc. 12. Cxema mnaHmups (BUA CBEPXY): a — IOPCKUX KOJUIMPUTHU C Pas3o-
pBaHHOH anuKkanbHOU cucteMoii (poxa Collyrites), 6 — MeNOBBIX X0IaCTEPHJL C COM-
KHYTOM anmuKanbHOU cuctemoit (pox Holaster); am0Oynakpbl 3a4epHEHBI.
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Puc. 13. Eoholaster poslavskae Solovjev (cemeiictBo Holasteridae): a — ctpoenue Bepx-
HEH TOBEpXHOCTH MAHIHUPS, 6 — CTPOCHUE HIDKHEH moBepxHocTH manuupst TL=33mmM, 6 —
anukanbHas cuctema beppuac FOro-3amagnoro Kpeima (Conosbes, 1989).

OTMo(dpaKTHBIM THII aNUKaJbHON CHCTEMBI B OTpsije Spatangoida, cBOH-
CTBEHHBIH OOJBIIMHCTBY MEJIOBBIX IIPEICTABUTENCH OTpsia Impeodpasyercs B
STMOJIMTUYECKUI B KOHIIE M€Jla U B MaJ€OreHe, o KpailHel mepe, y MITU ce-
MmeiictB Shizasteridae, Paleopneustidae, Brissidae, Spatangidae u Loveniidae.

Bo3HMKHOBEHUE MepUAOCTEPHANLHOro
(AnacTepHanbHOro) NNacTpoHa u3
rannoctepHanbHOro

Collyritidae
Corthya ambigua Tetraromania ovulum
Holasteridae HWKHUIA Gappem
Holaster sp. .

BanaHxuH -
CHMHXPOHHBIKM Napannenuam

S
reTepoXpOoHHbIN Napannenuam

Puc. 14. CuHXpOHHBII U reTepOXPOHHBIN Mapajean3M Ha MpUMepe BOSHUKHOBE-
HUS MEPHJOCTEPHANIBHOTO (ANACTEPHAIBHOI0) IIACTPOHA U3 TAINIOCTEPHAIBHOTO.
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OTOT TUI XapaKTepHU3yeTCs CHUJIBHO YJIMHEHHBIM MaJIperOpUTOM, KOTOPBIH
«IIpopacTaeT» Ha3aJ U pa3fenseT TeHUTAIbHbIE INIACTUHKYU 1 U 4 1 OKYJIsIpHBIC
IIAaCTUHKU [ 1 V.

WHTepecHBI pUMEPHl CHHXPOHHOTO TapalijieNin3Ma; HalpuMep, MEpHJIO-
CTEpHAJIBHBIN (AMacTepHATBHBIN) IIACTPOH BOSHUKAET Y JIBYX POJIOB KOJLTUPH-
tun Tetraromania v Corthya B 6appeme, a y poaa xonactepuy Holaster, 3TOT xe
THII TJTACTPOHA MOSIBISAETCS, IO-BUUMOMY, B BaJaH KM HE (T. €. HaJIHUIIO FeTepoX-
PpOHHBIN napayuenn3m). ICXOTHBIM THIIOM ITACTPOHA OBIJ TaIlIOCTePHABHBIN
THII, CBOMCTBEHHBIN OoJiee IPEBHUM KOJUTUPUTHIAM U XoacTepuaam (puc. 14).

PasButue orpsiga Cassiduloida xapakTepusyeTcst IposiBICHUEM MTapajlieib-
HOW ABOJTIOIIMH, CBOMCTBEHHOM 00IbIel yactu cemericts (puc. 15) (Kier, 1962;
MocksuH u ap. 1980; Mocksun 1989). B Hauane nmozaHero mena 3a npeaeiamMmu
METAJIOUTHOW YacTH aMOyJIaKpOB MPOHMCXOIUT CMEHA JBOHHBIX IMOp CAMHHY-
HBIMU (CM. pHC. 96, &) U, TIaBHBIM 00pa3oM, MOCJieé MaaCTPUXTa HA CMEHY Te-
Tpaba3abHOMY CTPOCHHUIO alUKaJIbHOW CHCTEMBI MPUXOAUT MOHOOA3asIbHAS
CTpyKTypa (cM. puc. 9a, 6). Yke ¢ paHHEro mayieoleHa TaKue MPU3HAKH, KaK
MpaBuiio, He coBMeIaroTcs. Penkum uckitouenuem ssisiercst pon Oolopygus,
MPOJIOKAIOIINM CBOE pa3BUTHE IO paHHETO MaJieolieHa U COXPaHIIOUINI Haps-
Iy C €IUHUYHBIMH NTOPaMHU TUITMYHYIO TeTpaba3aabHyI0 alMKaJIbHYIO CHCTEMY.

B sBomrortun otpsima Cassiduloida cymecTByIOT HECKOIBKO pyOeKei, sICHO,
a Imo9yac M pe3ko MPOSABIISIONINXCS B CMEHE COCTaBa M BOSHUKHOBEHHUS HOBBIX
MOp(hoIOrHYECKHUX MPU3HAKOB. Hamboee sSspKo BRICTYIIAIOT JBa TAaKUX pyOexka.
[lepBblii 13 HUX TPUYPOUYEH K CECHOMAHy M OTMEUEH IMOSBICHHEM OYKKaJIbHBIX
MOp ¥ €AMHUYHBIX MOp HA aMOyJIaKpaJbHBIX TUIACTUHKAX 3a Mpe/eaMu meTa-
JIOWJIOB, BTOPOW O3HAMEHOBAJICSA MPEOOPA30BAHUEM CTPOCHUS AlMKAJIbHOW CH-
CTEMBI B KOHIIE CEHOHA.

CpaBHMBas TOJIOKEHHE ITHX BAXKHBIX PyOekell B pa3BUTHHN KaCCHTYIIOHUIOB,
MOXHO YBHJETh B HEM OIpeeIeHHbIC YePThI CXOACTBa. HoBble mpu3Haku (enu-
HUYHBIE TIOPBI, MOHOOA3aJIbHAS alMKaJbHasl CHCTEMa) TIOSIBIISIFOTCS B MOMEHTBI
OTHOCHUTEJIFHOTO paciBeTa oTpsaa (CeHOMaH, MaacTPUXT), IEPBOHAYAIBHO JIMIIb
B HEKOTOpPBIX, IPEUMYIIECTBEHHO MaJIOUMCIEHHbIX ceMmelcTBax. [locie storo
MIPOMCXOUT 3aMETHOE, U ITO-BHINMOMY, Ja)Ke pe3Koe 0OeHeHNe cocTaBa (paH-
HUU TYPOH, TaTCKHUI BEK) U B MOCIETYIONINE ATAITbl, HAUMHAOIIUECS C TIO3THETO
TYpOHa M TIO3HEr0 IMajeoleHa, HOBbIC 3JIEMEHTHI MOP(OIOrUH CTAHOBATCS T'0O-
CIOACTBYIOIIMMHU. TakuM oOpa3oM, B 3TOM OTHOLICHWH HAOJIOAAETCsl HEKOTO-
poe mojobre MeX1y CeHOMaHOM M MaaCTPUXTOM, HUKHUM TYPOHOM M JaTCKUM
(OBITH MOXKET, 1 MOHCKHM) SIPYCOM, BEPXHUM TYPOHOM M TAHETCKUM SPYCOM (CM.
puc. 14). (OTMeTuM emie pas, 9TO HIDKHETYPOHCKHE MOPCKHE €XKH HW3BECTHHI
MaJio, TO CBUJETEILCTBYET, CKOpEe BCET0, O MAJIOUYUCIEHHOCTH COOOIIIECTB).

[IpostBistOTCS 1M 34€Ch KaKUe-M100 001I1e 3aKOHOMEPHOCTH, UITH COBIIaIe-
HUE CIIy4allHO, U KaKOBA JIEHCTBUTENbHAS POJIb U3MEHEHUN B 3TO BPEMS BHEILI-
HUX YCJIIOBHH — CKa3aTh TPYAHO. TPYyTHO TaKKe TOBOPUTH O OOJIBINEH HIIN MCHB-
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el Pe3KOCTH TaKUX PyOekel, Tak Kak caMO MOHSTUE «PE3KOCThY MPUMEHU-
TEJHHO K TIOI00HBIM SIBJICHHUSIM UMEET JIUIIb OTHOCHTEIbHOE 3HaueHue. «Llenay
OTZEJBHBIX YaCTHBIX EPECTPOEK B XOJI€ IBOIIOLUN MOKET CUIIBHO MEHSTHCSL.

[Taneorien, BkItoYasi MaTCKUW BEK, ObLIM BpEMEHEM CTAHOBJICHHS HOBOM
CTPYKTYPbI alUKaJabHOrO amnmnapara. MOXHO Mmoyiarath, YTO B 3TU «IIEPEXO-
HBIC» ATalbl BOSHUKAIOIIUE MPU3HAKU HE O0JIaJlau ellle MOJHOU yCTOHYMBO-
CTBI0. 3aKperieHe UX TPeOOoBaJo, CKOpee BCEro, 3HAUMTEIbHBIX TPOMEKYTKOB
BpPEMEHH, U CaM IPOLECC TaKUX MPeoOpa30BaHUI COBEPIIAIICSA JOCTATOYHO I10-
CTENeHHo. B mpomuioil nctopun KaccuIyIOnI0B HEYTO MOJ00HOE MBI HAOIIO-
A€M B TIOSIBJICHWU OYKKAJIBHBIX IOP W €AMHUYHBIX MOP BO BHETIETAJIOUIHBIX
4acTsaX aMOyJIaKpoB.

OTMeTHM, YTO MHUPOKOE PACIPOCTPAHEHHE BIJIOTH 10 COBPEMEHHOCTH UMeE-
eT pox Studeria, B cOcTaBe KOTOPOTo U3BeCTHO 0K0JI0 20 BHIOB. B naTckux ot-
JIOKEHUSIX OH TIPEICTABIICH ABYMSI CMEHSIIONTUMHE OIWH IPYTOro BHAAMHU — St.
crassa (Stolicz.) u St. faberi (Ravn). UHTEpecHON 0COOCHHOCTHIO 3TUX JTaTCKUX
BHUJIOB poja Studeria SIBNI€TCS U3MEHYMBOCTH CTPOCHHUS alTMKaIbHOW CUCTEMBI.
Hapsiny ¢ BnoHe THTUYHON MOHO0A3aIbHON CTPYKTYPOU MOCIIEAHEH HaOIro 1a-
I0TCS CITy4au SIBCTBEHHOT0 000COOJICHUSI OT LIEHTPAJIBHOTO AMCKA JICBOH 3aIHEH
TEHUTABHON TIJIACTUHKU. BO3HHMKAET, TaKMM 00pa3oM, amuKajibHAas CHCTEMa
Kak ObI TTPOMEXYTOUHOTO cTpoeHms. Cyas 1Mo JIMTEpaTypHBIM NaHHBIM, 00-
Jiee TTO3JHUM, COOCTBEHHO KaiWHO30MCKUM IPEICTABUTEIISIM pO/Ia CBOWCTBEHHA
TOJIBKO MOHOOA3aJIbHAsI alTMKaIbHas CHCTEMA.

CX0HYI0 HEYCTOMYMBOCTb CTPOCHUSI alUKAaJIbHOW CHUCTEMBbI yJIAeTCs Ha-
OnronaTh y BUJIOB pojia Hypsopygaster. Ha monyoctpoBe MaHTBINIIAK, TJ1€ TIOKA
TOJIBKO M3BECTHBI 3TH MOPCKHE €M, YCTAHOBJICHO TPH BHUAA, MOSBISIONIAECS
B UHTEPBAJIE OT CAMBIX BEPXHUX TOPU30HTOB JATCKOT'O sipyca JO BEPXHETro naJje-
orieHa. OHU pa3NMUYalOTCI MEXTy COOO0I0, TIIABHBIM 00pa3oM, (hopMoii maHIups,
HO y OBYX Oonee paHHUX — H. ungosensis Bajar u Hypsopygaster rostriformis,
MO-BHIMMOMY BCETJIa UMEETCsl MOHOOA3aIbHAsSI allMKaJIbHAsl CHCTEMa, B TO Bpe-
Ms KaK y BEpXHeMajeoleHoBoro Hypsopygaster bajarunasi nHabmiogaeTcsi Kak
MOHO0a3aibHas, TaK U IOCTATOYHO THIMUYHAsS TeTpada3anbHas cTpykrypa (Ka-
IUITBHUKOBA, MoCKkBUH, 1984).

[IproOpeTeHne eNMHUYHBIX TTOp HA aMOYJIaKpalbHBIX IIACTUHKAX U MO-
HO0a3aJIbHON aIlMKaJIbHOH CUCTEMBI, HCCOMHEHHO, SIBHJINCh Ba)KHCUIIUMHU
COOBITUSIMU B Pa3BUTHHU KacCHAYJIOWI0B. HECOMHEHHO TakKe, 4TO B T'€0JI0-
THYECKUX MaclITabax BPEMEHU 3TU COOBITHS MPOU3OILIN JIOBOJBHO OBICTPO.
Onnako He cienyeT yIycKkaTh U3 BUIY, YTO OT TIEPBOTO MOABJICHUS MPU3HAKA
JI0 3aBOEBAHUSI UM T'OCHOJICTBYIOLIEr0 3HAUEHU S KAXKIAbIN pa3 MPOXOAUIIO BCE
e He MeHee 8—10 MIIH. JeT.

PabGota BeimonHeHa B pamkax nporpaMmmsbl [Ipesuanyma PAH «buopasno-
oOpasue» u npu nogjaepxke rpanta PODU, Ne 13-05-00459.

187



CITMCOK JIMTEPATYPbI

Kaounvnuxosa E.HM., Mockeun M.M. 1984. JlaTckue 1 TajieOneHOBBIE BUABI MOPCKUX €XKeit
Studeria v Hypsopygaster // IlaneonTomn. xypH. Ne 1. C. 37-46.

Mocreun M.M. 1989. Mopckue exu Ha pyOexe Me3030s U KaitH030s1 // [IpoOyieMbl H3ydeHust
nckomnaembIx 1 coBpeMeHHbIX urnokoxux. AH Oct. CCP. Tanmus. C. 175-187.

Mocxeun M.M., Conosves A.H., Snoenvman JII" 1980. Kitacc Echinoidea. Mopckue exu //
B.B. Mennep (pen.). Pa3BuTre u cMeHa 0ecrio3BOHOUHBIX Ha pyOexe Me3030s1 KaitHO-
30s. MIIaHKH, WieHHCTOHOrue, urinokoxue. M.: Hayka. C. 116-175.

THocnasckaa H.A., Mockeun M.M. 1960. Mopckue exu oTpsna Spatangoida B TaTcKux U
MOTpaHIYHBIX ¢ HUMH oTIokeHusX Kppima, KaBkasa u 3akacmutickoii oomactu // ['pa-
HUIIA MEJIOBBIX M TPETUYHBIX OTIIOKEHNH. JIoKIaabl coBeTcKux reonoros. M.: M3a-Bo
AH CCCP. C. 47-82.

Cokonosa M.H., Kysneyos A.I1. 1960. O xapaxTepe MUTaHUS U POITH, KOTOPYIO UTPAET TPO-
(rgeckuii pakToOp B pacpoCTpaHEHIH MOPCKOTo exa Echinarachnius parma // 3001
xypH. T. 39. C. 1253-1256.

Conosves A.H. 1971. TlozaHeriopckrue M paHHEMEJIOBBIE THU3AaCTEPUIHBIC MOPCKHE €KHU
CCCP // Tp. IMH AH CCCP. T. 131. M.: Hayka. 124 c.

Conoeves A.H. 1989. HoBblit pox Mopckux exeid Eoholaster (Spatangoida, Holasteridae) u3
oeppuaca // [TIpoOIieMbl U3yYeHHsI UCKOTTACMBIX i COBPEMEHHBIX UTTIOKOKUX. AH DcT.
CCP. Tannun. C. 148-155.

Conosves A.H., Mapxos A.B. 2004a. PanHue 3Tansl SBOIIOLUN HEMPABUIIBHBIX MOPCKHX
exel // DxocucTeMHbIe TTepecTpoiky 1 3Bomoiyst ouocdepst. Boim. 6. M: ITMH PAH.
C. 77-86.

Conosves A.H., Mapkos A.B. 20040. [Ipy9uHbBI U CIENCTBHUS SK30MUKIN3AIINA MOPCKHUX
exeit // Tes. nokin. 50 cec. I[TaneonTon 00-a. CII0. C. 121-123.

Conosves A.H., Mapros. A.B. 2006. Tpodudeckne 0COOCHHOCTH MOPCKHX €XKel Ha pa3HbIX
3Tanax KCTOPUICCKOro pa3BUTHsI Ki1acca / DBosronust ornocdepsl u OrnopasHOOOpasue.
K 70-neturo A O. Po3anosa. M.: KMK. C. 316-333.

Allison E.C., Durham J.W., Mintz L.W. 1967. New Southeast Pacific Echinoids // Occasional
pap. California acad. sci. N 62. San Francisco. 23 p.

Durham J.W. 1966. Clypeasteroids / Treatise on invertebrate paleontology. Pt U, Echinoder-
mata 3. V. 2. Geol. soc. Amer. Univ. Kansas press. P. 450—-491.

Kier P.M. 1962. Revision of the cassiduloid echinoids / Smithsonian misc. coll. V. 144. N
3.262 p.

Kier P.M. 1984. Fossil Spatangoid Echinoids of Cuba // Smithsonian contrib. paleobiol. N
55. Smiths. inst. press. Washington. 336 p.

Kroh A. 2001. Echinoids from the Danian (Lower Paleocene) Bruderndorf Formation
of Austria / W.E. Piller & MW. Rasser (eds). Paleogene of the Eastern Alps. Oster-
reichische Academie der Wissenschaften. Schriftenreihe der Erdwissenschaftlichen
Kommissoinen 14. P. 377-463.

Jesionek-Szymanska W. 1963. Echinides irregulies du Dogger de Pologne // Acta palaentol.
Pol. V. 8. Ne 3. P. 293—414.
188



Mortensen Th. 1960. A monograph of the Echinoidea. Vol. V. Spatangoida. I. Copenhagen.
Reitzel-Publisher. P. 1-432.

Mooi R., David B. 1996. Phylogenetic analysis of extreme morphologies: deep-sea holaster-
oid echinoids / J. nat. hist. V. 30. P. 913-953.

Solovjev A.N., Markov A.V. 2004. The early evolution of irregular echinoids // Proc. 11 intern.
echinoderm. conf. Munich, Germany. Heinzeller & Nebelsk (eds), London. P. 551-555.

Smith A.B. 1984. Echinoid palaeobiology. L.: George Allen & Unwin. 190 p.

Convergence and parallelism in echinoid evolution
A.N. Solovjev

Convergence is seen in groups not connected by close phylogenetic relationship. Flat test
is typical of some representatives of order Cassiduloida such as Jurassic and Early Cre-
taceous species of genera Pygurus and Clypeus and also of many Cainozoic genera of
order Clypeasteroida called “sand dollars”. Both of them are the inhabitants of coarse
sandy grounds of shallow water as a rule. In superorder Spatangacea we can see so called
“Echinocorys life form” which is characterized by oval test with flush nonpetaloid or
subpetaloid ambulacra, marginal or inframarginal periproct and absence of fascioles.
These are genera Corthya, Early Cretaceous (family Collyritidae), Echinocorys, Late Cre-
taceous — Late Paleocene (family Holasteridae), Isaster, Paleocene, Isopatagus, recent
(family Isasteridae), Scrippsechinus, recent (family Palaeotropidae), Urechinus, recent
(family Urechinidae). These genera contrary to the most of spatangaceans having the
burrowing life mode live on the surface of the substrate. In Cainozoic monobasal apical
system appears in some genera of order Spatangoida in most genera of order Cassiduloida
in all groups of orders Clypeasteroida and Oligopygoida and in genus Echinoneus (order
Holectypoida). The phenomena of parallelism is revealed in groups connected by relative
origin. At the end of Middle Jurassic (Callovian) and especially Late Jurassic so called
disasterid echinoids (superorder Spatangacea) developed distinct trend to lose contact of
ocular plates I and V and tops of posterior ambulacra with periproct and its removal to the
anterior part of apical system (genera Collyrites, Collyropsis, Cyclolampas). Altogether
peristome in some genera removed to the anterior part of the test that got bilateral sym-
metrical shape. However, in Jurassic all Spatangacean still remained disasterid echinoids
as they had disjunct apical system which can be interpreted as some “abnormal” state.
This trend was over at the beginning of Cretaceous when “normal” forms with joint apical
system appeared — family Holasteridae (genera Eoholaster, Holaster, order Holasteroida)
and family Toxasteridae (genus Toxaster, order Spatangoida). The examples of synchro-
nous parallelism are appearance of meridosternous (diasternal) plastron in two genera
of collyritids Tetraromania and Corthya in Barremian, however, in holasterid genus Ho-
laster this type of plastron appeared in Valanginian (heterochronous parallelism). The
ethmolitic type of apical system appeared at the end of Cretaceous and Paleocene at least
in five families Schizasteridae, Paleopneustidae, Brissidae, Spatangidae and Loveniidae.
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NUIIECBEOPHBIE BEIPOCTHI ITEJBMATO30MHBIX UTJIOKOXKHUX:
MOP®OI'EHETHYECKHUE BO3MOXHOCTHU U O PAHUYEHUA

C.B. PoxxHoB
llaneonmonozuuecxkuti uncmumym um. A.A. bopucaxa PAH
rozhnov@paleo.ru

CX0JCTBO B MOJIETU MOCTPOCHUS CKeJeTa OpaxHONbHON MuIecOOpHOi
cHCTeMBbl 0JIaCTO30i M CHCTEMBI PYK KPHHO30H, KOTOPOE 3aKJII04aeTCs
B aIIMKAJIBHOM POCTE C SHAHTHOMOP(HBIM CMEIICHUEM CKEJICTHBIX dJIe-
MEHTOB, OOBSCHEHO INEPBUYHON OPraHU3YIOIIEH PpOJBIO pPagHalIbHBIX
amMOyJIaKpaJbHBIX KaHAJIOB, UMEIOLINX TaKylO ’K€ MOJENIb OTBETBIICHHS
amMOyJaKpalbHBIX Ilynaseln. Pa3nndue B pacrookeHuH Opaxuon U pyk
OTHOCHTENIBHO TEKH (IK30TEKAJBHOM M 3HJOTEKAIbHOM) CBA3BIBACTCA
¢ (opmMupoBaHHEM NMEPBUYHBIX aMOyJIaKpalbHBIX MIyIajiel Hermocpe/-
CTBEHHO Ha MIOBEPXHOCTH Teja Y OOIBIIMHCTBA 01acTO30H U B 0CO00H 3a-
KPBITOI BeCTHOYISAPHOH MOJIOCTH Y KpuHOUIei. OTMOpHEI ckeneT Opaxu-
0J1 BO3HMKAJI KaK OTBETBJICHHE BHICTHIIAIONINX JTHO aMOyakpa TaOiIyex,
KOI'Zla OHM MMEJINCh, WIIH (POPMUPOBAJINCH aHAJIOTMYHO UM KaK HOBOOO-
pazoBanue BHe Teku. ONOPHBIH CKeNeT pyK, Opaxuain, BO3HUKA KaK ce-
PHAJIBHBIN POCT PACIIOIOKEHHBIX PainaibHO TaOJIMYEK Ha rpaHuLe abo-
paJIBHOTO CKelleTa U TerMeHa, (OPMHUPYIOIIErocs oyarofapst HOsIBICHUIO
BecTuOynyma. IIpennonokenne 00 MHIYIHMPYIOUEH M OpraHU3yIOMeiH
apPaH)KUPOBKY CKEJIETHBIX 3JEMEHTOB POJIM THAPOLEIN U €ro paguaib-
HBIX aMOyJIaKpaJbHBIX BEIPOCTOB B MOP(OreHe3e UITIOKOKUX [O3BOJISAET
KOHKPETU3MPOBATH MIPUHIIUII pa3/IeJICHU CKeIeTa Ha aKCHAJIBHYIO U 9KC-
TPaKCHaIbHYIO YaCTU. AKCHAJIBHBIM SIBJISIETCS CKEJIET, MOJIENIb Pa3BUTHS
KOTOPOTO ChOPMHUPOBATACE IO OPTraHU3YIOLINM BIMSTHUEM PaJuaIbHBIX
amMOyJakpaibHBIX KaHAIOB. OCTaJIBHON CKENET SIBISIETCS IKCTPAKCHAIIb-
HBIM, IOAPA3AEIISAIOLUNCI HA CHMMETPU3UPOBAHHBIH, apaHKUPOBAaHHbIN
IO/ IIPSIMBIM MJIN ONOCPENOBAHHBIM OPTaHU3YIOIUM JEHCTBHEM FUAPO-
Lens, U HeyNOpsIOYEHHbIN, HECUMMETPU3UPOBAHHBIN, HE CBSI3aHHBIN
HCXOJIHO C BIMSIHUEM THUPOLEIIS.

Kniouegvie cnosa: WTIOKOXKUWE, TEIBMAT030a, KPUHOUICH, aMOyJIaKkpaib-
Hasl CHCTeMa, aKCHAJIbHBIN CKEJIeT, SKCTPAKCHAIBHBIA CKeJleT, SMOpHOHAIbHAS
WHIYKIUS, pyKH, OpaXUOJIBL.
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BBEJEHUE

Urnokoxue, mpexkae BCEro MOPCKUE €K1, U3TI00JICHHBIN 00BEKT IKCIIePH-
MEHTaJTbHONW SMOPHOJIOTHN U OWOJIOTHH Pa3BUTHA. ¥ MOPCKHX €Kel BBISBIIC-
HO MHOTO JeTajeldl WHIAWBHIYaJIbHOTO Pa3BUTHS, BKIIFOUas OCOOEHHOCTH pac-
MTOJIOKEHHST M DKCIIPECCUU MHOTHX T'€HOB. HekoTopbie 0COOCHHOCTH M3BECTHBI
U JUIS TIPEIICTABUTENCH APYrUX COBPEMEHHBIX KjaccoB uriokokux (David,
Mooi, 2014). 3ajaya najaeoHTOJIOTOB MPUMEHUTh 3TU JaHHbBIC JIJIST IOHUMAHUSI
9BOJIOIIMOHHOTO Pa3BUTHSI UTIOKOKHUX, MOP(OIOrHIeckoe U TaCOHOMUYECKOE
pa3HooOpa3ue nckomaeMsIx (hOpM KOTOPBIX CTOIB Bennko. HecMoTpst Ha To, 9TO
9Ta 3ajJlada CBsA3aHa OOBIYHO C BO3MOXXHOCTHIO M3yYEHHUS TOJIBKO CKeleTa, Co-
XPaHSIOUIEroCsl B UCKOMAeMOM COCTOSIHUH, JUJISl €€ PEelIeHUs HeoOXonuMo pe-
KOHCTPYHPOBAaTh BaKHBIE 0COOCHHOCTH MSTKOro Tena. [lajgeonTonorn Hepeako
3a0BIBAIOT, YTO CKEJIET ATO TOJBKO YaCTh OPraHU3Ma, a IBOJIOIIMOHUPYET Opra-
HH3M B IICJIOM. BHpoqu, A TEHETHUKHA OOBIYHO 336131BaIOT, 4YTO OpraHu3M 3BO-
JIONMOHUPYET KaK Iieflasi CUCTeMa BCEX CTaJINi Pa3BUTHSI, & HE TOJIBKO TEHOM.

B aT0ii cTaThe paccMaTpUBarOTCS OCOOEHHOCTH Pa3BUTHUS TEX YacTeH CKe-
JeTa MeIbMaTO30MHBIX UTIIOKOKUX, KOTOPBIE TECHO CBSI3aHBI C aMOyJlaKpaib-
HOW CHCTEMOH, OpPraHM3YIOIIEH MX CHMMETPHUIO U Olpenaesstonue ocobeH-
HOCTH pocTa 000COOJICHHBIX BRIPOCTOB TEJa, BHITIONHSIONINX MUIIECOOPHEIE
(byHKIUU. DTO pyKH KPUHOUICH M OpaxuoOJIBl OCTAJIBHBIX TEITHbMATO30MHBIX
WTJIOKOXXUX, & TAK)KE B 4EM-TO CXOJHAS C HUIMHU W Ba)KHAS I MOHUMAHUS UX
MopdoreHesa «pyKa» CONIOT — cTeOeNbYaThIX UTIOKOXKUX, UCXOIHO HE UMEB-
WX paHaIbHOW CHUMMETPHH.

Pyku 1 6paxnonsl MOTYT OBITH MOP(OIOTHYECKH OYEHb CXOJIHBI, HO PE3KO
pas3nuyaloTcs 0COOCHHOCTSIMU COOTHOIIEHHs ¢ Tekoi (puc. 1). [lomararot, uto
PYKH SBISIOTCS SHIOTEKATBHBIMHA BBIPOCTAMH, B KOTOPBIE 3aXOAUT BHYTPEH-
HSIS TIOJIOCTH TeKH (puc. 1a), a OpaXxuobI IBIIOTCS SK30TeKaIbHBIMH BBIPOCTA-
MH, OTXOASIIUMHU OT TIOBEPXHOCTH T€KU (pHUC. 10) U B KOTOpPBIE MOJIOCTh TEKH

NOKPOBNHbIE
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~
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Puc. 1. Cxema 5HIOTEKaIBFHOTO CTPOCHUS PYK (a) B 9K30TEKaIbHOTO Opaxuod (6).
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He 3axonut HenocpeacTeernHo (Ubaghs, 1978). 1. Cupunkin (Sprinkle, 1973) mo-
IeJ elie JIajiblle, MPEeAoIoKHB, 9TO B Opaxuoiax He ObIJIO pajHalibHBIX aM-
OynakpanbHbIX KaHajoB. Ha 3TOM OCHOBaHMU OH pa3iein BceX cTe0enbyaThix
UTJIOKOKUX Ha jBe Ipynnbl: Crinozoa, Kyaa BXOOUT €AMHCTBEHHBIN KJIACC KpU-
HouJei, u Blastozoa, KoTopeIil 00BEINHSAET BCEX OCTAIBHBIX OBIBITNX IMEIbMA-
TO30MHBIX UTJIOKOKUX. TakuM 006pa3oM, pa3iandne Mex1y TUIeCOOPHBIMHU CKe-
JIETHBIMU BBIPOCTAMH, PyKaMu U OpaxuojaMH, MOCITY KU OCHOBHBIM KpHTE-
pUeM ISt BBIIEIEHUS 3TUX JIBYX MOATHUIIOB M YHHYTO)KEHUS €TMHOTO TIOATHIIA
[EJIBMATO30MHBIX UITIOKOKHUX. [ToaTOMY aHann3 MOpQOIOrHUEecKOro CXOACTBa
U pa3auuuid MEXAy JBYMs TUIAMH IHUILECOOPHBIX BRIPOCTOB U OCOOEHHOCTEH
ux MopQoreHesa SBISICTCS KPUTHYECKH Ba)KHBIM A pa3paboTKu (uiore-
HUH UITIOKOKUX U UX TAaKCOHOMMH, a TAKXKE MO3BOJISIOT MO-HOBOMY B3IJIAHYTh
Ha OSKCTPAKCHAJIbHO-aKCHAJbHYI0 TEOPHUIO TOMOJIOTHH CKEJeTa WIJIOKOXKHUX
Hasuna u Mywu (David, Mooi, 1998).

MOP®OJIOI' sl PYK MOPCKUX JIMJIWI

N OCOBEHHOCTHU NX ®OPMIMPOBAHN A

BHyTpeHHue MArkue 4acTu pyKd B 3HAYUTEIBHON CTENEHHM OXBAaTBIBAIOT-
Csl CKEJIETOM, KOTOPBI COCTOMT M3 OpalibHOH M abopaibHOW yacTed (puc. 2).
AOOpaybHBIN CKEJIET PYKH SIBJISICTCS €€ OMOPOH M MOCTPOCH OJHOPSIIHO WITH
JOBYPSITHO PACIIOIOKEHHBIMU OpaxuasbHbIMHM TaOJIMYKaMU OIHMHAKOBOTO Pas3-
Mepa, COEAMHEHHBIMU MEX1y COO0H MYCKYJIbHBIMH HU/WUJIH JINTAMEHTHBIMH CO-
CIIMHEHUSIMH, OJIarofapst KOTOPBIM OHU 00JIAZat0T MOABHKHOCTBI0. OT KaXk 101
Opaxwuanu, cripaBa WIH ClieBa, MOJKET OTXOAUTD BCET/Ia HEBETBSIIASCS MTUHHYJIA,
MPEICTABISIONAsl COOOH YMEHBIICHHYIO KOO OCHOBHOH BETBH pYKH. Pyku
Y TTUHHYIIBI ¢ OPaJbHON CTOPOHBI MPUKPBITHI IBYMsSI WM OOJIBIIE PsAaMH I10-
KPOBHBIX Ta0JINYEK, Cpelr KOTOPHIX pa3iuyaroT [BA CPEAUHHBIX psiga amOy-
JaKpaJni, KOHTAaKTUPYIOUIUX APYT € APYTrOM 3UI3arooOpasHbIM IIBOM. Mex-
Oy psioM aMOyJlakpajauil U KpasMu Opaxuajiedl HHOT[a pacroyiaratloTcs OJuH
WM J1Ba psija agaMOyilakpalbHBIX TaOnuuek. AMOylakpaibHble TaOIHUKH
1 ajamOynakpaibHble TaOTHUKH PACIONOKEHBI Ha MSTKHUX BBIPOCTAX, JIAeTax,
o KpastM amOyJIaKpallbHOTO KeJIoOKa, CIIOCOOHBIX PaCKPBIBATHCS, MOIHIUMASI
MIOKPOBHBIE TAOIMUYKHM M OTKPBIBAsl PACIIOIOKEHHBIN 110J] HUMH MUIIECOOPHBIH
XKeJ00OK, TTOKPBITHIH PECHUTYATHIM AIUTEITHEM.

HenocpencTeenHo noa numecOOpHBIM KEeTOOKOM B PYKE PACIIOJIOKEH pajau-
aJbHBIN aMOyJIaKpalbHBIA KaHall, OT KOTOPOro, Yepenysich CIpaBa u clieBa, OT-
XOZISIT OTBETBJIEHUS PaJIMajIbHOIO KaHalla B MUHHYJIBI, C IIaroM Ha KaXk10# cTo-
poHe 00BIYHO B JUTMHY ABYX Opaxwmainei (puc. 3). B nnaAyNaX, TakXKe Yepenysich
CIpaBa M ClieBa, OTXOAAT TpUaAbl aMOyJIaKpajbHBIX IIyIajel ¢ IIaroM, Kak
y TIOKPOBHBIX aMOyJakpaibHbIX Tabmuuek (puc. 36). Kaxnas Tpuana cocTOUT
13 JUIMHHOTO, CPEJHEr0 M KOPOTKOro IHiynajiel. JauHHOe nrynanblie ¢ HOMo-
LII0 JTUIIKOTO MyKYycCa yJIaBJIMUBaeT YaCTHUIIbI TUIIH, KOTOPbIE CPEAHUM U MaJIbIM
HrynanbliamMu GopMHUPYIOTCS B TUIIEBOM KOMOK, OTIPABIISIEMbIN B TUTIIECOOPHBIH
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Puc. 2. Ilonepeunoe ceueHne pyku cOBpeMeHHOW Mopckoil nunuu Heliometra glacialis
(mo: MiBaHOB 1 1p., 1946).

JKEITOOO0K, TIe MEpIATETHHBINA MTUTEIINHA TIepeMeracT ero ko pry (Meyer, 1982).

Pyka coBpeMeHHBIX MOPCKHX JIFUIHH MTPEICTABIISIET COOOM CI0KHBIN OpraH,
B COCTaB KOTOPOT'O BXOJSIT MPOU3BOAHBIC BCEX TPEX LIEJIOMOB, HEPBHAS CHUCTEMA,
MOIIHBIE MBIIIIIBI, CKEJIET ¥ TOHAJbI (pUC. 2). DTy CIIOKHYI CUCTEMY OPraHOB
PYKH JIETKO TIPEACTaBUTH KaK BRIPOCT TEKH BMECTE C YACTSIMU BHYTPEHHUX Op-
raHoB. [loaToMy pyku MOPCKUX JTHUIIWNA HA3BIBAIOT DHIOTEKATHLHBIMU BBIPOCTA-
mu (Ubaghs, 1978). O0pamaeT Ha ce0s BHUMaHWE, YTO B TONIEPEYHOM Cpe3e
pyxu Antedon mumiecOOpHBIN KeTO000K U aMOYIaKpabHBIA KaHAll 3aHUMAIOT
HE3HAYMTEIIBHBIH 00bhEeM, TOT/Ia KAK OCHOBHYIO €r0 4acTh 3aHMMAIOT MOII[HEIC
MBIl BO3MOXXHO, YTO Y MHOTMX NaJIEO30MCKUX MOPCKMX JIMJIMH MBILILL
B pyKax He ObLIO, UJTU OHHM OBUIH OYCHB CIIA0BIMHU.

193



cpegHee Bonbwoe a
¥ Wynanbue wynanbue

nanunnet
Manoe
wynansue

amBynakpanbHbIiA

Kanan MYCKYNbHbiE

dubpol

amBynakpanbHbif
KaHan

nepureMansHbIin

Tp1agsl wynaney 6

cpegHee

Bonbwoe

ambynakpansHbiin
KaHan

Puc. 3. PagnaneHelii aMOynakpalbHBIA KaHA U TpUada OIyTaliel] MOPCKOH Jwmn Antedon
B MUHHYIE (@), pyke (6) u cxema ux coornoteHus (rmo: Nichols, 1966).

Hecmotpst Ha To, uTO aMOynakpa bHBIN paauaibHBIA KaHall 3aHUMAaeT He-
3HAYUTENIBHYIO YacTh 00IIero o0beMa MSATKMX TKaHEH PYKH, OH SIBJISICTCS OC-
HOBHOI 4acThIO TOTO OpraHa, Tak Kak 0e3 Hero pyka He cMoria Obl GyHKIIHO-
HUPOBATh B KaYeCTBE MUIECOOPHOTO opraHa. TpHuajsl mIymajer, moo4epeIHo
OTXOJSIIIME OT PaaUalIbHOTO KaHajla CIIpaBa M CJIEBa, YJIABIMBAIOT IMHUIIEBBIC
YaCTHULBI ¢ TOMOIIBIO MyKyca, GOPMUPYIOT MHUILEBOH KOMOK U MEpPENaloT ero
B ITUIIECOOPHBIH kKeJ000K, BeAyInii Ko pTy. C MOMOIIBIO PECHUTUATOTO AITUTE-
JIAS! TUILEBOM KOMOK TOHUTCS KO PTY, YEPE3 KOTOPBIN U IIOCTYIAET B MULIEBAPH-
TENBHYIO cucTeMy. CTAaHOBHUTCSI O4EBUAHBIM, YTO OCHOBHYIO POJIb B ITHIIECOOP-
HOH cucTeMe MIpyIoT HIynajbla aMOyJlIaKpaJbHOTO KaHaja, a MHIIecOOPHBIN
KeJI00OK, TP BCEH €ro BaKHOCTH, JIUIIB MEPEMEIIaeT MHIIEBOH KOMOK B POT.
be3 mynanen amOynakpallbHOH cHUCTEMBl OH (YHKIHUOHHUPOBATH HE MOXKET,
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TaK KaKk caMm HE CMOCOOCH BBUIABIMBATH MUILEBBIE YAaCTUIBI U3 TOKA BOIBI.
OTOT TPUBHAJIBHBIN BBIBOA OYyJIET BaKEH MpPH TOCIEAYIOIMEM PacCMOTPEHUU
Mophosornu ¥ (HyHKITMOHUPOBAHUHH OPaxmoi, XapaKTePHBIX JJISI OCTAIBHBIX
MeTbMAaTO30MHBIX MTIOKOKHX, a TAKXKE JIJIsl TMUIIECOOPHBIX JKEIOOKOB HEKOTO-
PBIX Kapro30HHbBIX UTJIOKOKHUX.

Y COBpEeMEHHBIX MOPCKUX JIMJIUH MUINECOOPHBIN KEI000K BMECTE C paju-
aJIbHBIM aMOyJIaKPaTbHBIM KAHAJIOM, IPOTATUBASICH OT PYK IO TErMEHY, MOIXO0-
JUT HETIOCPEICTBEHHO KO PTY, TJIE painaIbHbIN aMOyakpaIbHbIN KaHAT YXOTUT
K KOJIBIIEBOMY amMOynakpaibHOMY KaHairy. HecMoTps Ha To, 9TO muIiecOOpHBIi
XKeJIOOOK OOBIYHO MPUKPHIT CBEPXY MOKPOBHBIMH aMOYJIaKpaabHBIMH TaOINY-
KaMU, TPOXOJs pauaibHO MEXIy MHTEppaIuaTbHbIMU TaOJTUYKAMU TeTMEHa,
CHU3Y OH OOBIYHO HE MMEET CIEIHATbHBIX BBICTUJIAIOIIMX €0 JHO TaOJIHYeK.
dopmMupoBaHue paHaibHOTO KaHaIa U IEPBUYHBIX aMOyJIaKpaIbHBIX Iy TIaJiell
y KPHHOHIEH TECHO CBS3aHO C Pa3BUTHEM BECTHOYIIyMa U OMUCAHO JJIT MHOTHX
MOPCKHX JIMJIMA B OPUTHHAIBHBIX B CBOIHBIX padorax (MBanoBa-Kazac, 1978;
Engle, 2013; Amemiya et al., 2016; Barrois, 1888; Gislén, 1924; Hyman, 1955).
Hcxoast u3 3TUX onmMCcaHUH, MOXKHO OTMETHTD CIIEAYIOIINE OCOOCHHOCTH (op-
MHPOBAHUS PaJUabHBIX KaHAJIOB, MUIIECOOPHBIX JKEIOOKOB M JAPYTUX OKOJIO-
POTOBBIX CTPYKTYP COBPEMEHHBIX MOPCKUX JUIui. [lapasnensHo ¢ pa3BuTHEM
paauaiIbHBIX HIyTHaniel rugponens GopMupyercs BecTHOYITyM, KOTOPBIA CHa-
Yaja MpeACTaBIsieT coO0H HeOONbIIOe BISTYMBAHNE HA BEHTPAIBHOW CTOPOHE
JTUYUHKH, PAcIoiokeHHOe y Antedon MeX Ty BTOPBIM U TPETHUM PECHUYHBIMHU
KOJIbIIAMH. DTO BISTYMBAHUE CIIE BO BPEMsI MMEJIaruueCKO KU3HH YTy OJIsIeTCS
U pacuIupsieTcsi, 3aXBaThiBasi OPIOIIHYIO YacTh TPETHEr0 PECHUYHOTO KOJIbIIA.
BokoBbie kpast BecTHOyIyMa CXOASITCS M 3aT€M HAYMHAIOT CPacTaThCs C3alH
Briepen. CpacTaHne MOTHOCTHIO 3aBEPIIAETCS BCKOPE TTOCIe TPUKPETUICHUS -
YUHKHU, U BECTHOYIyM NMPUHUMAET (POPMY CILUTFOCHYTOH 3aMKHYTOH ITOJIIOCTH
C YTOJIIIICHHON BHYTpPEHHEH CTEHKOH, THOM, U 00Jiee TOHKON Hapy»KHOW CTECH-
KoH, cBosioM (puc. 4a). Bckope mocie 3Toro Ha qHe BecTHOYJIyMa oOpa3yeTcs
BIISTYMBAHUE, PACTYIIEE 10 HAMIPABICHUIO K BCTPEYHOMY BIISTUMBAHUIO 3a4aTKa
KHIIKH, IpopacTtas uepe3 GopMupyromieecs: KOJIbI0 FUAPOLEs, HMEIOIIEro Ha
9TOM cTanuu emie GopMy TMOIKOBBL. BrINsiunBaHWMe THA BECTHOYITyMma cpacTa-
€TCs C BBINISTYMBAHUEM KHUIIKU U 00pa3yeT IKTOAepMalIbHbIN MUIIEBO/I, BOKPYT
KOTOPOTO TOJIKOBA THUPOIEIIS 3aMBIKASTCS B aMOyIakpaibHOe Kobilo. OmHO-
BPEMEHHO BECh KOMILIEKC 3a4aTKOB OPTaHOB MMOBOPAaYMBACTCS TAKMM 00pa3oMm,
YTO BECTHUOYIYM OKa3bIBAETCS HA BEPXHEM, OBIBILIEM 3aJIHEM, KOHIIE JIMUNHKH.
BepTukanbHblil Me3eHTEpUH, pa3iestoIIUi paBblid U JEBBII cOMATOLEIN 3a-
HHAMaeT TOPU30HTAJIBHOE TTOJIOKEHHUE, JIEBBII COMATOIEIh CTAHOBUTCS Opajb-
HBIM, TIPaBBIi, TEMEPh PACIOIATAONINNCS O] JIEBBIM, 3aHMMaeT abopalibHOe
noyiokeHue. B pesynpraTe BOBHUKAET HOBAsl, ”THBEPTUPOBAHHAS 10 OTHOIICHUIO
K JTUYMHOYHOM MepeiHe-3a/IHsIs OCh Tela, YTO, BUJUMO, MOTJIO IIPUBECTH K pac-
TMIOJIOXKEHMIO TTepeTHIX XOKC-TeHOB B 0OpaTHOM mopsiake (Poxxuos, 2012).
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Puc. 4. Cxema GpopMHUpOBaHUS IMEPBUYHBIX aMOyJIaKpalbHBIX LIyTaliel] B BECTUOYIyME Y
MOPCKHUX JIMJIUIL () ¥ PEKOHCTPYKIHS MX MOSBJICHUS HEMOCPEACTBEHHO HA MOBEPXHOCTH JIU-
YUHKH B TIEPUCTOMATBHOMN 001aCTH Y OJIACTO30HHBIX UTIIOKOKUX ().

Ha ruapornene oOpa3yeTcst ATk JONACTEH, Kaxaas U3 KOTOPBIX pa3les-
€TCsl Ha TPH JIMBEPTUKYJIA, KOTOPHIC BBIMSYUBAIOT MEPe]] COOOW JTHO BECTUOY-
JyMma, 06pa3y;1 IIATH TPYNIT 110 TPpU HIyTIajblia, 3aKJIOYECHHBIC BHYTPHU ITOJIOCTHU
BecTuOyyMa (puc. 4a). [To 60kam ka0 U3 3TUX TpUAI IIyTHajel, cpeaHee
M3 KOTOPBIX 3aHUMAET PaJHaIbHOC TIOJIOKEHHE, MOSIBIISICTCS 10 Iy abIly, TaAK
YTO TpHAJla MpEeBpallaeTcs B MEHTAAy U O0IIlee YUCIO NIYIMaliel] CTAHOBUTCS
paBHBIM 25. Ha Gonee mo3aHei ctauu OT 3TUX JIBAJIATH MSATH NIYITaJel] 0CTa-
I0TCSl TOJIBKO IATh, 3aHUMAIOIIUX paluaibHOe MojokeHne. OcTaibHbIe ncue3a-
1oT. [IpuMepHO B 3TO e BpeMs CBOJ BECTHOYIyMa pasleisieTCs MAThO pajiu-
AJBHBIMU TPEIIMHAMU Ha MATh JIONACTEH, Ha KaXKJJOH M3 KOTOPBIX pPa3BUBACTCS
opanbHas Tabnuuka ckeneta. OpalbHbIC JIOMACTH PA3JBUTAIOTCSA M IIYNAabla
OKa3bIBAIOTCS CHAPYKU. MeEXly OpajibHBIMH JIONACTSIMU BO3HUKAIOT 3a4aTKU
PYK B BHJIE PaJHAIBHBIX BBIPOCTOB II0 Kparo Yalledyku. B HUX BpacTaroT mpo-
JOOJIKCHU S OpaJIbHOT'O 1 a60paHbHOFO [ICJIOMOB U ITATH OCTAaBIINMXCA NEPBUYHBIX
pajMaibHBIX HIyMalell, KOTOPbIe Pa3BUBAIOTCS B pajalibHbIC aMOylIaKpalib-
HbIC KaHATBI. PaHee 3a4aTKOB PyK MEX/y OpallbHbIMU TA0JIIMYKaMHU CKeJleTa 1o-
SIBJISIFOTCS PaJINAIbHBIC CKEJICTHBIC TAOIMYKH U KaK MX MPOJODKEHHE TIePBBIC
Opaxuanu. OHU NOAACPKUBAIOT (POPMUPYIOIIHUECS PYKH.

Pyku pactyt BMecTe ¢ MOJACPKUBAIONIUM HUX CKEJIETOM, a OPAJIbHBIC JIO-
MacTH BMECTE C OpajbHBIMH Tabmuukamu aTpodupytorcs. Han paguaisHbiMu
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Puc. 5. TIoaHOCTBIO 3aKPBITHI TErMEH Y JAEBOHCKOH aucrapuaHoi kpuHouaen Haplo-
crinites mespiliformis (@) (mo: Springer, 1926) u opajibHbIC TaOJUYKHU, TOKPHIBAIOLIHE TEIMCH
Y B3pOCIIOi cOBpeMeHHO# Mopckoii tunuu Hyocrinus (0) (mo: Breimer, 1978).

KaHaJIlaMH MOSIBJISIIOTCS BEAYIIHE KO PTY MUILECOOPHBIC JKEIOOKH, BRICTIAHHBIC
PECHHUTYATHIM SMUTENINEM. ITH PaIHAIIbHO PACTIONOKEHHBIE KEIOOKH pasiens-
0T OPJIBHYIO YACTh YallleUuKH, TETMEH, Ha MATh HHTEPPaIUATIbHBIX CErMECHTOB.
W3 mpuBeneHHOro BhIlIE OMUCAHUS (OPMHUPOBAHUS B OHTOTEHE3€ MPUOPaTh-
HOT'O PEerHOHA KPUHOMJICH CIIeyeT, YTO TErMEH COBPEMEHHBIX MOPCKUX JIHIIHM
MpeacTaBisgeT COO0 MPOU3BOIHOE JIHA BECTHOMIYMa, HApy)KHAask 4acTh KOTO-
poro, cBOJI BecTHOyIyMa, TIOCHE pa3JliesieHHs] TPEIIMHAMU Ha ISITh JIoTacTel
U PACKpbITHS, aTpoQUpPyeTCS BMECTE C OpaTbHBIMU TAOJIHYKAMHU.

Ho y MHOrux maneo30icKiuX MOPCKHUX JIMJIUN U HEKOTOPBIX COBPEMEHHBIX
OopaibHbIC TAOIUYKH HE aTPOPUPYIOTCS, a, CAMOCTOSTEILHO U BMECTE C APY-
FUMU Ta0JIMYKaMH, O0Opa3yrT CBOJ, IOJ KOTOPBIM IIPOXOJSAT MUIIECCOOPHBIC
KeJIOOKM BMECTE C pajuaibHbIMH aMOyJIaKpalbHbIMU KaHaJIaMU. DTH JKEJI00-
KM 3aXOJSIT JTMOO MO COMKHYTBIN CBOJ| OpalibHBIX TaONWYeK, KaK, Harpumep,
y nmaneo3oiickoro Haplocrinites, 1100 mpoxonaT MeX 1y OpabHBIME Ta0INYKaMHU,
MPHUKPBITHIE CBEPXY MOKPOBHBIMH TAOIUYKAMH, KaK Y COBPEMEHHOU MOPCKOif
munun Hyocrinus (puc. 5). Ilox xemoOkamMu cKeleT OOBIYHO OTCYTCTBYET.
Ho ecTb u uckTH0UYEHU S — THOOKPUHUJIBI M IPOTOKPUHUIBI.
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Puc. 6. T'ubokpununns mopckas nunus Hybocystites: cxema pacmpocTpaHeHHsT aMOyia-
KpaJbHBIX KaHAJIOB 10 MOBepXHOCTH yamedku (a) (mo: Sprinkle J., Moore R.C. 1978) u termen
¢ paJuaIbHBIMU KeJ0O0KaMu, BUJ cBepxy (0) (mo: Springer, 1911).

Y TruOOKpUHUI MHIIECOOPHBIN KEITOOOK TMOAXOAUT KO PTY HaJl TETMEHOM,
ONHUPAsCh HA CHEHUAJBHBINA CKEJEeT W3 JIBYPSAHBIX TAOIMUYEK, BBHICTHUIIAIOMINX
JTHO aMOyJnaKpa, a paaualbHbIi aMOylaKpalbHbBII KaHaT HIET K aMOytakpaib-
HOMY KOJIBILY TOJI TerMeHOM. [InimecOopHBbIi kKeI000K, HaYMHAsICh HETOCpel-
CTBEHHO Y pTa, COeAUHSCTCS ¢ aMOyIaKpalbHBIM PagualbHbIM KaHAJIOM B €~
HYIO PYKY HEMOCPEICTBEHHO OJHM3 ee Havalia, TaM, TJe OHa OTXOMAHUT OT TEKH
MeXIy abOopajbHON YamIedKod M TEeTMEHOM. DTO XOpOLIO BHIHO, HAIIPHMED,
y opnoBukckoro Hybocystites (puc. 6), Ha uto 0OpaTui BHUMaHue CIPHHKI
(Sprinkle, 1973). Y npoToKpuHH I TUIIECOOPHBIH 5KeJI000K HE TOJIBKO B TETMEHE,
HO M B pyKaX C UX CKEJIETOM U3 OHOPSAHBIX OpaxuaibHBIX TA0IWYEK HETTOCpe -
CTBEHHO OIMPACTCs Ha CIeMaIbHbIC BBICTHIIAIONINE THO aMOyJIakpa TaOIMIKH.
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Puc. 7. Cxema pacriojoKeHus pajnaibHOro aMOyIakpaabHOrO KaHala B MULIECOOPHOIT
cucteMe y 0J1aCTO30HHBIX HIVIOKOXKHUX, Oa3aIbHBIX M IepUBATHBIX KprHouaeH (1o: Guensburg et
al., 2010) u mpemTaraemasi 31€Ch HHTEPIPETALIUS.

(Guensburg et al., 2010). B nomoctu Mexy 3TUMHU TaOIWIKaMy ¥ Opaxwuas-
MU MPOTATUBAINCH, OYEBUIHO, BEIPOCTHI TPABOTO U JIEBOTO LIEJIOMOB H JIpYTHE
CHCTEMBI OpraHoOB, B TOM YHWCIIC W paJHalbHBIH aMOyJlaKkpajdbHBIA KaHaJ.
OO0 >TOM CBHUIETENLCTBYIOT MOPHI MEXKIY BBICTHUJIAIONIUMH JTHO aMOylIaKpoB
TaONMuYKaMyu. DTH TOPBI, BUIMMO, CIYKHMIIH JJIs BBIXOJA IIyIaJiell pajnaib-
HOT'O KaHaJia B MUIecOOpHbIe KaHAIbI (puc. 7).

CPABHUTEJIBHA I MOPOOJIOT' S PYK 1 BPAXHNOJI
BbpaxuoJsi

Bpaxuonbsl OTXOAST OT NHUIIECOOPHOrO IKEI00Ka, MPOTATHUBAOLIETOCS
IO TIOBEPXHOCTH CKelleTa TeKU. B MecTe 0TX0XkIeHUsT OpaxHOJIbl pacioiaraeTcst
(haceTka I €€ MPUKPETJICHUS, U MTOAXOAIINHA K HEH MUIIEeCOOPHBIH KEeIT000K
MPOTATUBACTCS IAJbINE B0 OPaxuosbl. Bpaxuossl MOYTH BCEria By psIHbBIC,
MTOCTPOSHHBIC YEPEIYIOIUMUCS CIIpaBa U CIeBa OpaxUOISIPHBIMH TA0JIMUYKAMH,
00pa3yoUMHU KaHa JIJIsI OMOPBI MUINECOOPHOTO kKeJI00Ka, IPUKPBITHIN CBEPXY
TTOKPOBHBIMHA Ta6J’II/I‘IKaMI/I, TOXEC ABYPAAHBIMH, MHOrJa C NOIOJTHUTCIbHBIMHU
psAnaMu TaOJIUYEK MEXy OCEBBIMH PSIAMU U KpassMHU KeJIo0ka (puc. 86).
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Puc. 8. [lunHynsAnus y kaMeHHOYTOJIBHON Mopckoit i Miatschkovocrinus trautscholdi
Uy OpAOBHKCKOI napakpuHounen Achradocystites sp. (00w BU OpaxUOIIBI ¥ ICTATb CTPOCHHS).
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OTcyTCcTBUE Y BCEX OJaCTO30HHBIX MIJIOKOKHX CIEI[HATIBLHOIO OTBEPCTHUS
JUTSL BBIXO/Ia aMOYJTakpalibHOTO KaHalla U COCJMHEHUS ero ¢ aMOylaKkpaibHbIM
JKEIT0O0KOM a0 Bo3MokHOCTE CripuHKITy (Sprinkle, 1973) mpenmonoxuTh, 9To
y HUX B MUIIECOOPHBIX KeToOKaxX 1 OpaxHoyiaX OTCYTCTBOBAJ PaiuaIbHbBIN aM-
OynakpanbHbIi KaHa. [1o ero MHEHHUIO, B TIOIB3Y TAKOTO MPEATIOJIOKEHUS TOBO-
PUT U OYCHb MaJIeHbKasl TJTyOnHa MUIecOOpPHOTO Kanaia. Ho eciiu Mbl mocmo-
TPHM Ha CTPOCHHE PYKH COBPEMEHHOW MOPCKOH JINJIUH, TO YBUUM, YTO OOJIb-
Y 4aCTh PyKHU 3aHUMAKT MYCKyJbl. [I03TOMYy IpM OTCYTCTBUM MYCKYJIOB
B THIHYHBIX Opaxuoyiax COOTHOIICHHUE Pa3MEpPOB JIUAMETPOB OITOPHOTO CKelle-
Ta, MUIIECOOPHOro XKeloOKa U pauaIbHOr0 aMOyIaKpaJIbHOIO KAHAIOB Y PYK
1 OpaxuoJ BIIOJIHE COITOCTABUMO.

B nro0om ciydae, y 071aCTO30HHBIX UTJIOKOXKUX MUMEETCS THAPONOpa, CBU-
JETENBCTBYOMAs O HAIMYUU Y HUX aMOyJIaKkpaJbHOTO KOJbIA, OT KOTOPOro
JOJKHBI OBITTM OTXOAWTH paJUaIbHBbIe KaHAJbl, (OPMHUPYIOIIHAE IIYTabIa.
OTH niynanbiia JOJKHBI ObIITU BEIXOJAUTH HAPYXKY. EAMHCTBEHHBIM BOZMOXHBIM
MECTOM JIJIsl BBIXO/Ia TICPBUYHBIX IIYMAaJell HApyXy Y OJaCTO30MHBIX UTIIOKO-
YKUX MOTJIU OBITh OJNVDKaMIIMe OKPECTHOCTH pTa y Hadaja MUIIECOOPHBIX Ke-
J1I00KOB. B 3TOM Cily4yae HET HUKaKMX OCHOBaHUH IOJIaraTh, YTO OHH HE MOTJIH
MPOTATUBATHCA Jlajiee B MUIIecOOpHbIe xkenoOku. bonee Toro, Hannuue nrymna-
et ¢ aMOyTakpaTbHBIM KaHAJIOM BHYTPH ITHIIIECOOPHOTO JKeJI00Ka JOKa3hIBACT
Mop(hodyHKIIHOHAIBHBIN aHAIIN3.

JlefiCTBUTENBHO, €CITM HET aMOyJIaKpaTbHOTO KaHalla, TO HET U OTXOJSIINX
OT HEro IIynaJell, C TOMOIILI KOTOPBIX KUBOTHBIC MOTJIH ObI YJIABJIIMBATH ITH-
HIE€BbIC YaCTUIIbI. Torna OCTAaCTCA NPEAINOJIOKUTD, UTO 110 HI/IHICC60pHI)IM KaHa-
JlaM TIOATOoHAJIaCh BOAA € MUIICBBIMHA YaCTULIaMU, TAC Y pTa OHU MOTJIN OBl OT-
(UITBTPOBBIBATHCS € TOMOIIBIO, HAITPUMED, OKOJIOPOTOBBIX Iitynasern. Ho B aTom
cily4ae JTOJHKHO OBITh YCTPONCTBO ISl OTBOJIA BOJIBI MOCIIC €€ MPOIICKBAHHUSI.
Ho Taxoro ycrpoiicta HeT. [loaTomy dyHKIIMOHMpOBaHUE Opaxuoi 0e3 paau-
aJBHOTO KaHalla C €ro IyINajbl[aMH, BBUJIABIMBAIOIIUMU ITHINEBbIC YaCTHIIbI
U3 TOKa BOABI, HCBO3MOKHO. HOBTOMy HCT OCHOBAaHUA IJIA IPCAIOJOXKCHUA
00 OTCYTCTBUH IMOIHOICHHOT'O PaJUaIbHOI0 aMOyIaKpalibHOrO KaHana B Opa-
xuonax. [Isi ero coeuHEHUs ¢ MUIICCOOPHBIM JKEIOOKOM HMMEETCS TOJIBKO
EIMHCTBEHHOE MECTO HEMOCPEACTBEHHO BOKPYT pTa. DTH PACCYKICHUS MPH-
BOJISIT K 3aKJIFOUEHUIO, UTO paJMajbHbIN aMOyIaKkpadbHBIM KaHa y 0JacTO30M-
HBIX UIJIOKOXXHKX MOT" BBIXOAUTH Ha IIOBEPXHOCTDH TEKU TOJILKO HEIIOCPCACTBCHHO
OKOJIO PTa B MEPUCTOMHOHN 00JACTH, TIOCIIE Yero MPOTATUBAJICS M0 HApPy KHOU
MMOBEPXHOCTU TEKH U MIEPEXOINUII B OpaxHoJIbl.

BpaxwnonpHas mumecOopHas cucTeMa MOXKET OBITh 10 CIIOKHOCTH (BETBJIC-
HUI0, HAJTUYHIO MUHHYISIWN) CpaBHUMA (pHC. 8) C CUCTEMOU PyK KPHHOMEH
(Sprinkle et al., 2011). [ToaTomy, A OOECIICUCHUH POCTA W KHU3HEEATENb-
HOCTH OpaxHONBHON CHUCTEMBI B HHMX, KPOME paJHalbHBIX aMOyIaKpalbHBIX
KaHaJIOB, XOTs OBl O/IlHa M3 HEPBHBIX CUCTEM, a TAKXKC HCIIOMHUYCCKUEC U KPOBC-

201



HOCHBIC KaHaJIbl OJId MIUTAaHUA MAT'KUX yacTel 6anI/IOH, a TaK>XKE CcIienuajJabHast
MEC3CHXMUMHAasd TKaHb IJIA MOCTPOCHUSA CKEJICTA. Tonkue MMpOAO0JIbHBIC KaHAJIbI,
MIPOTATHUBAIONINECS TI0 ITHY CKeJIeTa KeIoO0Ka Opaxroil y HEKOTOPBIX OJIacTo-
30#, OMTBEPKIAOT ATOT BBIBOA. [109TOMY OOBSICHEHUE CXOJICTBA U Pa3IIUIHit
MKy OpaxUOIbHOW CHCTEMON OJaCTO30WHBIX HITIOKOXKUX M CHCTEMOM pyK
KPUHOUJICH CIIEyeT UCKATh HEe CTOJBKO B HATUYHMH MU OTCYTCTBUU Y HUX TE€X
WJIM UHBIX 3JIECMEHTOB MSATKUX TKaHEH, CKOJIBKO B UX MOp(OreHese.
CpaBHeHue pyK 1 OpaxuoJ

Mopdonoruuecknt pyku U OpaxHoiibl MOTYT OBITH BecbMa cXOAHBL. U Te,
U APYTHE MOTYT ObITh OTHOPSIHBIMHU U JBY PSIAHBIMH, MOT'Y T OBITh BETBSILLIUMUCS
U HE BETBUTHCS, UMETh MMHHYJBI U ObITh Oe3 muHHYN. Ho akuenTtsl B Mopdo-
JIOTMYECKMX OCOOCHHOCTSIX, YAaCTOTa B MX MOP(OJIOrNYECKOM CIICKTPE pasHBbIE:
TO, YTO OOBIYHO JUISl PyK KpuHOHUAEH, B MOpdosioruu OpaxuonbHON muiiecoop-
HOW CHCTEMBI SIBJISIeTCS HeOObIYHBIM. Hampumep, MUHHYISIUS XapaKTepHa JJIst
MHOTHX MOPCKHX JIMITUI B PEJIKO BCTPEUAETCs CPEIH OJIACTO30MHBIX UTTIOKOKHX.

Paznuuus Mexy HUIMH 3aKJII0Yar0TCA, IIPEKIE BCErO, B UETHIPEX BaXKHBIX
ocobeHHOCTSX: 1) aMOynakpaibHBIH pajvaibHBIA KaHal y Opaxuoyl Ha BCEM
MPOTSKEHUU SIBJISICTCS BHELTHUM 10 OTHOLICHHUIO K CKEJIETY TeKH, TaK KakK Ipo-
XOIIUT CHApy>XHM TEKH, MPOTATUBASCH 10 €€ MOBEPXHOCTH (pHc. 16). Y pyk oH
SIBJISIETCS BHYTPEHHUM, TaK KaK IPOXOIUT IO/l TETMEHOM JI0 MECTa BXOXKJICHHS
B pykH. Kak mokasbIBaeT CTpOCHHE PyK OPIIOBUKCKHUX MPOTOKPUHU]I, paHalib-
HBIM KaHaj B PyKax MOI ObITh HCXOJHO BHYTPEHHHUM, PACIOIArarolUMCs 01
BBICTHJIAFOIIMMH JTHO aMOyItakpa Tadnmakamu (puc. 7). 2) B Opaxuonax He ObLITO
TOHaJ U MPOAOJIKEHHMsI TIOJIOBOTO TsDKA, TOTZA KaK y MOPCKMX JIMJIUI TOHaga
ObL1a B pyKax WiIv MUHHYJAX, XOTs, BO3MOXKHO, y TTaJIC030HCKUX KPUHOUICH OHA
pacronaraiach B HHOM MECTE, BO3MOHO, B aHAJIBHOM MEIIIKe, TECHO CBSI3aHHOM
B CBOEM IIPOUCXOXICHUH ¢ oTBeTBIeHHEeM pyku C. OO0 3TOM pa3iauvuul CBU-
JETEIbCTBYET IPUCYTCTBUE CIIELUATIbHON TOHOIIOPB! y 07aCTO30HHBIX UIJIOKO-
KHUX U €e OTCYTCTBHUE Y KpuHouaeH. 3) McxoaHas 1By psIHOCTH OMIOPHOTO CKe-
neTa Opaxuosl KOHTPACTHPYET C MEPBUYHON OIHOPSIAHOCTBIO PYK KPUHOUACH.
4) CpenHuii fuaMeTp MUIIecOOPHOro KeJl00Ka MOPCKUX JIMJIUM OOBIYHO 3HAYH-
TEIbHO OOJIBIIE, TIOYTH Ha TIOPSIOK, TAKOBOT'O KPUHOHUACH. ITO MOTIIO OBITH CBSI-
3aHO C IPUCIIOCOOJICHUEM K TUTAHUIO 00JIee MEIKUMU MTHILIEBBIMU YaCTHIIAMH.

Yeptsl cxoacTBa B MOpGOJIOTUU PyK M Opaxuoi MOKHO OOBSICHUTH €AMHON
MOZEJIBIO MX POCTA, OCHOBAaHHOM HAa HCXOHOM OpraHu3yIoLIel poiy paauaibHO-
ro aMOyJnakpaabHOTO KaHalla, a pa3inins — OCOOCHHOCTSIMHU Pa3BUTHS 3a4aTKOB
amMOyJIaKpajJbHOTO KaHaja, BeCTUOylyMa U TerMeHa B OHTOTCHE3e 10 OTHOIIEC-
HUIO JIPYT K IPYTY U pa3BUTHUIO CKEJIETa TEKH, TIPEXKJIE BCero, Bo BpeMenu. [lepe-
MEILEHHUE TOHA/bI U3 HOJIOCTU TEKH B PYKH MOIJIO OBITH OOYCIIOBJIEHO IepeMe-
LIeHUEeM OyTyIInX MOJOBBIX KJIETOK U3 OCEBOI'0 KOMIUIEKCA B PyKH CHavaja JJist
BBIXO/1a MOJIOBBIX MTPOAYKTOB Yepe3 HUX HapPYiKYy, & IOTOM U JUIsl CO3PEBaHUSL.
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MopdodyHKIIMOHATEHOE COSAMHEHNE PaJHaIbHOTO aMOyJIaKpalbHOTO Ka-
HaJia M MAIIecOOPHOro XKeI00Ka MPOU30IIII0 Ha PaHHEH CTa K 3BOJIOIHOHHOTO
Pa3BUTHS UIVIOKOKUX M OMPENENSIIOCh, BUAUMO, JOMUPYIOIIEH POIIBIO H MOJE-
JIBIO pa3BUTHUS aMOyJIaKpaJbHOIO PaJUalIbHOrO KaHaua. JlpyruMu clioBaMu, Bce
UCXO/IHbIE 0COOCHHOCTH PYK KPUHOUICH M Opaxuoil OCTaJIbHBIX MEJIbMaTO30M-
HBIX UTJIOKOXKHUX, BKIIIOUAsi Pa3BUTHE CKEJIETa, OPTaHU30BbIBAINCH MOJIENBIO Pas3-
BUTHS paiiaIbHOr0 aMOyJIaKpaIbHOIO KaHala, KOTOPBIH B TEPMHUHAX OHOJIOTHH
Pa3BUTHS MOXXHO Ha3BaTh SMOPHOHAIBHBIM WHIYKTOPOM, WM OpPraHN3aTOPOM,
HHAYLHPYIOLWIMUM Pa3BUTHE PyKH. PaccMoTpuM 3T0 nonoxkeHue noapoOHee.

®EHOMEH SMBPUOHAJILHOM MHTYKIIHN

OMOpHOHaJIbHAST WHAYKIUS XOpOIIO H3ydeHa Ha aM(puOusax, HadyuHas
¢ pador IlInemana, 1 moapoOHO pacCMOTpPeHa BO MHOI'MX COBPEMEHHBIX CIIpa-
BOYHHMKAX W PYKOBOJACTBax mo Omonorum passutus (benoyco, 1993; Gilbert,
2010; Wolpert, Tickle, 2011). [Tog sMOpuoHanbHONM HHAYKLIKEH B 3THX paboTax
MOHUMAETCS MPOLEecC BO3ACHCTBHS OTHONW 3MOpPHOHANBHOW OOJNIACTH Ha JApY-
I'yI0, pearupyIomyr o0JIacThb, B Pe3yjbTaTe KOTOPOTO IMOCICIHSSI MEHSeT Ha-
npasiieHUe cBoero Mopdorenesa u auddepenuuposku. lllneman, BoISIBUBIIHI
3TOT mpouecc y aMpuOuii, UCTI0Ib30Bal TEPMUH HE HHIYKLIUH, a OpraHU3aluy,
a MHIYKTOP Ha3blBaJl OPraHU3aTOPOM, MM OpraHu3aluoHHbIM 1eHTpoM (Gil-
bert, 2010). Kak nokasann pa3HooOpa3HbIe OMBITHI 10 MEPecagKe HHIYKTOPA,
HE KaXkJas TKaHb cocoOHa pearnpoBaTh Ha MHIYKTOP, & TOJIBKO SMOPHOHAIb-
HBI MaTepual, odnaaaromeid komnerenuei. [lox Helt MOHUMAIOT CIOCOOHOCTD
SMOPHOHATIFHOTO MaTepHalia OTBEYATh HA Pa3IUYHOTO POJia BIUSHUS U3MCHE-
HHEM CBOEH MPEe3yMITHBHON CYIHOBI.

Cpean MHIOYKTHBHBIX B3aMMOAEHCTBUHN pas3jinyaloT [Ba IJIaBHBIX cHoco0a,
WHCTPYKTUBHBIN U iepmuccuBHbIi (Benoycos 1993; Gilbert, 2010). [Tpu nnctpyk-
TUBHOM MHIYKIMH CUTHAJ U3 HHIYIHUPYIOIEH TKaHW HEOOXOAUM IS aKTHBALIUH
COOTBETCTBYIOIIIETO T'€HAa B pearupyromieil 00mactu, 6€3 KOTOporo oHa He OyaeT
g depeHITMPOBaTHECA B HEOOXOAMMOM HarpaBiieHHH. [Ipy mepMUCCHBHOM B3a-
HMMOJEHCTBUM pearupymouas TKaHb YK€ roToBa K ITUPQEepeHIUpPOBKE U KAET
JUISL €e Hayasa TOJbKO CHTHAJIa U3 OKPY’KAaIOIeH cpelbl, 4YTOOBl MOATOIKHYTh
KJISTKH OTBEYaIoLIed TKaHu Ha 3TOT myTh Auddpepenuuposku (Gilbert, 2010).

MOKHO TIPEATIONIOKUTE, YTO HHAYKIUS B UCTOPUIECKOM Pa3BUTHH TEPBO-
HadaJabHO OBblJIa HHCTPYKTUBHOM, a €€ POJIb HA OTOH CTaJAWU 3aKJII0Yanach, BU-
VMO, B OPTaHU3allU1 COIJIACOBAaHHOTO U IOCJIEA0BATEIbHOIO Pa3BUTHUS YaCTEH
OpraHu3Ma MJIM 3a4aTKOB OpPraHoB, 00JaJaloluX CBOMCTBAMU MOXYJISPHOCTH.
[TosTOMYy MOXHO MPEnNoI0KHTh, YTO MCXOIHO PAa3BUTHE pPaJHMalbHBIX KaHa-
JIOB TUIPOIIETISl HABSI3bIBAJIO COOCTBEHHYIO MOJICIIb Pa3BUTHUS OKPYIKaBIIUM €T0
CTPYKTypaM, MPEXJe BCEro, OMOPHOMY CKENETy M ONPENesio MHOTHE OCO-
OeHHOCTH WX pa3BUTH. JIJIsl 3TOr0 TKAHU BO3HHKAIOIIETO OMOPHOrO CKeJeTa
JIOJDKHBI OBLTH 00J1a1aTh COOTBETCTBYIOIICH KOMIIETEHITHEH, TO €CTh CIIOCOOHO-
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CTbIO IPABUJILHO PEArUPOBaTh HA MOCHIJIAEMbI€ CUTHAJIBL. Takoil KOMIETEHIIUEN
Ha paHHHUX dTanax pa3BUTHSA MOTJIM 00J1afaTh caMble pa3Hble PeTHOHa CKeJeTa,
Ha KOTOpBIE MOTJIa ONMHUPATHCS aMOyJIaKpaibHast CHCTEMa, 9YTO MBI MOXKEM BH-
JIeTh MTPU HEOOBITHOM pa3pacTaHUU MUIIECOOPHOTO Kelo0Ka Ha HECBONWCTBEH-
HBIE ISl €T0 PACIIOJIOKEHUS PAOHBI CKeIeTa, HallpuMep, Ha cTe0eib Y HEKOTO-
pBIX THOOKPUHH]I M TIapaKpUHOUACH. B nanbHelIeM pa3BUTHE CKEJIETa MOTJIO
ObITH OOJiee aBTOHOMHBIM, 8 MHAYKIIHS U3 IUPEKTUBHON CTaHOBUJIACH IEPMUC-
CUBHOU. Buanmo, moaTomMy B pa3BUTHH MHOTHX COBPEMEHHBIX KHUBOTHBIX, KaK
otMmedaeT bemoycor (1993, c. 203), «OONBIIMHCTBO WHAYKIIHOHHBIX TTPOIIECCOB
[IpU OPraHOreHe3ax OTHOCAT K KaTErOpUU NEPMUCCUBHBIX MHIYKLHM, T.. Ta-
KHX, TJIe HHAYKTOP OCYIIECTBISET JHUILb 3aIyCK TOro AuddepeHInpOBOYHOrO
npoliecca, KOTOpBIH 3apaHee MPEeAOoNpeesieH CBOMCTBaMHU caMOM MHIYIUpYe-
Mol TkaHmy». Vicxozst U3 MpeanonokeHns: 00 OpraHu3yIonield poiu B pa3BUTHH
CKeJleTa paJinalibHOro aMOyJIaKpaIbHOTO KaHajla, MOJKHO BBISIBUTH YEPTHI CXO-
CTBa U Pa3JIMUMil B MOACISIX U BO3MOXKHOCTSIX POCTa U 3BOJIIOLMOHHOIO pas-
BUTHS PyK U Opaxuod, a TakyKe 000CHOBATh MOJIETh TIepexosia OT OpaxHOIbHOM
MUIIECOOPHON CHCTEMBI K KDHHOMIHON CHCTEME, OT OpaxHoJl K pyKaMm.

CPABHEHUE MOJEJIN POCTA AMBYJIAKPAJIBHOI'O
PAJIMAJIBHOI'O KAHAJIA, CKEJIETA PYK 1 BPAXUNOJI

AMOynakpanbHbBI pajualibHBI KaHaJl y KPUHOHMJEH MMEET alHKaJbHYIO
30HY pocTa U3 AUACPMATBHBIX KJIETOK. OT 3TOH 30HBI, IOOUEPETHO CIIpaBa U clie-
Ba, OTBETBJISAIOTCS TPUA/IbI LIyNaJiel. PsaoM ¢ kax 101 Tprua o 1ynaiel Ha Kpato
HATIECOOPHOTO KEJTOOKA TOSBIISIFOTCST CKJIAIKU MMATEITUATBHON TKaHH, JIATICTHI,
HECyIIHe TIOKPOBHYIO aMOyIaKpaJbHYI0 TaOMWYKy (MHOTIAa W amamMOyiIaKpalb-
Hy10). TakuM 00pazoM, pacroioKeHHe MOKPOBHBIX aMOyJaKpalbHBIX TaOIHYeK
COOTBETCTBYET PACIOIOKESHHUIO TPHAJ LIYyTIANel U MOJCIU Pa3BUTHS PaIuabHO-
ro kanaja. OMHOBPEMEHHO MOSIBIISIOTCS OHOPSIHBIE Opaxuaiii, Ha MPOTSKEHUH
Ka)/IOW M3 KOTOPBIX PacroiaraeTcsi HECKOIBKO, TPU-YETHIPE, TPUa| Iy TIaJell.

Y coBpeMeHHO# Mopckol Jmmu Antedon, HAYWHAS C CEIBMON-BOCHMOM
Opaxuaiy TOSBISAIOTCS MUHHYJBL. 3aTeM NMUHHYIBI TMOSBISIOTCS W Ha Oonee
MPOKCUMAJIBHBIX Opaxualisax. Takoil MOpsIOK IMOSIBJICHHS MUHHYJ B IPOKCH-
MaJbHOM YacTH PyK MOXKET CBHJAETENHbCTBOBATH O TOM, YTO HEKOTOpbIC WIy-
najblia, 0 OJHOW U3 JAMCTAJBHBIX HA KaXKJOW Opaxwaiiv, MOTYT pa3BUBAThCS
B IIMHHYJIBL. B M0JIB3y TAKOTO MPE/NOI0KEHHS CBUACTEIbCTBYET TAKXKe U Ooliee
MO3/THEE PAa3BUTHE CIIENHATN3UPOBAHHBIX TUHHYI HA TETMEHE.

BetBiieHne pyk MOXET MPOUCXOAUTH TEPMUHAIBHO, Pa3/IeIeHUeEM 30HbI PO-
CTa Ha JIBE, MJIK Pa3BUTHEM yiKe CHOPMUPOBAHHBIX TMHHYJI B HACTOSIIY IO BETBb
PYKH, HECYLIYIO HOBbIC THUHHYJIBI.

Oco0eHHOCTH pOCTa U BETBIICHUSI PaHalibHbIX aMOyJIaKpaIbHBIX KaHAJIOB
Y MOPCKMX JIUJINM, KaK U Y IPyTUX UTJIOKOKHUX, MOXKHO pacCMaTpPUBATh KaK MO-
JIeJTb, OPTaHU3YIOMIYIO Pa3BUTHE aKCHAJIBHOTO CKEJIeTa, a 3aTeM U HEKOTOPHIX
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yacTel MCXOIHO HKCTPAKCHAJIBHOTO CKeneTa. EnnHas Monmens pocTta paauaib-
HBIX KaHaJIOB aMOylaKpalbHOW CUCTEMBI U aKCHAJBHOTO CKEJIETa XOPOIIO BbI-
PHCOBBIBAETCS IIPU aHAJIN3€ MOP(OJIOrHH CKEJIETa MHOT'MX TPYIIT UITIOKOXKHX.
Hanpumep, mokpoBHbIC TaOJINYKK NEIbMATO30HHBIX UITIOKOXKHUX, Kak U amOy-
JaKpasbHble TAOJUYKH MOPCKHX €XKed, MOSBISIOTCS HE MPOCTO alMKalbHO,
a TMoOoYepeHO CIpaBa M CjIeBa OT €ro IJIOCKOCTH cuMMmeTpuu. [losTomy B Ta-
KOM JIByPSTHOM aMOyJlakpe TaOIHUKH YepeayIoTCs: IEHTPhI TA0INYEK OHOTO
psiaa pacrlooKeHbI MPOTHB NIBOB TaOiHueK Jpyroro psaa. [locie mosBieHus
Ta0JIMYEK 110 TAaKOW MOJENIM OHHM BCE MOCTEIEHHO YBEINYMBAIOTCI B pa3Mepax
[0 MEpe pocTa JKUBOTHOI0. DTa MOJEIb POCTa Ta )K€ camasi, 4TO M 'y paaualb-
HOro aMOyJIakpajJbHOTO KaHajla KpHHOMAEH U MOPCKUX €XKeH — pacTeT TepMu-
HaJbHOE LIyMalblle, a OT HErO MOOYEPETHO CIpaBa M CJlIeBa OTIIOYKOBHIBAIOT-
csi amMOyJnaKpalibHble HOXKKH. Takyl MOJENb pocTa MOKHO Ha3BaTh MOJIENIBIO
ANUKaJFHOTO CEPUATIBHOTO SHAHTHOMOP(HOTO MOHOIOJMAIEHOTO BETBIICHHUS,
IMOTOMY YTO aMOyJIaKpaJbHBIE HOKKH, a TeM Ooiee, nlynanbia, ¢ MopdoreHe-
TUYECKOW TOUKH 3PEHHS MPEICTABISIIOT COOOW OTBETBICHUS PaJUaIbHOIO Ka-
Haja. DTo, BUAUMO, ObLIT HCXOAHBIN THII BETBJICHUS pallaibHBIX KaHAJIOB, KO-
TOPBIN IEPBOHAYAIIEHO HH Y [TUPOBAJI MOJOOHYO0 TEPMUHAIBHY 0 MOJEIh POCTa
OKPY’KaIoIIero UX CKelleTa, MpeodIaalonyro, X0Ts U He eJUHCTBEHHYIO CPE/IH
METaMEPHBIX CTPYKTYp CKeJleTa UITIOKOXKHUX. B manpHeleM pocT akcuaibHO-
IO CKeJIeTa MOI' CTAHOBUTHCSI MEHEE 3aBUCHMBIM OT MHAYLUHPYIOLIETO BIUSHUS
paanansHOro amOynakpanbHoro kanana. O0 3ToM, HapUMep, CBUAETEIbCTBYET
OIepeXeHUE MOSABICHHs aMOyJIaKpaJIbHbIX TA0JUYEK MOPCKHX €Xel pa3BUTHUS
amMOylaKpaJbHOTO KaHaia W TaOJIHuYeK PyK y COBPEMEHHBIX MOPCKHX JIMIIHH
paHbIlle BpacTaHWs B HUX amMOylaKpalbHBIX Imymnajern. PaananbHble amOyna-
KpaJbHbIE KaHAJIbl UITIOKOKUX OTXOIAT OT aMOyJaKpaJIbHOrO KOJIbLia M Ipo-
TSATUBAIOTCS BJOJb CKEJIETa, Paclojarasch 1oJ HUM uiu Hag HuM. Korzna oHu
MPOTATUBAIOTCS MO MOBEPXHOCTH CKeEJIeTa, TO (OPMHUPYIOT MUIIECOOPHBIH Ke-
000K ¢ MOKPOBHBIMH TaOIn4YKaMu. JIHO xKeTo0Ka MOKET HMETh CHEeUaTIbHBII
CKEJIET, COCTABJISIFOIUHI YacTh OOIIET0 CKeNeTa, HIIA MPOTATUBATHCS 10 TOBEPX-
HOCTH HECHEIHaTU3UPOBAHHOTO CKeJleTa, WHOrAa (GOpMHUpYsS Ha €ro IoBepX-
HOCTHU JIOTIOJHUTEIBHBIH CKEJIET, KaK, HallpuMep, Y HEKOTOPBIX MapaKprHHOU-
e ¥ MOPCKHX JWJINH THOOKpHHHA. Y OJacTO30HHBIX WUTIIOKOXKHUX pauailb-
HBIM aMOyJlakpaibHBIN KaHaJl CIIOCOOCH BBIXOAWUTD 3a MPEAEIbl TEKH, TaK Kak
0OBIYHO HE HMEET OrPAaHMYNBAIOLINX €T0 POCT TEPMUHAIBHBIX TA0INYEK, U MO-
KET BETBUTHCS, HHIYIUPYS Pa3BUTHE MHUIIECOOPHBIX BBIPOCTOB, OTXOJSIIINAX
OT OCHOBHOT'O CTBOJIa, OpaxHoJl, CIOKEHHBIX JIBYPSJIHBIM MPOIOJIKCHUEM BbI-
CTHJIAIONMINX JTHO aMOyJIakpa B Mpeneinax TeKH TabluyeK Wi opraHusys oOpa-
30BaHHUE OMOPHBIX OPaxHOJISIPUI 3aHOBO.

VY Opaxuon popMHpOBaHKE TTOKPOBHBIX TaOIHUEK U OPaxuoJSpHil OIIOPHO-
ro CKeJeTa MPOMCXOIUT M0 €AMHOW MOJENIH, HO B Pa3HOM MaciiTade: MoKpoB-
HbIe Ta0JIMYKH, BUJUMO, COOTBETCTBYIOT OTXO/SIIINM OT paJHalibHOrO KaHala
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TpHazaM Liymnalell, a pa3Mep Opaxuosipuil B Tph-ceMb pa3 Oomnbiue. Tem He Me-
Hee, B «PyKe» COJIOT U HEKOTOPBIX DOKPUHOMAEH MbI HaOII0aeM OJMHAKOBbIC
pa3Mepsl OMOPHBIX U MOKPOBHEIX Tadmmdek (Rozhnov, 2015, fig. 2, plates 1, 2).
Y OmMHOPAMHBIX PYK MOPCKHUX JIFUIMA MOJENb pocTa Opaxmalieil Ka)keTrcs He-
CKOJIKO MHOH, IMPOCTO TePMUHAIBHON 0e3 sHaHTHoMopdusma. Ho npu Hamm-
YUU IUHHYJ CPa3y BBISIBISCTCS SHAHTUOMOP(U3M B UX PACIIONIOKEHUH (pHC. §).
CpaBHeHHE OpaxHONIBHOH CHCTEMBbl M KPHHOMTHOH CHCTEMBI pyK TpeOyeT
CpaBHEHHUS MOP(OJIOTUU U PAa3BUTHS TErMEHA Y KPUHOMJICH C CHCTEMOW TabIu-
YEeK OKOJIOPOTOBOM YAaCTH TEKU 0JIACTO30HHBIX HTIOKOKUX. Kak ObLTO TIOKa3aHO
BBIIIIE, y COBPEMEHHBIX MOPCKUX JWIIHH (hOpMUpOBaHHE TerMEeHa OOBIYHO CBsI3a-
HO C JIHOM 3aMKHYTOI'O BECTHOYIIyMa, a ero cBox (OpMHUPYET JIONACTH C Opalib-
HBIMH TaOIMYKaMH, KOTOPbIE JIMOO PEeAYLHUPYIOTCS, THO0 00pa3yIoT CKeJIeTU3H-
POBaHHBIN TErMEH, 0COOEHHO XapaKTEePHBIN JJI5 [1aJI€030HCKUX MOPCKUX JINITUH.
Nmenno Onmaronmapst 3aMBIKaHWIO BECTHOYJIyMa W TIOSIBJICHHIO BECTHOYIISPHOM
MOJIOCTH paJralibHbIe aMOylaKpaJbHbIe KaHAJIBl Y KPUHOUIEH OKa3bIBAIOTCS HC-
XOJIHO BHYTPH TEKH, a TPAHUIIBI CBOJA BECTUOYIISIPHOM TOJIOCTH OKa3bIBAFOTCS
y B3pOCJIBIX KPHHOMJICH TpaHUIIaMU TerMeHa (puc. 4a). MoXKHO yBEpEHHO TIpe/I-
MOJIOKUTH, YTO Y OJIaCTO30HHBIX UITIOKOKUX paauabHble aMOylakpaibHbIe Ka-
HaJIbl Pa3BUBAINCH HE BHYTPH 3aMKHYTOH MOJIOCTH, IOJOOHOH BECTHOYIISIPHOI
Yy KpUHOHJIEH, a Kak-To wHade. [109ToOMy peKOHCTPYKIIHS Pa3BUTHS OKOJIOPOTO-
BOM YaCTH JIMYWHKHU OJaCTO30WHBIX UTIIOKOKHX SBJISICTCS KIFOUEBOM ITpoOIeMoit
JUTs1 000CHOBaHMST BO3MOYKHOCTH TIEPECTPONKH IK30TEKAIBHOW OpaxuoIbHON CH-
CTEMbI OJIACTO30MHBIX MIJIOKOXKUX B DH/IOTCKATbHBIC KPUHOUTHBIC PYKH.
O06oco0ieHre OKOIOPOTOBON YacTH U €€ TMepeMeICHUE ¢ MEPETHEro KOHIA
Ha 33HUH (BEpXHUI) KOHEIl JINYNHKH OJIACTO30MHBIX MIIIOKOKHUX JOKA3bIBACTCS
CYIIIECTBOBAaHUEM Y MHOTHX M3 HUX a0EpPaHTHBIX 3aKOHOMEPHO MCKPUBJIEHHBIX
TeK, OOYCIIOBJIEHHBIX 3aJiepkKoi mporecca aneBanuu (Poxxxos, 2012; Rozhnov,
1998, 2002). O4yeBuIHO, YTO ATO 00OCOOIIEHUE 3aKIF0YAIOCh, TI0 KpalHel Mepe,
B TOSIBJICHUY BISTYMBAHUS B MECTe OyJyIIEro pra CTEHKU TEla HABCTpeuy 3a-
YaTKy KMIIKH JUIsl 00pa30BaHMs SKTOJepMaIbHOrO MuIeBosa. HecomHeHnHo, 4To
3a9aToOK MHIIEBOAA MpopacTai (opMUpPYIONIeecs KOJBIO THIPOLENs, KOTOpoe
Y B3pPOCIBIX 071aCTO30HHBIX UTIIOKOKHIX HE 0053aTEITHHO OMKHO OBLIO OBITH TIO-
HOCTBIO 3aMKHYTBIM. OT KOJIbIIa THAPOIIEIS OTXOINITH 3a9aTKHA aMOYJIaKpaTbHBIX
paauaibHBIX KaHAJIOB, KOTOPBIC, BBIMSYMBAs MIPUIICTAIONIYIO KO PTY AKTOIEPMY,
00pa30BbIBaJIM BOKPYT HEro MEepBHYHBbIC aMOyJIaKpaibHbIC IIyNaibla. JTH HIy-
najblla BOZHUKAJIHM, BUAMMO, CHa4Yalla B BUJIE TPEX JIOTIACTEH, JIBE U3 KOTOPHIX
BCKOpE JISINITUCH BMECTE C 3aKII0YEHHBIMU B HIX aMOyJIaKpaIbHBIMH KaHAJaMH
Ha J1Be, (DOpMUPYs XapaKTEPHYIO MATUITYUEBYIO CHMMETPHIO THIA 2-1-2, IpH KO-
topoit amOynakpsl BC u DE mopdoreneTndecku cBsi3aHbsl Mexy coboi (Rozh-
nov, 2002, 2012, 2014). Takoii TOpsIOK NOSBICHUS aMOYIaKpOB, BHAUMO, OTIPEIIe-
JISJT CAMMETPHIO M OCOOCHHOCTH PACIIONOKEHUs TaOJIMUEK B OpaibHOW 001acTH,
TaK Kak B COOTBETCTBUU C CHMMETPHEH MePBUYHBIX aMOyJIaKpOB U OJTHOBPEMEHHO
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C HAMH, BHJIUMO, TIOSIBJISUTACH OpaJIbHBIC TAOINYKH U IEPBUYHBIC OpaJIbHBIE 110-
KpoBHbIe Tabnmuky (1o TepmuHonoruu K. Campana (Sumrall, 2010): cHadana Tpu
OOJIBIINX U 3aTEM JIBE UyTh MEHBLIEr0 pa3Mepa. B reHepanin3oBaHHOM BapuaHTe
opanbHOI obomactu (Kammer et al., 2015; Sumrall, 2010) opanbhas Tabmmuka CD
paszeneHa BOM, IPOXOASIINM Yepe3 THAPOIIOpY, Ha JIBE.

Buanmo, u3-3a oTcyTCTBHSL BecTHOynymMa y OJacTO30HHBIX MITIOKOXKHX,
NepPBUYHBIC aMOyJlaKpajbHBIC NIyNaibla OKAa3bIBAINCH CHAPYXKU CKEJIeTa TEKH
(puc. 40). IIpy TakoM MOAXOE OCHOBHBIM PA3INYHEM MEXIY KPUHO30MHBIMH U
071aCTO30MHBIMY UITIOKOKUMH OKa3bIBACTCSI IPUCYTCTBUE UM OTCYTCTBHE Y HUX
B OHTOI'€HE3€ 3aMKHYTOr0 BecTHOynymMa. COOTBETCTBEHHO, 3aMKHYTOCTb BECTHOY-
JyMa MOTJIa Pa3BUBATHCS MOCTENEHHO MOSBICHUEM U pa3pacTaHUEM CKIIAJIOK, He-
CYIIMX OpajbHbIC TAOMUYKH. B MONB3y 3TOr0 MpEeAIonoKeH s CBUICTEIbCTBYET,
BHUJINMO, TIOSIBIICHUE 0COOOH OKOJIOPOTOBOM MOJIOCTH Y HEKOTOPBIX TTAPaKPHHOM IEH
(Parsley, Mintz, 1975), mexkotopoe nonobue Termena y Rhipidocystis, cyns mo ero
LIMPOKO OTKPBITON MEPUCTOMAJIBHON YaCTH U OCOOEHHOCTSIM OTXOXICHUS Opaxu-
071, a TaKXKe, HaIprMep, XOpoIio 000co0IeHHBIHN TerMeH y 0kpuHonien Ridersia.

[Ipu hopmMupoBaHUY NMOITOCTH BECTUOYTyMa 1 MOSBICHUHN €r0 CBO/IA IIEPBUY-
HbIe aMOyJTaKkpajibHbIE HIyNanbla OKa3bIBAINCH BHYTPHU cKkeseTa Teku. Commxka-
SICh HAa PaHHHMX CTAJMSIX PA3BUTHS CKeJeTa C NMPOKCHMAJIbHBIMH TaOIHMYKaMu
TEKH, IEPBUYHbIE aMOyJIaKpaJbHbIC IIYNAJIbla C PaIualbHbIM KaHAJIOM BHYTPU
MOTJIH, BUANMO, MHAYLIUPOBATh /JIsl OIIOPBI CEPUAJIbHBIN POCT HOLOOHBIX Ta0JIN-
YeK BMECTE C MPUJICTAIOIIMMHU MSATKUMHU TKaHSMHU U LesloMaMu. Tak MOIiu mo-
SIBUTHCSI PyKH MOPCKUX WM. [Ipr 5TOM 0HOBpEMEHHO MOTJIO MPOAOIIKATHCS
(hopMHpoOBaHUE BHICTUJIAIOUINX JHO aMOyJIaKpoB TaONHMYeK, KaK y paHHEOpIO-
BUKCKHX TTPOTOKPHHUTHUJI, HIIU JJOTIOJIHUTEIBHBIX OOKOBBIX PSIJIOB TaOJIUYEK T10
KpasiM OCHOBHOH OTHOPSTHOH CeprH, KaK Y HEOOBITHOHN TUTIIOTIOPHTHOM ITHCTO-
nnen Eumorphocystis n3 opmoBruka CeBepHOl AMEpUKH. DTO CBHIETEIHCTBYET
0 BO3MOXKHOCTH HapaJIJIeIbHOTO MOSABJICHUS PYK U PYyKOMOAOOHBIX MUIEcOOp-
HBIX BBIPOCTOB B HECKOJIBKHUX IpyMIax 01acTO30MHBIX UTIOKOKHX. Ocnadienue
WHAYIHPYIOMIEH pONN pajinajbHOrO KaHaia MPUBOJUT MHOTJA K MEPecTpoiike
JIBYPSUTHBIX Opaxuod B ofHOpsiiHbIe, Kak y Rhipidocystis.

Bce pasnHooOpasHbie MOTU(PUKAIIANA THIECOOPHONW aMOylakpaabHOW CH-
CTeMbI MEJIbMATO30MHBIX MIJIOKOKHX OTPAHMYECHBI 3aIPETOM Ha NPsSMOE Ha-
pYLICHHE CEpUaIbHOTO MOHOMOAWATBHOTO BETBIICHHUS AKCHAJIBHOTO CKENeTa,
COTJIACHO KOTOPOMY B OZJTHOM METaMepe MOKET OBITh TOJIBKO OJTHO OTBETBIICHHE.
OCO0CHHO SIPKO ATO MPOSIBIISIETCS. B TIPOIecce MUHHYISIUHA — BOSHUKHOBEHUH
MaJICHbKHX HEBETBAIIUXCS BETOUYEK Ha OCHOBHOW BETBH. DTOT MpOIECC OIHO-
TUITHO IPOSIBIISIETCS Y BCEX MEIbMATO30HHBIX UTTIOKOXKUX (puc. 8).

MO>XHO IPEATIOIOKHUTE, UTO B (PUIIOreHE3e 3a4aTOK CHavYaIa MpoxoauT dhasy
3aBHCUMOH Tn(PepeHIUPOBKH, IPH KOTOPOH ero cyab0a 3aBUCUT OT HHIAYKTO-
POB U APYTUX BHEHIHMX OTHOCHUTENBHO 3a4aTKa yCJIOBUH OKpyskeHwus. [1oaTo-
MY Y paHHENaJe030MCKUX MOPCKHX JINITUI MOYKHO HaOIIOIaTh MOA0OHYI0 hazy
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B Pa3BUTHUH CKeJeTa MuiiecOopHoi amOynakpaibHOi cuctemMbl. OcoOeHHO YeT-
KO 9TO MOKHO BUJICTh B Pa3HOOOPAa3UH CTPOCHUS PYK Y OPIAOBHKCKUX MOPCKUX
v ThookpuHuA. Y pona Hybocystites muiecOopHbIi KeT000K OTXOIUT He-
MOCPE/ICTBEHHO OT POTOBOTO OTBEPCTHSI, MPOXOAMT IO TIOBEPXHOCTH TErMEHa
MEKIY OpajJbHBIMH TaOJIMYKaMU, JOXOIUT A0 PATUANIbHBIX TaOJINYEK, IIe CO-
SIUHSCTCS C paualibHbIM aMOyJIaKpa bHBIM KaHAJIOM, BXOJSIIIMM B HEr0 4epes
criennalibHOe oTBepcTue (puc. 6). Jlanee cyap06a 00beIMHEHHON MUIIECOOPHOM
CHCTEeMBI pa3IMyHas B TpUaJe U IHajJie paanycoB: B paguycax A, C, D nurme-
cOOpHBIE KaHAJBl MEPEXONAT Ha MOAACPKUBAIONINI CKEJIeT MPOCTHIX OJHO-
PSITHBIX PYK, HPOTSATUBAIOTCA MO MX OPAJIBHOW CTOPOHE M MOTYT NEPEXOAMTH
Ha UX axopanbHylo cropoHy. B panmycax B, E onm meperubarorcs Ha Ha-
PYXKHYIO TIOBEPXHOCTb YallIeYKH, CTSIIOTCS MO HEil M MHOTJA MPOTIATUBAIOTCS
Ha cTeOenb. Y pona Tripatocrinus pyk BooOIle HEeT, U B Tpex paauycax A, C, D
nunecOopHbIe KEeTOOKH CTENIOTCS M0 Hapy’KHOM MOBEPXHOCTH TEKH, a B IBYX
paznmycax OHH BOOOIIE OTCYTCTBYIOT. Y poza Cornucrinus BMECTO METaMEPHOTO
CKeJIeTa PYK B TPEX paJinycax pa3BUTHI JUTMHHBIE BEIPOCTHI paiuaibHbIX Ta0In-
4eK, MoAJep KuBaronue numecoopusie xenodku. ¥ Hybocrinus u Hoplocrinus
MNPOCTHIC HEBETBAIIUECS PYKH PA3BUTHI BO BCEX MATU paanycax.

Crnenyet oOpaTuTh BHUMaHUE, YTO y THOOKPUHU] NMUIIECOOPHBIC KeNo0-
KW, IPOTATUBAIOLINECS 110 TETMEHY, IMEIOT JIBYPSIAHbIE TOKPOBHBIC TAOIHUKH,
XOTSI HENIOCPEICTBEHHO IO HUMH HE MTPOXOANIT PAaAHaIbHbIN aMOyIakpaIbHbIT
kanaix (Sprinkle, 1973). DT0 MOXET CBUAECTENECTBOBATE O TOM, YTO PYKHU THOO-
KPUHH] BOSHUKIIM HE 3aHOBO, & HA OCHOBE MPEAKOBON OpPaxMOJIbHOI CHCTEMBI,
B KOTOpOW amMOynakpaJIbHbIM KaHajl W MHUIIECOOPHBIN KeI0OOK BCTpEdaucCh
HETOCPE/ICTBEHHO Y pTa.

[Tpn TakoM mozxone KOHKPETH3UPYETCS CBS3b MEK/Y aKCHAIBHBIM CKeJle-
TOM ¥ THAPOLENIEM B MPEIIOKEHHOH [[9BIIoM 1 MyH SKCTpaKcHa bHONH-aKCH-
aJIBHOM TEOPUY TOMOJIOT MU CKEJIETa UTJIOKOXKHUX: B COCTAaB aKCHAJILHOT'O CKeJleTa
BXOJISIT BCE CKEIICTHBIC 3JIEMEHTBI, PACIIONIOKEHUE KOTOPBIX OpPraHU3yeTCsl MH-
OYyKIMOHHBIM BIIMSTHUEM paJHalibHBIX aMOyJlakpaidbHBIX KaHaoB. OcTajbHbIC
CKEJIETHBIE DJIEMEHTBI COCTABIISIIOT IKCTPAKCUANIBHBIH cKeJeT. PaccMoTpuM 3T0
JeTajgbHee y NeITbMaTO30MHBIX UTTIOKOKHX.

POJIb TN JPOLEJIA B PABBUTUM APXUTEKTYPBHI CKEJIETA
N OKCTPAKCHUAJIBHASI TEOPU A IDBUJIA 1 MYU
Brimie Mb1 000CHOBaTM BO3MOXKHYIO OPTaHU3YIONIYIO POTh aMOyJaKpaih-
HBIX PaJHaIbHbIX IIYTalel, OTXOISIINX OT THAPOLENs, B (PHIIOTeHeTHYECKH
HCXOTHOM Pa3BUTHUU CKejleTa pyK W Opaxuon. Ho opranusyroinasi poiib T'u-
JpOIEsl HE OTPAHUUYUBACTCS TOJBKO BIUSHHUEM €ro paaualibHBIX BHIPOCTOB
Ha OCEBBIE CTPYKTYpHI ckenera. OHO paclpoCcTpaHsIeTcs W Ha JApyTrue 4acTu
CKeJIeTa MeJIbMaTO30MHbBIX UTIIOKOKHUX, ONMPEAEIss, HallpuMep, UX MATHIyYe-
BYI0O CHMMETPHUIO Oylarojapsi meHTamepun aMOyiakpaiabHoro Kosbia. [lomy-
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YeHHbIE BBIBO/IBI MOYKHO NMPUMEHUTH JUISI KOHKPETU3alM1 KCTPaKCUIISIPHOM-
akcuisipaoit teopun (OAT), npeanoxennoit b. [I»sugom u P. Myn (David,
Mooi, 1998; Mooi, David, 1997, 2008).

OHHM pasgenuny CKeNeT WUITIOKOKUX Ha aKCHAJBHBIM, TECHO CBS3aHHBIN
B CBOEM Pa3BUTHH C JIEBBIM CPEIHUM LIETIOMOM, THAPOLIETEM, H IKCTPAKCHAIIBHBIM,
OoJiee TECHO CBSI3aHHBIN C MPaBBbIM H JIEBBIM COMATOLENSIMHU, HOPMHUPYIOLTIMH
MOYTH BCIO OCTAJIbHYIO YacTh Tena. Takoe pasjiesieHue ckejaeTa OblJIo OCHOBAaHO,
MIPEK/IE BCETrO, Ha Pa3InYHOM THUIIE POCTAa ATHX YacTel ckeneTa. B akcmaiabHOM
CKEJIETE CKEJICTHBIE 3JIEMEHTHI JOOABIMIOTCS TEPMHUHAIBHO, IIPUYEM, COTJIACHO
[IPAaBUITY OKYJISIPHBIX TaOJIMYEK, OKOJIO IPOKCHMAJIBHOIO Kpasi CIeLHalIbHOH Ta-
OJIMYKH, HA3bIBAEMOI OKYJISIPHONW y MOPCKHX €KEH U TEPMUHAIBHOM Y MOPCKUX
3Be3q. ABTOpbl DAT mpuaaroT 3TUM Tabinykam oco0oe 3HaYeHUE M T0JIaralor,
YTO 30HAa, COOTBETCTBYIOIIAs TUM TaOIUUYKaM, UMEETCs Y BCEX MITIOKOKHUX, HO
HE Bcerza oHa oOBHM3BecTBiIEeHA. JleHCTBUTENBHO, MOJJO0HAs 30HA €CTh y BCEX
UIJIOKOXKHX U IPEACTABIISIET COOOH POCTOBYIO 30HY BOKPYT AMCTaJIbHOIO KOHLA
pazuaibHOro aMOylakpaJlbHOTO KaHania, OnmacteMy. TepMHHaIbHBIE TaOIWYKU
e, KOTJa OHU UMEIOTCS, BBIMOTHSIOT APYTYIO (PYHKLIHUIO — OTPAHUYHBAIOT POCT
CepUalIbHOTO aMOyJIaKpaJIbHOTO CKeJeTa MpeaeaMy CKelleTa MaHIUPs. MOPCKUX
eXeH, TeJa MOPCKUX 3Be3]] HJIM TEeKU APYTHUX UTIOKOkKUX. [loaToMy TepmMuHaib-
HbI€ TAOJIMYKH UMEIOTCS TOJIBKO Y T€X UITIOKOKHX, aMOYJIaKpbl y KOTOPBIX HE BbI-
XOISAT 32 MPEAEIbl TEKU I NaHIMPsL. B pa3nuuHbIX BEIpocTax aMOyIaKpaabHOH
CHCTEMBI, TAKUX KaK PyKH MOPCKUX JIMJIUI WK Opaxnoisl O1acTO30MHBIX UIJIO-
KOXKUX, TEPMHUHAJIbHBIC TaOMMYKHA OTCYTCTBYIOT, YTO TO3BOJSET UM UMETH He-
OrpaHMYEHHBIH alMKaJIbHBIA POCT U 1a€T BOZMOYKHOCTD AUCTAJIBHO BETBUTHCS.

DAT xecTKo pa3fenseT aKCHAJIbHBIH W DKCTPAaKCHAJbHBIN CKEIeTHl, U He
YUYUTBIBAET BaKHOCTH JJIsl MOp(oreHe3a opraHu3yoIeil pojin ruApoLesns, Ko-
TOpas pacpoCTPaHseTCs HE TOIBKO Ha aKCHATIBHBIN, HO U Ha SKCTPAKCHAJIBHBIN
ckeneT. Ero opranusyiomas poJib SIpKO MPOSBIISIETCS B OHTOI€He3e U B (HIIO-
rerese. [loaToMy ruaponens U ero Npou3BOJHBIE, MPEXKE BCETO pajHalIbHbIE
amMOyaKpaibHble KaHAJbl, MOKHO pacCMaTpUBaTh KaK OPraHU3aTOpPHI, TOCIE-
JIOBATEIHFHO WHIYIUPYIONINE METYI0 CEPUI0 CIENYIONUX JIPYT 3a APYroM HH-
OYKTUBHBIX COOBITHH, BKIIIOUAsl Pa3BUTHE apXUTEKTYPBI CKeJeTa. 31eCh MOXKHO
IIPOBECTH AHAJIOTHIO C JOpCalbHON I'y0oil OiacTomopa U ee MpOM3BOAHBIMH,
XOpJOH U MPeXopAaTbHON Me301€pMOH Y TO3BOHOUYHBIX.

OKcTpakcHalbHbBIN ckeneT coryiacHo Myu u JPBuay (Mooi, David, 1997)
paszensieTcss y MWIJOKOXKHMX Ha MephOpHpOBaHHBIN H HenepOpHpPOBAHHBIN.
[lepdoprpoBaHHbIil BKIIIOYAET Ty YacTh CKeJieTa, B KOTOPOW HAxXOmSTCS Po-
TOBOE OTBEPCTHE, aHyC, 'MAPOIIOpa, TOHONOpa W IIOBHBIE mopsl. Hemepdo-
PUPOBaHHBIM — OCTajJbHAsl YacCTh SKCTPAKCHAJIBHOIO CKeneTa. ABTOpBI 3TOM
TEOPUU TOJIATAIOT, YTO NEpPOPHUPOBAHHBIA CKEJET TECHEE CBS3aH C JIEBBIM
comarormeneM, a Herep(OopHUpOBaHHBIM — ¢ TIPaBbIM coMmaroreieM. Kpurepun
JUIS TAaKOTO pasfeNieHus] HeYeTKHe, TIOTOMY YTO HE ONpEeAeieH XapakTep CBS-
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Puc. 9. Pa3genenne ckeiera WUIIOKOKHMX HA aKCHAIIBHBINH,
9KCTPAaKCUAJIbHBIH CUMMETPU3UPOBAHHBIN U HEYNOPSAIOYEHHBII
Ha npumepe Echinosphaerites (pucynok C. TepenTtbsena).

3M YacTell ckejeTa ¢ IMeoMaMHu. JTO KacaeTCs M CBS3H aKCHAJIBHOTO CKeleTa
¢ runpornenem. [logaepkuBas paseineHne CKeIeTa UTIIOKOKUX Ha aKCHATBHBIH
1 DKCTPaKCHANIBHBIN, 5 TIpeIIaralo KOHKPETHBIN KpUTEePUil s TOJ0OHOTO pa3-
JieNeHnsl. AKCUAJIbHBIN CKEJIET 3/1€Ch ONpPEAEAeTCs KaK YacTh CKeJIeTa UIJI0KO-
KUX, UCXOHO COPMHUPOBABIIASICS MO/ OPTaHU3YIOIIUM BIUSHUEM PaIUaTbHO-
ro amOyJsakpaibHOro kaHaia. C 3TOH TOYKHU 3pEHUS BECh CKEJCT PYKU KPHUHO-
unel, opalbHBI U aIopalibHbIN, SIBISICTCSl aKCHATbHBIM. AKCHAJBHBINA CKENET
XapaKTEePU3yeTCs] TePMUHAIBHBIM POCTOM, CXOIHBIM IO CBOSH MOJIETH C POCTOM
amMOyJIakpaJIbHOTO pajnalibHOrO KaHama. OCTaIbHOM CKENeT ABIISIeTCS dKCTPaK-
cuajapHbIM. Ero MOXKHO pa3fenuTh Ha B 4acTU. B onHOH yacTu apaHXUpOB-
Ka CKEJICTHBIX AJIEMEHTOB HAXOJUTCS MO HEMOCPEACTBEHHBIM UJIM KOCBEHHBIM
OpPraHU3YIOIIUM BIIMSHUEM THAPOIEIIs,, KOTOPBIN OMpeAemseT, MPexae BCETo,
CUMMETPHIO PACIIOJIOKEHUS CKEIETHBIX SJIEMEHTOB SKCTPAKCHAIBHOTO CKEJIeTa.
DTy 9acTh AKCTPAKCHUATHLHOTO CKEJIETa MOXKHO Ha3BaTh CHMMETPHU3UPOBAHHBIM
(symmetrized). OcTanbHYI0 9acTh IKCTPAKCHATBLHOTO CKEJIeTa MOXKHO Ha3BaTh
HeymnopsinodeHHoi (unregulated) (puc. 9).
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B ckenere meapMaToO30MHBIX UTJIIOKOXKUX TAKOE pa3/ieICHUE MOKHO KOHKpE-
THU3UPOBATH HEKOTOPEIMH IIPUMEPAMU:

AKCHaTBHBIN CKEJIET: OpalibHBIM W a0OpalbHBINA CKENIeTHl PYK KPUHOHUICH,
aMOyIJTaKpbl Ha TeTMEHEe KPHHOUACH, (PMKCHPOBAaHHBIE PYKH Y KaMepart, Opaxuo-
JIbI M CKEJIET, KOT/Ia UMEeeTCs, OpaxHoJIOHECYITUX aMOyJIaKpOB Y OJIaCTO30WHBIX
UTJOKOXKUX.

DKCTpaKCHaTBHBIN CKeJIeT CHMMETPH3UPOBAHHBIN — 3TO OpasbHbIC Ta0IHy-
KM Ha TErMEHE KPHHOMJIEH W MX abopalibHBINA CKelleT, TeKa OOJBITUHCTBA IU-
CTOUJIeH, POKPUHOUIEH U TTapaKpPUHOUJEH C YIOPSAI0UEHHO PACIIONIOKEHHBIMHU
TaOIIMYKaMH | JIP.

OKCTpaKCUAIIbHBIA CKENEeT HEYMHOPSJOYEHHBIH — MEXIy paauajibHbIMU
u 0a3adbHBIMH y KaMEpPAaTHBIX AKPOKPUHU]], CKEJIET TEKH y MPUMHUTHUBHBIX
JOKPUHOUJICH, CKEIIET TeKHU MEXIY OpPaJbHBIMH M 0a3aJIbHBIMH Y HEKOTOPBIX
0JIacTO30MHBIX UTIIOKOKHX, HarpuMep, Achradocystites.

3AKJIFOYEHUE

[Ipenmonoxkenre 0 MEPBUYHON OPraHU3YIONICH POJU pajualibHbIX aMOy-
JAKPaIBbHBIX KaHAJIOB OKPYIKAIOIIEro UX CKelleTa OOBSICHSET CXOJCTBO B MO-
JISITH TIOCTPOCHUS CKeJieTa OpaXHMONBHON IMHIIECOOPHON CHCTEMBI 0J1acTO30i
Y CHUCTEMBl PYK KPHHO30#, OCHOBAHHOW Ha alUKaJIbHOM POCTE PaJHaJIbHBIX
BBIPOCTOB T'HAPOLENSI C YHAHTHOMOP(PHO CMELIEHHBIM OTBETBICHHEM TpHAL
amOynakpaibHbIX Hiynanen. Pa3nnyue B pacronoKeHHH Opaxuoi H pyK OTHO-
CUTENIFHO TEKHU (IK30TEKaJILHOM M HIOTEKAJIHHOM) CBS3aHO ¢ (hOpMUPOBAHU-
€M IICPBUYHBIX aM6y.TIaKpaJH)HI)IX rynajaey HEIIOCPEACTBEHHO Ha IMMOBEPXHOCTHU
Teja y OONBITMHCTBA OJaCTO30M M B 0COOOW 3aKPBITON BECTHUOYISIPHOH IOJIO-
CTH, 00pa30BaHHOMN CpacTaHWEM CKJIAJIOK BOKPYT pa3BUBAIOIIETOCS PTa, y KPH-
Houpei. [loaTomy amOynakpsl ¢ OpaxuoiaMu 6JaCTO30i HCXOIHO OKAa3bIBAJIUCH
Ha NOBCPXHOCTU TECJa pa3BI/IBa}OIIlCI>'IC§I JIMYMHKU U PACHIPOCTPAHAINCH MOCIIC
3TOTO HEMOCPENICTBEHHO IO HAPY>KHOW MOBEPXHOCTH BO3HUKAIOIIETO BOKPYT
HuX ckeneta. OMOPHBINA CKelleT Opaxmoyl BOSHUKAJ KaK OTBETBJICHHE BBICTH-
JAIONINX JTHO aMOyakpa TabaudeK, KOrjaa OHU UMEJUCh, HIIH ()OPMHUPOBAIINCH
AHAJIOTMYHO MM KaK HOBOOOpa3oBaHue BHE TeKU. OTIOPHBIN CKENeT pyK, Opaxu-
aJIM, BOSHUKAJI KaK CEpHalIbHBIN POCT PacloOKEHHBIX paJnalbHO TAaOJUYeK Ha
rpaHuile abopajabHOro CKeJieTa U TerMeHa, POPMUPYIOLIETrocst Oaroaps MosiB-
NeHuto BecTuOynyma. Cpeau napakpruHOHIeH UMEIOTCs (GOPMBI C TPOMEIKY TOU-
HBIM, HETIOJTHOCTBIO 3aKPBITHIM BECTHOYITYMOM, BEIPAKEHHOTO B CKEJIETE B BUJIC
JIOTIOJTHATEIILHON TIOJIOCTH B CKEJIeTe BOKPYT pPTa.

Ponb rugponens u ero paauaibHBIX aMOyJIaKpaJIbHBIX BEIPOCTOB KaK Opra-
HHU3aTOpa apaHKUPOBKH CKEJICTHBIX JIEMEHTOB UTJIOKOKUX MO3BOJISIET KOHKpE-
TU3UPOBATh MPHHIIMII Pa3JelICHHsS CKEJIeTa HA aKCHAIBHYIO M OKCTpPaKCHAIb-
HYIO YacCTH, MpeayioxkeHHoro [[»sumnomM 1 Myn. AKCHalIbHBIM SIBIISIETCS CKEIeT,
MOJIENIb PA3BUTHS KOTOPOTO C(HOPMHUPOBAIIACH TIO/I OPTAHU3YIOIINM BIIHSTHUEM
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paauanbHBIX aMOyJIaKpaJbHbIX KaHaJoB., OCTAJIbHOM CKEJIeT SIBJISICTCS SKCTPaK-
cuanbHBIM. Ero mMoxHO noapasaciuTb Ha CHMMeTpHSHpOBaHHLIﬁ OKCTpaKCHu-
AJBHBIN CKeJeT, apaHKUPOBAHHBIN TIOJ TIPSMBIM HIIU OTMIOCPEJIOBAHHBIM Opra-
HU3YIOIIUM JCHCTBHEM THIPOILEIS, ¥ HEYMOPSAOUCHHbIH, HECUMMETPH3UPO-
BaHHBIW, HE CBS3aHHBIM MCXOMHO C BIMSHHUEM rujpouens. Takoe pasgencHue
CKeJIeTa UMeeT CBOE€ MOP(OJIOrHIECKOE BRIPAKEHUE U MOXKET OBITh pacipocTpa-
HCEHO Ha BCEX UTJIOKOXKUX.

bnazooapnocmu. Pabora BbINIONHEHA NTpH (DMHAHCOBOH MOJAIEPIKKE TpaHTa
PO®DU, Ne 15-04-08315. Astop npusnateneH [.B. MupantieBy u C. TepeHThEBY
3a mpeI0CTaBICHHbIC POTOrpaduu ¥ PUCYHOK.
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Food-gathering appendages of pelmatozoan echinoderms:
morphogenetic potentiality and restriction

S.V. Rozhnov

A similarity in pattern of skeleton formation of brachioles food gathering system of
Blastozoa and arms system of Crinozoa, that is espressed in apical growth with enanto-
morphous displacement of skeletal elements is explained by primary organizing role of
radial ambulacral canal which have the same model of branch of ambulacral tentacles. A
difference in a location of brachioles and arms relative to theca (exothecal and endothe-
cal) is connected with a formation of primary ambulacrum tentacles directly on surface
of the body for most of blastozoans and in a special closed vestibular cavity for crinoids.
A supporting skeleton has been occurring as a branch of the plates which covered a bot-
tom of ambulacrum when these tables were available, or they were forming similarly to
them as a new formation outside of theca. A supporting skeleton of the arms, brachiales,
has been occurring as a serial growth of the plates located radially on the boundary of
aboral skeleton and tegmen which has been forming due to appearance of vestibulum.
A suggestion about inductive and organizing an arrangement of skeletal elements role of
hydrocele and its radial ambulacrum canal in a morphogenesis of echinoderms allows to
concretize a principle of differentiation of a skeleton into axial and extraxial parts. Axial
is a skeleton which development model has formed under organizing influence of radial
ambulacrum canals. The rest of the skeleton is extraxial and subdivides into symme-
trized, arranged under direct or indirect organizing effect of hydrocele, and unregulated,
asymmetrized, one not caused initially by an influence of hydrocele.

Key words: Echinodermata, Pelmatozoa, Crinoidea, ambulacral system, axial skeleton,
extraxial skeleton, embryonal induction, arms, brachioles.
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YK 575.833+593.96

MAPAJLJIEJIU3MBI B BOJIIOITAU KJIACCA I'OJIOTYPUIA
(ECHINODERMATA: HOLOTHUROIDEA)

A.B. CMmupHoOB

3oonoeuueckuti uncmumym PAH, Cankm-IlemepoOype
sav_I1l@inbox.ru

B crarbe npoaHanu3MpoBaHO 3HAUYCHHE y4eTa IapajuielIbHO BO3HUKIIUX
MIPU3HAKOB Ul IIOCTPOSHHS CHUCTEMBI Kilacca rojoTypuid. B kadectse
[IPUMEPOB HEJOOLECHKH IapayjieIbHO BO3ZHHKIIUX MOP(OIOrHYecKux
[IPU3HAKOB IPHBEAEHA UCTOPHS BBIJICIICHNSI B CHCTEME TOJIOTYPUi OTps-
na Dactylochirotida u cuctema orpsna Elasipodida. PaccmoTpensr Takue
napaJijielIbHO BO3HUKIIKE B PAa3HBIX TPYIIIAX TOJOTYPHH NPU3HAKH KaK:
YCHIJICHHE U PENYKIHs CKeJeTa; BOSHHKHOBEHHS CXOIHOH (hOpPMBI Tena;
BO3HMKHOBEHHE CXOIHOTO CTPOEHHS IyTajel, yMEeHbIICHHEe Yucia Iy-
majer ¢ 12 mo 10 B oTpsne Synaptida. Ha ocHoBanmm amammsa mopdo-
JIOTUYECKUX U JIUTEPATYPHBIX MOJIEKYJISIPHO-TEHETHYECKUX TaHHBIX ap-
TyMEHTHpYyeTcs nepeBoa ceMeiicTBa Deimatidae 3 otpsana Elasipodida
B otpsan Aspidochirotida. BeickazaHo TpenmoioXeHWe 9TO BOTHYTHIE
CKJIEPUTHI YammeoOpa3Hoil GOPMBI C TPEMSA-IIATHIO JTy4YaMHU BCTPEYatOIU-
ecs B cemeiictBe Laetmogonidae (oTpsx Elasipodida) mmetot megomopd-
HOE IIPOUCXOXKACHHE U IPEICTABISIOT Pa3pocIinecs HadalbHbIe CTaluH
KOJIeC JIETMOTOHHJHOI'O THNA, a OT 3TUX CKIEPHTOB, B CBOIO OUYepelb,
MOTIJIH IPOHU30WTH HM30THYTBHIE KPEeCTOOOpa3HbIe CKJIEPUTHI CBOMCTBEH-
uele cemeiicTBaMm Elpidiidae u Psychropotidae.

Knioueswvie crnosa: mapaiennsm, neaoMopdo3, rII0TOUHOE KOJIbLIO, CKIICPUTHI,
ronotypuu, Elasipodida, Aspidochirotida, Dendrochirotida, Dactylochirotida,
Deimatidae, Laetmogonidae, Vaneyellidae.

TlonoTypun — KJ1acc UTTIOKOKUX UMEIOLTHI NIeJOMOPQHOE TTPOUCXOKICHHIE
(David, Mooi 1996, 1998; Mooi, David, 1997, Cmupnos, 2013, 2014; Smirnov,
2014, 2015). bnaromaps nenomMopdo3y roJoTypHsSM YAAIOCh KCHATH» TPY3 Tpe/l-
LIECTBYIOIIEH OpraHu3aluy U 0CBOOOJUTHCS, IPEKIE BCETro, OT OrpaHUYCHUH,

215



HaKJIaJIbIBA€MbIX HaJIM4YHEeM MAacCCHUBHOTO CKeJIeTa, OXBaThIBAIOIIETO0 BCE TEJO
y OCTaJBHBIX KJIACCOB MIJIOKOKHX. Y TOJOTYpPHUH CKEJeT MpeICTaBlIeH JHIIb
IJIOTOYHBIM KOJIBIIOM U MUKPOCKONHYECKMMHU CKJIEPUTAMHM, PACIIOJIOKEHHBIMH
B CTEHKE TeJla, IIyNaablax 1, MHOTAA, B CTEHKAX IPYTUX BHYTPEHHUX OPTraHOB.
CKJICpUTBI TONIOTYpHU i1, HECOMHEHHO, TPON30LLIX TeroMopdhHbIM Ty TeM (Cuénot,
1948; CmupHoB, 2014; Smirnov, 2015). [Tomumo peqyKIHu cKelieTa H3MEHEHHS,
00yCIIOBIICHHBIE TeOMOP(HO30M, MPHBEIN K BTOPUYHOMY BO3ZHHKHOBEHHUIO
y TOJIOTYPHI SBOJIOTUBHOTO MeTamop(ho3a ¥ K U3MEHEHHUIO B PACIOIOKEHUH
paananbpHBIX KaHAJIOB aMOyJIakpanbHOH cucteMsl. [locnentee, B cBOO odepens,
BBI3BAJI0 M3MECHEHHS B MECTE 3aKJIAJKU U CII0OCOOE Pa3BUTHS SUHEBPAIBHBIX
HEPBHBIX CTBOJIOB M 3MIMHEBPaNbHBIX KaHanoB (CmupHoB, 2014; Smirnov, 2015).
[IpruoGpereHue IBONIOTHBHOTO MeTamop(do3a MPHUBENIO K YCHICHHIO T'€TepOX-
POHMH Pa3BUTHS NMPU3HAKOB, OTHOCAIIUXCA K PA3HBIM KOOPAMHAIIMOHHBIM Lie-
TISIM, ¥ K OOJTBIIIeH JTAOMITBHOCTH B 3BOJIOIUN MOP()O-aHATOMUYECKUX CTPYKTYP
1 HO3BOJIMJIO TOJIOTYPHUSIM OCBOMTH OOJIBILIOE KOJUYECTBO PA3JIMUHBIX OHOTO-
noB. B HacTosmiee BpeMs rojoTypun oOMTAarOT Ha BceX MIyOnHax MupoBoro
OKeaHa OT JINTOPaJH JI0 yAbTpaabuccaiu, Ipyu 3TOM BO MHOTHX TITyOOKOBOIHBIX
OMOLIeHO3aX OHM SABJISIIOTCS BeAyIIUMHU Gopmamu. Cpenu TONOTYpHI IIUPOKO
pacrpocTpaHeHbl HE TOJBKO (hOpMBI, OOMTAIOIMINE HA TIOBEPXHOCTH TPYHTA,
HO U 3apblBarouirecs (OpMbl, TO €CTh T'OJIOTYPHUH SIBJISIIOTCS BaXKHOM 4acThIO
Kak snudayHbl, Tak 1 HHPayHbl. MHOTHE TOJIOTYPUH MPHOOPETH CIOCOOHOCTH
Kk OeHTOoIenarn4eckomy M, Aaxe, nenarumdeckomy (Pelagothuria natatrix) odpa-
3y JKM3HHU (CM., Hamp., Rogacheva et al., 2012). OcBoeHne pa3HBIMH I'pyHIamMH
roJIOTYpUH M B pa3HOE BpeMs CXOJIHBIX OGHMOTONOB M NMPHUCIOCOOTIEHHE K CXOI-
HBIM YCIIOBHSIM BHEIITHEH Cpellbl U CXOAHBIM 00pa3 KU3HU JOJKHO OBLIO MpH-
BECTH U MPUBOAMIIO K IapajlIeIbHOMY BO3HUKHOBEHHUIO CXOJHBIX MOpQoioru-
YeCcKHUX 4epT. B nepByro ouepenp 3TO 3aTparuBajio BHELIHUE MOP(HOJIOrHUECKUE
MPHU3HAKH, TaKWe Kak (Gopma Teja, CTPOCHHE IyMNajiel, pa3BUTHE MPOYHOrO
CKelleTa, WM, HAIIPOTHUB, ero peaykuus. [IpeoObpazoBaHus MPOUCXOAMIN TaK-
K€ U BO BHYTPEHHEH OpraHu3aliii roJIoTypui, 4TO MPUBEJIO K MapajieIbHOMY
BO3HUKHOBEHHIO PsAJIa CXOIHBIX YepT aHATOMUYeCcKoro ctpoeHus. [lemomopdos
HE TOJIBKO NMPHUBEJ K BOZHUKHOBEHUIO KJlacca roJ0Typuil, HO U UMeI O0JbIIoe
3HAUEHUE B UX 3BOJIIOLMHU, U CPEIU COBPEMEHHBIX T'OJIOTYPHIl Hepenku ¢op-
MBI, BO3HHUKIINE TyTeM neapomopdosza (CmupHoB, 2014; Smirnov, 2015), Tak uTo
napa’juliesbHble IPU3HAKU MOTJIM BOSHUKATh U IyTEM meioMopdo3a.

HecMmoTpst Ha peayKkuuio ckenera, y TOJIOTYpUH UMEHHO CKEJIEeTHBIE dJe-
MEHTBHI 00JIa/lal0T KOHCEPBATHBHBIM XapaKTEPOM, UTO TO3BOJISIET MCIOIb30-
BaTh UX B KaueCTBE «Ipeolnanaromux» npusHakos. K coxaneHnuro, K HacTo-
SIIEMYy BPEMEHU MaJio 4TO U3BECTHO O 3-D Mopdonorum m CTpyKType Ii0-
touHoro koibna (Reich, O’Loughlin, 2015), oqHOTO M3 BaKHEWIIHX CUCTE-
MaTHYECKUX MPU3HAKOB, OYEHb BAXKHOTO ]IS M3YUYEHHS KaK COBPEMEHHBIX,
TakK U BeIMepinx rojorypuit (Reich, 2015).
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Puc. 1. Ulynanena neHAPOXUPOTHIHBIX TonoTypuit: a — Vaneyella dactylica (“Dactylo-
chirotida”, Vaneyellidae); 6 — Rhopalodinaria minuta (“Dactylochirotida”, Rhopalodinidae);
6 — Rhopalodinopsis capensis (“Dactylochirotida”, Rhopalodinidae); ¢ — THu4HOE JEHIPOXUPO-
tugHoe mymansie (¢ u3 Ohshima, 1918; 6, ¢ u3 Thandar, 2001; 2 u3 Pawson, 1966).

Pa3BuTHE COBpPEMEHHBIX MOJEKYJSPHO-TEHETUYECKUX METOHOB IO3BOJIMIIO
BHOBb OOpaTHTh BHUMaHUE Ha MapauIebHOE pa3BUTHE CIOKHBIX MOp(Oo-aHaTo-
MHUYECKUX CTPYKTYP B PAa3IMYHBIX TAKCOHAX TOJOTYPHIA, paHee CUUTABIIMMUCS
eIIMHBIMU, 1 YTOYHUTB CUCTEMY KJlacca U (PUIIOreHeTHUECKUE OTHOLIECHUS MEKIY
TaKCOHAMH, BXOASILIUMH B €ro cocTaB. [Ipy 3TOM BBISICHUIIOCH, YTO Psijl CUCTeMa-
THKOB 3a4aCTyI0 HE3aCIyXEHHO UTHOPHPOBAJIM CBEACHHUS 0 MOp(o-aHaTOMUYE-
CKHUX MpU3HAKax psifia IPyIIl, ONMCAHHBIX WX MpeIlecCTBEHHUKaMHU. BrisiBieHe
napasielbHO BO3HUKIINX IMPH3HAKOB Beera ObIJI0 BaKHOH 3a/1a4eil TAKCOHOMU-
CTOB, IOCKOJIBKY ITO3BOJISIIIO HCKITFOUATh OIMIMOKH ITPH OCTPOCHUH CHCTEMBI JKH-
BBIX OPraHHW3MOB, OCHOBaHHOW Ha pozxctse. Lllnpokoe npuMeHeHHe B NpaKTHKeE
TaKCOHOMHUCTOB KJIQAMCTHUYECKOTO aHaJM3a HUKOMM 00pa3oM HE OTMEHSET 3TO-
IO OYEBUIHOTO MOJIOKEHUS. ABTOP HE CTaBUJ Iepel] co0oii 3a1ady codpaTh Bce
MpUMEPBI TapaJijIen3Ma Y TOJOTYPHI U OCTAHOBHUIICS JIMILb Ha HEKOTOPBIX MPHU-
Mepax 3HaueHHsI TOT0, KaK Paclo3HaHUe MapauIeIbHOr0 BOSHUKHOBEHUSI MOpdo-
AHATOMHYECKUX MPU3HAKOB OTpaykaeTcsl Ha cucTeMme kiacca Holothuroidea.

OnuH n3 NpUMEpPOB HEIOOLEHKH BO3MOXHOCTH IapajlIeIbHOI'O BO3HUK-
HOBEHHUSI MOP(OJIIOrHYECKUX NMPU3HAKOB — BhIAeseHHe oTpsiaa Dactylochirota
(Dactylochirotida) u3 coctaBa otpsima Dendrochirota (Dendrochirotida)
(Pawson, Fell, 1965; Pawson, 1982). B kauecTBe NUarHOCTHYECKUX PU3HAKOB
orpsima Dactylociotida Obli mpuHSATHEL 1) TPOCTBIE HEBETBANIUECS IIyIalb-
ma; 2) U-o6pasHas ¢popma Tena; 3) Teno, MOKPhITOe MaHIIUPEM U3 HaJleTalonnx
IpyT Ha JIpyra IUIACTUHOK; 4) TIIOTOYHOE KOJIbLIO, HE UMEIOLIEE Y pajuaIbHbIX
CErMEHTOB 3aHUX OTPOCTKOB, OAPA3ICICHHBIX Ha OTACIbHBIE KYCOUKH.

1. HasBanme otpsina Dactylochirotida siBHO yka3bIBaeT Ha OAMH M3 OCHOB-
HBIX JAMArHOCTUYECKHMX TPU3HAKOB BbIJCICHHOTO oTpsifa. Ho HeBerssiue-
Csl IIyTaJiblla Y COBPEMEHHBIX TONOTYypuid (puc. la, 6) ¢ 04eBHAHOCTHIO TIPO-
M30ILJIN OT BETBAIUXCS (pHUC. 12) MyTeM UX pelyKLIHH, O YeM CBUACTEIbCTBYET
HaJM4YMe y HEKOTOPBIX BUIOB CJIENOB BeTBJIEHHH Imynaien (puc. 16). Ocuma
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Puc. 2. lengpoxupotuansie ronotypuit U-oOpasHoit popmer: a — Stolus rapax (Thyonidae,
Dendrochirotida); 6 — Thorsonia investigatoris (Thyonidae, Dendrochirotida); ¢ — Echinocucumis
hispida (Cucumariidae, Dendrochirotida (panee Ypsilothuriidae, “Dactylochirotida”)); ¢ —
Psolus solidus (Psolidae, Dendrochirotida); 0 — Psolus phantapus (Psolidae, Dendrochirotida);
e — Ypsilothuria bitentaculata (Ypsilothuriidae, “Dactylochirotida™); o — Heterothyone
alba (Heterothyonidae, Dendrochirotida); 3 — Rhopalodinaria minuta (Rhopalodinidae,
“Dactylochirotida”). @, 6 w3 Koehler, Vaney, 1908; ¢ u3z Sars, 1861; ¢ u3 Massin, 1987;
0 u3 Madsen, Hansen, 1984 no Strussenfelt; e u3 Cuénot, 1948 mo Ludwig, 1894; o u3 Pawson,
1963; 3 u3 Thandar, 2001.

yKas3bIBajl, UTO Y ONMMCAHHOTO UM BUAA Pseudocucumis dactilicus (usine Vaniella
dactylica), ornecennoro IloBconom n ®emiom k cemeiictBy Vaneyellidae ot-
psana Dactyliochirotida (Pawson, Fell, 1965), mynansia «u3penka uMerOT He-
00JIBIIIOE YHCTIO PyIMMEHTAPHBIX BRIPOCTOB BeTouek» (Ohshima, 1915, p. 272).
Canpap oT™Meyal, 4To: «X0oTs OIyIaibla HEKOTOPBIX POMAJIOJNHH] MOTYT OBITH
MPOCTBIMH, WJTH TTAITBIIEOOPA3HBIMHU ¢ HEOOIBIIUMH OOKOBBIMH BETOUKAMHU, IITY-
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najblia y npeiacraBurenci poga Rhopaladinopsis HecyT sIBHBIE CIIEAbI BETBIIC-
nus Thandar (2001, c. 241) (puc. 18). [IpocTsie mynanbiia, KOTOpble HECOMHEHHO
MIPOMU3OIILIH OT APEBOBUIHBIX, BCTpEUaroTCs y Buna Psolus digitatus (CeMEHCTBO
Psolidae, oTpsim Dendrochirotida). SIBHO BTOpUYHO yIIPOIIEHHBIE TTPOCTHIE IITY-
najblia BCTPEYaloTCs TAK)KE U B APYTUX OTPsiAax rojJoTypuid. B kauecTse npu-
Mepa MOKHO TIpUBeCTH nenoMopdublil pon Eupyrgus (cem. Eupyrgidae, otpsig
Molpadiida) (Ha CXOJCTBO B CTPOCHUHU MPOCTHIX HIYIAJIEI Y 3TOI'0 POJA U MPO-
cTeIX Tynanern Psolus digitata ykaspiBan eme Jlronsur (Ludwig, 1894, p. 139))
U SIBHO BTOPUYHBIE IIPOCTHIC IIYIAJIbIIA, BCTPEYAIOIINECS Y IEAOMOP(HBIX I'0O-
norypwuii cem Synaptidae (otp. Synaptida): Leptosynapta minuta, L. brasiliensis,
Rhabdomiolgus ruber, “Myriotrochus” geminiradiatus n np. (Cmupnos, 2014;
Smirnov, 2015). Takum 00pa3om, NPOCThIE IIyHaJblila HEOAHOKPATHO Mapal-
JIENIbHO BO3HUKAIHU B Pa3HBIX OTPsAax TOJOTYPHil, a HAJTHYKUE TPOCTHIX HEBET-
BSTITUXCS ITyTajer] HUKaK HeTb3s CYUTaTh Mpu3HakoM oTpsaa Dactylochirotida,
OTJIMYAIOIINM €r0 oT oTpsma Dendrochirotida.

2. U-obpasnas ¢opma xapakrepHa He Tonbko Uit Dactylochirotida (puc. 2s, e),
HO TaK)Xe CBOWCTBEHHA psiiy TakcoHOB Dendrochirotida sensu Pawson et Fell,
1965, nanpumep, npencrasurensim cemeiictB Psolidae, Phyllophoridae, Sclero-
dactylidae, Heterothyonidae, Thyonidae u npyrum (puc. 2a, 6, 2, 0, o). Dendro-
chirotida s. lato sBnsI0TCS cecToHO(aramMu U, CKOpee Bcero, Takas gopma Tena
BO3HHKJIA HE3aBHCUMO B Pa3HBIX CEMEHCTBaX KakK MPUCIIOCOOICHNE K 3apbIBal0-
memycst o0pa3y xusHu. B cemeiictBe Rhopalodinidae U-o6pasnas popma tena
MpHUBesia K CIUSHUIO0 HUCXOASILEH U BOCXO/SIICH OJIOBHH U 00pa30BaHUIO CBOE-
00pa3HbIX OyThUIKOOOpa3HbiX GopM ¢ 10 amOynakpamu (puc. 23).

3. VkpereHune CTeHKH TeJla CBOMCTBEHHO MHOT UM IOJIOTYPHSIM U BCTPEYaeTCsI
HE TOJBKO y CEMEHCTB, BEIZCIEHHEBIX B oTpsn Dactylochirotida (puc. 2e, 3e, arc, 3),
HO Y CPEeIH MPEICTABUTENEH CeMEHCTB, OCTaBIeHHBIX B oTpsiae Dendrochirotida
sensu Pawson et Fell, 1965. Y ronoTypuii ykpemnieHue CTeHKH Tella MOKET Mpo-
HCXOAUTH KaK 32 CUET Pa3BUTHS IUIOTHOW COCIMHUTEIBHON TKaHU, HAIIpUMep,
B pone Stichopus (Stchopodidae, Aspidochirotida), Tak u Onaromapsi pa3BUTHIO
B CTEHKE Teia OOJIBIIOr0 KOJIMYEeCTBA CKJICPHTOB HEOOJNBIIOro pasMmepa,
410 cBoMcTBEHHO MHOIUM Dendrochirotida sensu Pawson et Fell, 1965. Hakonerr,
MaHIUPb MOXET OBITh 00pa30BaH KPYNMHBIMU IJIOTHBIMH YCITYSIMH, KOTOpPbIE
pa3BUBaIKCh OJarofapst yCHJICHHOMY POCTY CKJIepHTOB. 11omoOHBIH maHIUph
xapaktepen ans Ypsilothuriidae (Dactylochirotida) (puc. 2e, 32) u ans Psolidae
(Dendrochirotida sensu Pawson et Fell, 1965) (puc. 22, 36) (y Psolidae manups
13 HAJEralmuX APYT Ha APyra IUNIOTHBIX IUIACTHHOK ITOKPBIBACT JOPCAIBHYIO
1 OOKOBBIE YACTH Tella, TOTJa KaKk BEHTpasibHas 4acTh Teda y Psolidae mpe-
oOpa3oBaHa B HpPUKPENUTEIbHYIO mojpomBy). OOpa3oBaHHE MAHLIUPS TaKKe,
HECOMHEHHO, IPOU30IIUI0 HE3aBUCHMO B pa3HbIX rpymnmnax. Cpeau Dendrochirotida
sensu Pawson et Fell, 1965 str. nanmupe pa3sutT B cemelictBax Paracucumidae
n Heterothyonidae, n y HekoTOpbIX npezcraBuTenei cemerictBa Cucumariidae
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Puc. 3. JleHapOXHPOTHAHBIE TOJIOTYPUN C MAaHIUPEM M3 IUIOTHBIX TMJIACTHHOK (Yemryi):
a — Pseudocnus alcocki (Cucumariidae, Dendrochirotida); 6 — Heterothyone alba (Heterothyo-
nidae, Dendrochirotida), mepenuuii konew; ¢ — Psolus diomedeae (Psolidae, Dendrochirotida);
2— Ypsilothuria bitentaculata (Ypsilothuriidae, “Dactylochirotida”); 0 — Psolus fabricii (Psolidae,
Dendrochirotida), ¢pparment nanuups; e — Psolus phantapus (Psolidae, Dendrochirotida), ¢par-
MEHT MaHuupsi; oc — Ypsilothuria bitentaculata (Ypsilothuriidae, “Dactylochirotida”), pparment
naHuups; 3 — Vaneyella dactylica, (Vaneyellidae, “Dactylochirotida’); u — Stereoderma imbricata
(Cucumariidae, Dendrochirotida); k — Psolus agulhasicus (Psolidae, Dendrochirotida), pparment
naniups. @ u3 Koehler, Vaney, 1908; 6 u3z Pawson, 1963; ¢ u3z Caso, 1976; 2 u3z Cuénot, 1948
o Ludwig, 1894; 0, e u3 Bell, 1882; o, x u3 Ludwig, Heding, 1935; 3, u u3 Ohshima (1918).

1 IPyTHX ceMeucTB (puc. 2a, 0, 3a, 6, u). OTMETHM, 9TO 00pa30BaHHE TAHITAPS
M BEJIMYMHA 00Pa3yIONIMX €ro MIACTHHOK (Yelnyid) JIerKO MEHSIETCS B 3aBUCH-
MOCTH OT YCIIOBUW OOMTaHUS, YTO MOYKHO MIPOCIICIUTH Ha IpuMepe poaa Psolus.
BonbIIMHCTBO BUJIOB pojila OOMTAET HA MOBEPXHOCTHU JIHA, IMPUKPEIUISSACH I10-
JIOIIBON K TBEPIOMY CyOCTpaTy — KaMHsIM WJIM pakoBuHaM. Bun P. phantapus
3aphIBACTCS B TPYHT M HaJl MOBEPXHOCTHIO JIHA PACIIOJIOKCHBI TOJBKO €ro po-
TOBOW W aHAJNBHBIH KOHYCHI, H Y 3TOT0 BHUJA YEIIyH 3HAYUTEILHO MEHBIIE
B pazMepax M ropasjio MeHee MioTHbIe (puc. 20, 3e), 4eM y Ipyrux BUJOB poaa
(puc. 2e, 36, 0, ). Takum 00pa3oM, HAIMYUE TTAHITUPS BOSHUKAET MapaijIelIbHO
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Puc. 4. ['moTouHOE KOTBIO (d—3) U CKIEPHUTHI CTEHKH TeNa (1—c) ISHIPOXUPOTHIHBIX T'OJ0-
Typuil: a — Vaneyella digitata (Vaneyellidae, “Dactylochirotida”); 6 — Mitsukuriella squamulosa
(Vaneyellidae, “Dactylochirotida”); 6 — Ypsilothuria talismani elegans (Ypsilothuriidae, “Dactylo-
chirotida”); e — Rhopalodinopsis capensis (Rhopalodinidae, “Dactylochirotida”); 0 — Trachythyo-
ne bouvetensis (Cucumariidae, Dendrochirotida); e — Heterocucumis steineni (Cucumariidae,
Dendrochirotida); oic — Paracucumis turricata (Paracucumidae, Dendrochirotida); 3 — Phyllo-
phorella robusta (Phyllophoridae, Dendrochirotida); u — Vaneyella digitata (Vaneyellidae, “Dac-
tylochirotida™); x — Mitsukuriella squamulosa (Vaneyellidae, “Dactylochirotida”); » — Ypsi-
lothuria bitentaculata virginiensis (Ypsilothuriidae, “Dactylochirotida”); m — Rhopalodina
gracilis (“Dactylochirotida”, Rhopalodinidae); » — Cucumaria frondosa (Cucumariidae, Den-
drochirotida); o — Cladodactyla senegalensis (Cucumariidae, Dendrochirotida); n — Paracucumis
turricata (Paracucumidae, Dendrochirotida); p — Phyllophorus discrepans (Phyllophoridae,
Dendrochirotida). a, 6, orc—x, m, n, p u3 Heding, Panning, 1954; ¢, 7 u3 Heding, 1942; 2 u3 Thandar,
2001; o, e u3 Ludwig, Heding, 1935; n u3 Panning, 1955; o u3 Panning, 1957.

B psiJie TPYIII IEHAPOXUPOTHAHBIX TOJOTYPUI, U ATOT NPU3HAK HEJb3sI paccMa-
TpUBaTh Kak 4epTy, ommmuatonryro Dactylochirotida or Dendrochirotida sensu
Pawson et Fell, 1965.

4. CTtpoeHHE TJIOTOYHOrO KOJbIA. [IpOCTBIM HM3BECTKOBBIM TIJIOTOYHBIM
KOJIBIIOM 0e3 3aJIHNX OTPOCTKOB Ha pPaJualbHBIX CErMEHTaX, MoApa3/eieH-
HBIX Ha OTHENbHbIE Kycoukw, cpenu Dactylochirotida obmanaroT cemeiicTBa
Vaneyellidae (puc. 4a, 6) u Ypsylothuriidae (puc. 46), 9To CcOMMKaeT ITH
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cemeiictBa ¢ Cucumariidae (puc. 40, e), Psolidae, Paracucumidae (puc. 4orc)
u np. orpsaa Dendrochirotida sensu Pawson et Fell, 1965. B To e Bpems pa-
IMaJIbHBIE CETMEHTHI TJIOTOYHOTO KoJibIla ceMelicTBa Rhopalodinidae u3 orpsi-
nma Dactylochirotida mmeroT 3agHue OTPOCTKH, MOAPA3/IEICHHBIE Ha KYCOUYKH
(puc. 4e), uto conmxkaet ero ¢ cemeiictBoMm Phyllophoridae (puc. 43) u3 orps-
na Dendrochirotida sensu Pawson et Fell, 1965. Tak 4To cTpoeHHE TIIOTOUYHOTO
KOJIbIIa, HE MMEIOIIECT0 y pajHalibHbIX CEIMEHTOB 33JIHUX OTPOCTKOB, MOApa3-
JICIICHHBIX Ha KYCOYKH, TAK)KE HE MOXKET pacCMaTPUBAThCs KaK MPU3HAK, OTTpa-
HurunBaromuii otpsa Dactylochirotida ot otpsima Dendrochirotida sensu Pawson
et Fell, 1965. CxoacTBO B CTpPOSHUU TIIOTOYHOTO KOJbIA B TpEeNiax OTpsijia
HE BO3HUKACT IMapajuieibHO, KaK 3TO ObLIO C MEPBBIMH TPEeMs MPU3HAKAMH,
a, HAaIIPOTHB, YKa3bIBaeT Ha POJICTBO TakCOHOB. Kak cpenu Dactylochirotida, Tak
u cpenu Dendrochirotida sensu Pawson et Fell, 1965 BcTpeuarotcs cemeiicTsa,
HMMEIOIIME H3BECTKOBOE TIIOTOYHOE KOJIBIIO 0€3 3aJHUX OTPOCTKOB Ha pajiHalib-
HBIX CETMEHTAaX, TaK U ceMeicTBa, 00JIa aroNue MIOTOYHBIM KOJIBIIOM C 3a/THHU-
MU OTPOCTKAMH PATUATBHBIX CETMEHTOB, MOAPA3ICIICHHBIMU HA KYCOUKH.

Takum 00pa3oM, HU OIHMH M3 MPUBEIACHHBIX MPU3HAKOB, 10 KOTOPHIM OT-
psaa Dactylochirotida otnmuaercst ot orpsigma Dendrochirotida sensu Pawson
et Fell, 1965, TakoBbiM He siBiiseTcs. MOXHO OBLIO OBl MPEIIONOKUTH, YTO
nis Dactylochirotida cnermuduyaHbl HE OTAENBbHBIC TPU3HAKH, 3 UX COUYCTAHUE,
OJTHAKO TIEPBbIC TPH M3 YETHIPEX MPU3HAKOB, PACCMATPUBACMBIC KaK XapakTep-
uele aia Dactylochirotida, ierko BO3HHKArOT B COBEPILEHHO Pa3HBIX TPYMIax
Y, OYCBHJIHO, CBS3aHBI C 00pPa30M >KHU3HH M MPHUCIOCOOICHUSIMU K CXOTHBIM
YCJIOBHSIM BHEIIHEW CpeJibl, TOI/Ia KaK MMEHIUe 00jIee BaXKHOE TAKCOHOMUYE-
CKO€ 3HAYCHHE «IIPe00JIaarolie» KOHCEPBATHBHbBIC MPU3HAKHU CKEJIETa SIBHO
yKa3bIBAIOT Ha MoymdrieTHIecKuit xapakTep Dactylochirotida u Ha CBsI3b BXO-
ISIIAX B €0 COCTaB CeMENCTB ¢ pa3HbIMU cemericTBamu Dendrochirotida sensu
Pawson et Fell, 1965 (Smirnov, 2012).

AHau3 «peo0IalatoluX MPU3HAKOBY) U, MPEKJIE BCErO CKEICTHBIX 3Jie-
MEHTOB SICHO TT0Ka3aJl, YTO 10 CTPOSHHUIO IIOTOYHOI'O KOJIbIla 0€3 JUTMHHBIX 3a-
JTHUX OTPOCTKOB Ha paJHaIbHBIX ceTMEHTax ceMelicTBa Vaneyellidae (puc. 4a, b)
n Ypsilothuriidae (puc. 46) 6ausku x cemeiictBy Cucumariidae (puc. 49, e),
Psolidae, Paracucumidae (puc. 4o1c) U pany Apyrux CEMEHCTB, U MBI MPEIIIO-
XKUIU 00beIUHUTH UX B mofoTps Cucumariina (Smirnov, 2012). [To cTpoenuto
ckieputoB cemeiictBo Vaneyellidae (puc. 4u, k) odeHb OJIM3KO K CEMEHCTBY
Cucumariidae (puc. 4w, o). Ckneputsl Ypsilothuriidae, obiagaroniiue Hampas-
JICHHBIM BBEPX TUIOTHBIM PETHKYJISPHBIM BBIPOCTOM (HE TOMOJIOTHYHBIM IIITH-
JIT0 CKJIEPUTOB B BUJIE OAIIEHOK) (puc. 4.1), 09€HBb CXOIHBI C TOTOOHBIMU CKJIEPH-
tamu Paracucumidae (puc. 4n) 1 MbI IpeIIOIaracM, 4To, BO3MOXKHO, CEMEHCTBO
Paracucumidae Pawson et Fell, 1965 ny>xHO cMHOMH3HpOBaTh ¢ ceMeiicTBOM
Ypsilothuriidae Heding, 1942 (Smirnov, 2012, p. 823). Panee MbI pesIoKuiIH
cBectu cemeiicTBo Vaneyellidae Pawson et Fell, 1965 B cuHOHUM K ceMelCTBY
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Cucumariidae Ludwig, 1894 (Smirnov, 2012), Ho B HacToOsIIee BPpeMs U3MECHUIIU
CBOIO TOYKY 3pEHHS U TIOJIaraeM, 4TO 9TO OBLIO CAETaHO MPEKICBPEMEHHO.

CTpoeHue rI0TOYHOr0 KOJIbLa U CKJIEPUTOB CTEHKH TeJla yKa3blBaeT Ha OJin-
30cTh cemeiicTB Rhopalodinidae (puc. 4e, m) u Phyllophoridae sensu Smirnov,
2012 (puc. 43, p), uTo OBUIO paHEe OTMEUCHO HCCIICAOBATEISIMH, N3YYaBIIUMHU
pananoguaua (Heding, 1937; Thandar, 2001). B npennoxeHHOH HaMU cucTeMe
kiacca Holothroidea Mbl momMecTusiv 3TH JiBa CEMEWCTBA PsJIOM B TPYIIIE Ce-
MeHCTB, 00J1aIal0NIMX TTIOTOYHBIM KOJBIIOM C 3aJHUMH OTPOCTKAMHU pajiHallb-
HBIX cerMeHTOB (Smirnov, 2012).

[IpuMeHeHuns KJIAAUCTUYECKOTO aHAJIU3a HE rapaHTHUPYeT OT OLIMOOK NIpHU
MIOCTPOCHUHU CHCTEMBl U HE BCErZa MPHUBOAUT K O€30IIMO0UYHOMY pE3yJIbTary.
Kep u Kum (Kerr, Kim, 2001) npoBenu kJ1agucTUYECKHI aHAJIN3 CUCTEMBI KJ1ac-
ca Holothuroidea, ayist yero BeiOpanu 47 NpU3HAKOB M MPOAHAIH3UPOBAIN UX
pacrpocTpaHeHHuEe cpenr 25 CEeMEUCTB TOJIOTYpPUH. DTa CTaThsl ObLIa KPaTKO
IpoaHaIM3upoBaHa HaMu paHee (Smirnov, 2012). B koHTekcTe 06cyx)aaemMoit
TeMbl napasenn3mMoB B kiacce Holothuroidea ciiexyet orMeTnTh, 4TO XOTA Cpe-
OU TPHU3HAKOB, BEIOPAHHBIX aBTOPAMHM ISl KJIAJUCTHYECKOTO aHaju3a, 00Jb-
LIIMHCTBO aHATOMHYECKUX MPU3HAKOB, HA HAI B3TJIsJ, BEIOPAHO CIIPaBEJIMBO,
HO, B TOE BpeMsi, 8 U3 MCIOJIb3yEeMBIX aBTOPaMH MPU3HAKOB MOphodyHKIIHO-
HaJIbHO ECTKO CBS3aHbI C IPYTMMHU U, IO CYTH, IPEICTABISAIOT CIUHBIH KOM-
IIJIEKCHBIN Npu3HaK. Takoe 1yO0aupoBaHUE YBEIMYUBAET KOJIMUECTBO UCIIONIb3Y-
EMBIX IIPU aHaJU3e MPU3HAKOB U TEM CaMbIM BHOCHUT OIIHOKY, KOTOpask MOXKET
MOBIHUATH HA KOHEUHBIN pe3ynbraT. HekoTopble mpru3Haky, BHIOpaHHBIE aBTOPa-
MU /IS aHAJIN3a, SIBHO Pa3BUBAJIKCH MapaJUICIbHO M UX UCIIOIb30BAaHHE MOXKET
MPUBECTH K HENPaBUIIBHBIM pe3ysibTaraM. B mepByro odepens 3TO OTHOCHUTCS
k 11 mpu3HaKaM, CBSI3aHHBIM C BHEITHEH MOp(]OIOTHEH U JeTalsIMU CTPOCHHS
M3BECTKOBOI'O IMIOTOYHOT'O KOJIBLA, XOTS NMapaijIeIu3Mbl BCTPEUAIOTCS U CPEau
AHATOMHMYECKUX MPHU3HAKOB. [1o HalleMy MHEHHIO, HE3aBUCUMO B Pa3HbIX OTpsi-
JaX U CEMEHCTBaX TOJIOTYPHi BOSHUKAIIN TAKHE COCTOSIHHS TPU3HAKOB: TTOpa3-
JeTICHHE TTPOJIOJIBHBIX MYCKYJBHBIX JICHT HaJ| JIBa MPOAOJIBHBIX TSKA; HAIUYHUE
CBOOOJIHO CBEIIMBAIONIUXCS B MOJOCTh TEJa aMITyJl HIyTajell; HaJllndie Bhlpa-
’KEHHOM IMOJIOIIBBI; BHITSIHYTHIM M YTOHUAIOUTUMCS K KOHILY 3a/IHUM KOHEIl TeJa;
pacrmoioKeHne POTOBOIO OTBEPCTUSA (TEPMHUHAIBHOE-CYOTEPMUHAIBHOE, SIBHO
JopcalibHOE, SIBHO BEHTPAJIBHOE); PACIOIOKEHUE aHAJIBHOIO OTBEpCTHUs (Tep-
MUHaJIbHOE-CYyOTepPMHUHAIBHOE, SIBHO JOPCAIbHOE, SIBHO BEHTPAJIbHOE); JJMHA
JIOpCallbHOr0 MHTEppaanyca (3HAYUTEIHLHO KOpoUYe WIIM paBHA JJIMHE JPYTUX
WHTEPPaJNYCOB); TUNIACTUHKY CTEHKH Tella, Halleraloliyue APYyT Ha JIpyra; Hallu-
Yhe YBEIWYEHHBIX JOPCAJIbHBIX MAIUJUL; HAJIMYUE OTBEPCTHS HA PajMaibHBIX
CerMEHTax IJIOTOYHOTO KOJIbLA; HAJMYME JJIMHHBIX 3aJHUX OTPOCTKOB Ha pa-
JUAJIBHBIX CETMEHTAaX TII0TOYHOr0 KOJIbIA; IPOIOPLUH PaIUalbHbIX CETMEHTOB
[JIOTOYHOTO KOJTbIIA (IJTMHA U IIUPHUHA CETMEHTOB IIPUMEPHO PaBHBI HIIN JAJTMHA
CerMeHTa HaMHOTO MPEBBIIIACT €ro NIMPUHY); HATMYUE BBIEMKH Ha MEpeHEM
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Puc. 5. Cxema npuKperieHUii ME3eHTEPHEB, TOIICPKUBAIONINX KHIIEUHUK, K CTCHKE Tela
B Pa3HBIX OTPsAAX FOJOTYPHH (¢—6) U B pa3HBIX ydacTKax Teya roaoTypuit orpsaa Elasipodida
(e, 0), Bun ¢ opanpHO# cTopoHsl: a — Elasipodida; 6 — Aspidochirotida; 6 — Dendrochirotida,
2 — Elasipodida, nepennsis dacte Tena; 0 — Elasipodida, 3amusis dacte Tena. O003HAYCHUS:
JIBp — JICBBIN BEHTPAJIbHBINA PaINyC; JAP — JCBBIN JOPCATBHBIA PAINyC; MBpP — MEIIMOBCHTPATb-
HBIIl paguyc; IBp — MpaBblii BEHTPAJIbHBINA paanyc; MIp — MpaBblii JOpCaNbHBIN paguyc; 1 —
MEPBOE HUCXOSIIECE KOJICHO KUIIICYHUKA; 2 — BOCXOJISIIIEe KOJICHO KUIIIEYHUKA; 3 — BTOPOE HHUC-
XOJIsIIIee KOJIGHO KHIeuHuKa. a—¢ u3 Ekman, 1926; ¢, 0 u3 ['eOpyk, 199006, HeMHOTO H3MEHEHO.

Kpae paguaibHBIX CErMEHTOB INIOTOYHOTO KOJIBIIA ISl TOMEIIEHU S aMITyJIbI IITy-
TaJiel]; COOTHOIIEHNE BBICOTHI COYJIEHOBHOM MOBEPXHOCTH CETMEHTOB KOJbIIA
Y BBICOTHI HHTEPPAIHAIBHBIX CETMEHTOB; HAIMYHE CKICPUTOB B BHJIC IIACTH-
HOK C UTJI000pa3HBIM BBEIPOCTOM; HAJIMUUE CKIJICPUTOB B BUJIE JCHIPOXUPOTHU/I-
HBIX MPSDKEK. YKa3aHHBIC HEJ0YEThl MPUBEIM K TOMY, YTO B pE3yJIbTaTe KJia-
nuctudeckoro ananuza Kerr and Kim (2001) nmoaTBepaniin «IpaBOMOYHOCThY
BeIZeieHre oTpsiga Dactylochirotida. Cka3aHHOe TONTBEP)KIAeT OYCBUIHYIO
MBICITb O TOM, YTO TP KJIAJUCTHIECKOM aHAJIN3€e, TPABOMEPHOCTH TTPOBEACHUS
KOEro HaMU HH B KOEM ClIy4yae He OTPHIIaeTCs, HEOOXOAUMO TIIATEILHO aHAJH-
3MPOBATh BEIOPAHHBIC JIJISI OHOT'O aHAJIKM3a TPU3HAKHY, 1a0bl H30€KaTh UX JyOIu-
pOBaHMs, a TAKXKE YUYUTHIBATh MX BO3MOXKHOE MapajijielibHOe BOSHUKHOBEHHE,
MOEJIMKY YTO 3aJIOKHILb B MATPUILY Ha BXOJIE, TO U MOJIYUHUIIb Ha BBIXOJIE.

C ropazmo Gomee CIOXHOW CUTyallied MbI CTOJNIKHYJIHCH TIPH aHAIN3€e Cy-
mecTByroIel cuctemel orpsina Elasipodida. EnnHCTBEHHBIM 00IIKUM JUTSL BCEX
Elasipopida npusHakoM siBIIsSIETCSI CBOCOOPA3HOE PACIIONOKEHUE ME3CHTEPUEB,
noazaepkuBatomnx kumeyHuk. Y Elasipodida Bce Tpu Me3eHTepH s, IO ACPKHU-
BaOIME KUINEYHHUK, B IEPETHEM M CPEIHEM ydacTKax TeJjla KPEHsATCs K CTCHKE
Tejaa JopcaibHO (PUC. S5a, 2) ¥ JUlb B 3aJIHEM OTJCJIC Tejla ME3CHTEePHUH, MOI-
JePXKUBAIOIIAN BTOPOE HUCXOASIIEE KOJIEHO KUIIEYHUKA, IEPEXOINUT B MTPABBIH
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Puc. 6. I'onotypun orpsaoB Elasipodida u Aspidochirotida: a — Laetmogone maculata
(Laetmogonidae, Elasipodida); 6 — Amperima naresi (Elpidiidae, Elasipodida); 6 — Psychropotes
mirabilis (Psychropotidae, Elasipodida); 2 — Pelagothuria natatrix (Pelagothuriidae, Elasipodida);
0 — Oneirophanta mutabilis (Deimatidae, Aspidochirotida); e — Paroriza grevei (Synallactidae,
Aspidochirotida); orc — Mesothuria squamosa (Mesothuriidae, Aspidochirotida); 3 — Benthothuria
distorta (Synallactidae, Aspidochirotida); u — Bathyplotes pellucidus (Synallactidae,
Aspidochirotida); k — Dendrothuria similis (Synallactidae, Aspidochirotida); 2 — Apostichopus
Japonicus (Stichopodidae, Aspidochirotida); m — Holothuria tubulosa (Holothuriidae,
Aspidochirotida). @ u3 McBride, 1906 o Théel, 1882; 6, e u3 Hansen, 1956; 6, 0 u3 Hansen, 1975;
2 u3 Kaestner, 1963 o Chun, 1903; orc—« u3 Koehler, Vaney, 1908; z u3 Banos, Ctpenkos, 1949;
m u3 Ludwig, 1889-92.
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BEHTPAJIbHBIH HHTEPPAANYC U KPEIUTCS K CTEHKE TeJia BOIM3H MeInoa0pcalb-
HOTO MYCKYIBHOTO TsKa (puc. 50) (I'ebpyk, 19900). ¥V Bcex ocTaabHBIX TONO-
TYpUIl ME3EHTEPH, OAACPKUBAIOLIAN BTOPOE HUCXOS1IEE KOJIEHO KHUIIIEYHH-
Ka, Ha BCEM MPOTSIKCHUH MOJHOCTHIO MPUKPEIUISIETCS B MPABOM J0PCATHLHOM
unTeppaaunyce (puc. 56, g). Bropoit xapakrepusiii qs Elasipodida nmpusnak —
OTCYTCTBHE BOJHBIX JIETKUX — CBOMCTBEHEH TakKe 1 oTpsiay Synaptida. Octanb-
HBIC TPU3HAKH, KOTOPBIE OOBIYHO MPUBOJIST IPH XapaKTEPUCTHUKE OTPSI/Ia, CBOM-
CTBEHHBI TOJBKO OT/IEJIBHBIX CEMEHCTBAaM, BXOSIINM B €r0 COCTAaB M HE SIBJIS-
I0TCS IIPU3HAKAMU, XapaKTEPHBIMU JJIs1 BCETO OTPSIA.

AHaIN3 CTPOCHUS CKEJIETHBIX DJIEMEHTOB, X PACIIOJIOKCHHS U HEKOTOPBIX
OpyruX MOpdoIornyecKkux MPU3HAKOB MIPUBEN HAC K MPEIIOI0KEHUIO O TOM,
yto oTpsj Elasipodida monudunerrnuen, a TpaJuIIMOHHO OTHOCSIIEECST K HEMY
cemeiicTBo Dematidae 10oJ5KkHO OBITH BBIBEJICHO U3 cocTaBa oTpsina Elasipodida
u mometnieHo B oTpsa Aspidochirotida. [To Bremraemy Bumy Deimatidae (puc. 60)
mox0u Ha HeKoTopbIX Laetmogonidae (Elasipodida) (puc. 6a), HO Taxxke Hamo-
MHHAIOT U IpeacTaButeneii orpsana Aspidochirotida (puc. 6u-u). Eme Jlrogsur
(Ludwig, 1894) ykassiBai, uto cemerictBo Deimatidae Théel, 1882 mo Hanu4uio
WU OTCYTCTBHUIO OOKOBBIX MAITHILI MOAPA3AEISIETCS Ha IBE XOPOILIO pa3Inyu-
Mble rpynnel. Okman (Ekman, 1926) Bergenun u3 cocraBa Deimatidae HOBoe
ceMmeticTBo Laetmogonidae, kotopoe, B otuune ot Deimatidae s. str., He UMeeT
OOKOBBIX MAMIJII U 00JIaJJaeT COBEPIICHHO HHBIMU CKJIICPUTAMH CTCHKH TeJa.
OH Takke ykasbiBal, yTo Laetmogonidae Mo CTpOCHHIO CKICPUTOB CTOAT OJTH-
xe Kk Elpidiidae, vem x Deimatidae, ¢ koTopsiMu OHU 00beauHsIIHCh. CeMei-
ctBo Deimatidae sensu Ekman, 1926 pesko oTinyaeTcst OT Jpyrux CEMEWCTB
orpsaa Elasipodida, k KOTOPOMY €ro OTHOCHJIM paHee, HE TOJbKO HAIMYHEM
OOKOBBIX TAMMJII, HO ¥ OPUCHTAIIMEH CKJIEPHUTOB B OOKOBBIX M JIOPCAJIBHBIX
nanusuiax. [IpomonbHas och ckiepuToB manuiut y Deimatidae pacmonaraercst
napajelbHO MPOJOJABHON OCH ManuilIbl, a B cemelicTBax orpsaa Elasipodida
sensu Str. IEPUEHAUKYISIPHO K Heil. CKIEpUTHI B BHJAE MJIACTUHOK (puc. 72)
W CXOIHBIX C HUMH INNATENCBHIHBIX NaJOueK, MPOHU3aHHBIE OTBEPCTHIMU,
He BcTpeuatorcesi cpenu cemeiicte Elasipodida s. str. u Goyiee OMM3KHU K 1ia-
CTHHKAM JICTOYHBIX TonoTypuit. bexep (Becher, 1909, p. 445, fig. 8) ykazpiBan
Ha CXOJICTBO PeIIeTUYaThIX MIACTUHOK Oneirophanta alternata (=0O. mutabilis
mutabilis) (puc. 70) uz Deimatidae u Synallactes woodmasoni (=Amphigymnas
woodmasoni) (puc. 7a) u3 Synallactidae. Cxneputsl Deimatidae (puc. 72, 0)
OYCHb CXOHBI U, TI0 HAIIEMY MHEHHIO, TOMOJIOTHYHBI cKiiepuTaMm Synallactidae
B BHJIe OameHOK (puc. 7a-g), U SIBISIOTCS PENyLUPOBAHHBIMHU OalleHKaMW,
Y KOTOPBIX COXPAHUIOCh TOJIBKO OCHOBaHUE.

K coxanenuro, crpoenne riiotouHoro koibiia Elasipodida ouens minoxo us-
BectHO. CemeticTBa Psychropotidae u Laetmogonidae (puc. 8¢) uMerT KOIbIIO,
CXOAHOE 10 CTPOCHHIO C KOJNbLAMHU APYTHUX OTPSAOB TONOTYPHil, HO OTJIMYa-
FOTCS OT HUX OYCHb HU3KOM cTeneHbio Kaibiudukanuu (Hansen, 1975, p. 186).
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Puc. 7. Cxnepurs! ronorypuii orpsagoB Elasipodida n Aspidochirotida: @ — Amphigymnas
woodmasoni (Synallactidae, Aspidochirotida); 6 — Bathyplotes punctatus (Synallactidae,
Aspidochirotida; 6 — Synallactes heteroculus (Synallactidae, Aspidochirotida); e — Deima va-
lidum validum (Deimatidae, Aspidochirotidae); 0 — Oneirophanta mutabilis mutabilis (Deima-
tidae, Aspidochirotidae); e — komneco Laetmogone violacea (Laetmogonidae, Elasipodida),
BEpXHsIsi CTOPOHA; dic — Koneco Amperima rosea (Elpidiidae, Elasipodida), HikHsIst cTOpOHA;
3 — qameoOpa3HO U30THYTHIE CKICPUTHI ¢ 3—5 myuamu Laetmogone violacea (Laetmogonidae,
Elasipodida), BepxHsisi cTOpOHa; u — U30THYThIe KpecTooOpa3Hble CKIepUThl Peniagone azorica
(Elpidiidae, Elasipodida); k — u3oruyThie KpecTooOpas3Hbie CKICPUTHI Psychropotes longicauda
(Psychropotidae, Elasipodida); 7 — koneco Laetmogone violacea (Laetmogonidae, Elasipodida),
HWKHSISL CTOpOHA; M — Koneco L. violacea (Laetmogonidae, Elasipodida), Buxg cOoky; n — Ko-
neco Benthogone rosea (Lactmogonidae, Elasipodida), BepxHsisi cTOpoHa; 0 — pa3BUTHE KOJIEC
B. rosea (Laetmogonidae, Elasipodida), Buj cHu3y; n — qameo06pa3Ho H30THYTHIH CKICPUT ¢ 4 ITy-
yamu Laetmogone violacea (Laetmogonidae, Elasipodida), Buj c6oky. a n3 Koehler, Vaney, 1905;
6, 6 u3 Heding, 1940; 2 — x u3 Hansen, 1975; 1 — n u3 Ekman, 1926; o, n u3 Perrier, 1902.
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Puc. 8. Tnortounoe konbumo ronotypuit orpsmoB Elasipodida u  Aspidochirotida:
a — Bathyplotes punctatus (Synallactidae, Aspidochirotida); 6 — Pseudostichopus mollis
(Synallactidae, Aspidochirotida); 6 — Zygothuria marginata (Mesothuriidae, Aspidochirotida);
2 — Oneirophanta setigera (Deimatidae, Aspidochirotidae); 0 — Oneirophanta mutabilis
(Laetmogonidae, Elasipodida); e — Laetmogone maculata (Laetmogonidae, Elasipodida);
orc — Elpidia glacialis (Elpidiidae, Elasipodida). a—s, e u3 Heding, 1940, ¢, 0, o« u3 Hansen, 1975.

B cewmeiicte Elpidiidae otpsiga Elasipodida rmoTouHoe KOJBIO pemxynupoBa-
HO ¥ COCTOUT TOJBKO M3 pajilalbHBIX cerMeHTOB. OHM MMEIOT BHJ JTHHHBIX
TOHKHX OTPOCTKOB, OTXOASIIMX OT LIEHTpa cerMenTa (puc. 8orc). CTpoeHue rio-
To4HOro Kousiblila Deimatidae (puc. 82, 0) CXOIHO MO CTPOSHUIO C TIIOTOYHBIM
konbioM Laetmogonidae (puc. 8¢), HO He B MEHBINECH CTENEHH OHO OJIU3KO
1 K mioTouHoMy koibity Synallactidae (puc. 8a—s). CoBpeMeHHOE COCTOSTHUE
HaIIUX 3HAHWH O CTPOCHHH TIOTOYHOTO Koubla oTpsaa Elasipodida ve mo3so-
JISICT OAHO3HAYHO CKa3aTh, K TJIOTOYHOMY KOJIbLy Kakoro orpsiga — Elasipodida
s. str. unu Aspidochirotida 6mumke Mo cTpoeHHIo roToYHOe Konblo Deimatidae.
[Ipu sTOoM cpaBHeHue cTpoeHus kojbila Deimatidae u Synallactidae, mo xpaii-
HEl Mepe, He MPOTUBOPEYHT MPETOI0KEHHIO 0 Oiin3ocTH ceMeiicTB Deimatidae
u Synallactidae n mepeBomy cemeiictBa Deimatidae B otrpsim Aspidochirotida.
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[lepBble MOJIEKYISIPHO-TEHETUUECKHE JaHHbBIE, MOJyYCHHbBIE MPH H3yde-
uuu Buaa Deima validum (cemerictBo Deimatidae), mokazaiu, 4To 3TOT BUJI
O30k K BuAaM Benthothuria funebris m Paroriza prouhoi (Solis-Marin,
2003), koTopble B HACTOsIIEEe BpeMsi OTHOCSATCA K cemeiicTBy Synallactidae
U UMEIOT pa3BUTHIC BOAHBIC Jerkue. To, uTo cemeiicTBo Synallactidae o mo-
JEKYJISIPHO-TEHETUYECKUM JaHHBIM MONU(DUINTUYHO U B HEM MOXKHO BBIJE-
JUTh, IO KpaitHeil Mepe, Tpu rpynmsl (Solis-Marin, 2003), B taHHOM ciryuae
HE BaKHO. 3HaYeHUE HMeeT TOT (akT, 4To BUABI Benthothuria funebris
u Paroriza prouhoi, Xk KOTOpEIM OH30K BUA Deima validum, IMEIOT pa3BUTHIE
BOJIHBIC JIETKHE U, TAKUM 00pa3oM, 3TO 0Ka3bIBaT cBs3b Deimatidae ¢ ierou-
HBIMH TOJIOTypusiMu oTpsina Aspidochirotida.

BosmoskHo, uto y Deimatidae mMoria mpou3olTH penyKIus BOIHBIX JieT-
KHUX B CBS3HM C OOMTaHHWEM Ha OONbIIMX TITyOMHAX, MOCKOJIBKY Y MHOTHX TIIy-
OOKOBOJHBIX UTIIOKOXKUX IMPOUCXOIHUT PeNyKIHs opraHoB npixanus (A.H. Mu-
POHOB, YCTH. coo0ir.). UTo kacaeTcsi U3MEHEHU S PACIOJIOXKCHHSI ME3CHTEPH S,
MOJZICPKUBAIOIIETO BTOPOE HHUCXOASIIEEe KOJCHO KHUINCUYHUKA B MeEpeaHeit
U cpenHed 4yacTu Tena (puc. S5a, 2), TO OHO MOIJIO TPOU30MTH MapasiesbHO
y Deimatidae u Elasipodida s. st7., 4T0 MOrio ObITH CBSI3aHO C MEPEXOAOM
K IIararoneMy nepeaBrmxeHnio mo cyocrpary (Hansen, 1975).

Hckmrouenne cemeiictBa Deimatidae m3 orpsima Elasipodida um mepeme-
meHne ero B oTpsanm Aspidochirotida mo3BomnseT paccmarpuBath Elasipodida
sensu Smirnov, 2012 kak ecTecTBEHHYIO Tpyniy. MOXHO IpeaIolokKUTh, 4TO
BcTpeuaromuecs: y Laetmogonidae BOorHyThIe CKIEpUTHI YameoOpa3Hon ¢op-
MBI C TPEMSI-TISTHIO JIydaMu (puc. 73, 1) UMEIOT NeIOMOP(HOE MPOUCXOKICHUE
W TPEICTABISIOT Pa3poclIvecss HavyallbHbIC CTaJUU KOJEC JIETMOT'OHUJIHOTO
tana (puc. 70). OT BOTHYTHIX CKJIEPUTOB darieoOpa3Hoit GOpMBI ¢ OTPOCT-
KaMH, BcTpevaromumucs y Laetmogonidae, MOTIM NMPOM30WTH U30THYTHIC
kpecTooOpasnble ckieputhl Elpidiidae (puc. 7u) u Psychropotidae (puc. 7x).
Kax b1 yxe ykaspiBanu panee, Bxonsmue B orpsan Elasipodida cemeiicTBa
CBSI3aHBI PYT C JIPYTOM PSJIOM TEPEXOISAIINX MPU3HAKOB. XapaKTepHbIC IS
ceMeiicTBa Laetmogonidae ckiepuTsl B BHIE KOJIEC JIETMOTOHUJTHOTO THIIA
(puc. 7e, n-1) copamudecku BeTpedarorcs takxke u y Elpidiidae (puc. 7orc),
yTo cOmmkaeT 3Th nBa cemeidctBa (Ekman, 1926). BorayTeie CckiIepuThI
Laetmogonidae (puc. 73), BO3MOKHO, TOMOJIOTHYHBI U30THYTHIM KpecToo0pas-
HbIM ckieputam Elpidiidae (puc. 7u) u Psychropotidae (puc. 7«). C cemeiicTBOM
Psychropotidae (puc. 66), B cBOr ouepejib, CBA3aHO MJIAHKTOHHOE CEMEMCTBO
Pelagothuriidae (puc. 62) (I'ebpyk, 1989, 1990a).

Kak ¥ BO MHOTHX I'pyIlax >KHBOTHBIX, MapaJlJIeIbHOE PA3BUTUE MHOTHX
MPU3HAKOB U, MPEKJE BCEro, MPU3HAKOB BHEHIHEH MOP(OIOTHU CBA3AHO CO
CXOOHBIM 00pa30oM >KM3HH. Take mapajilelibHble NMPU3HAKH MOTYT BO3HH-
Katb Onaronaps megoMopdo3y. Y Menkux nenoMopdHbIx BuaoB Trochoderma
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Puc. 9. IOBenunpHbIE (2, 6) M TOJIOBO3pEIBIE eIOMOP(HEIE (8, 2) TOIOTYPUH C MAHIIPEM
W3 CKIIEPHUTOB: a — Apostichopus japonicas juv. (Stichopodidae, Aspidochirotida); 6 — Hete-
rocucumis steineni juv. (Cucumariidae, Dendrochirotidae); ¢ — Trochoderma elegans (My-
riotrochidae, Synaptida), pparment crenku tena; e — Eupyrgus scaber (Eupyrgidae, Molpadiida).
a n3 Manaxos, UepkacoBa, 1992; 6 u3z Ekman, 1927; 6 uz Théel, 1877; 2 u3 Madsen, Hansen, 1994.

elegans (Myriotrochidae, Synaptida) (puc. 96) u Eupyrgus scaber (Eupyrgidae,
Molpadiida) (puc. 92) Tes1o HOKPHITO IIIOTHBIM CJI0EM PACIIOIOKEHHBIX JIOTHO
JPYT K ApYTYy U Jaxke HaJeraloliux JApyT Ha Apyra CKIEPHTOB, 00pa3yromux
JIOBOJIBHO JKECTKHI MaHIUPb. BONBIIMHCTBO e BHAOB 3THX OTPSIIOB UMEET
TOHKYIO CTEHKY TeJla ¢ HEeMHOTOUHCIICHHBIMU CKJIEpUTAMH. MOXHO MPEATO-
JOXHTh, YTO y 3THX MeIKHX (opMm, uMeromux pasmep 10-25 MM, nmaHoupb
BO3HUK myTeM negoMop¢o3a. O6 3TOM KOCBEHHO MOXET CBUJECTEIHCTBOBATD
GbakT HaIUYUS TAHIHUPS Y IOBEHUJIBHBIX CTAIUI TONOTYPHIA IPYyTHX OTPSIOB:
Aspidochirotida (puc. 9a) u Dendrochirotida (puc. 96), KOoTOpBIi HcUe3aeT
y B3pocaubix Gopm (CmuproB, 2014; Smirnov, 2015).

Hapsiny ¢ mporueccoM yKperuleHHs CTEHKH Tella U Pa3BUTHS Bee Ooliee TIIoT-
HOT'O U MPOYHOT0 M3BECTKOBOT'O CKEJIETa BO BCEX OTPsIaxX roJOTypHUil HaOIr0aa-
eTcsi 1 00paTHasi TSHICHIHS K TIOJIHOMY MCYE3HOBEHHIO CKJIEPUTOB CTEHKH Tella
Y Jake TJIOTOYHOTO KOJIbIfa. Y TIIYOOKOBOAHBIX M TUIABAIOMINX (DOPM CKIIEPUTHI
CTCHKH TeJIa 4aCTO HEMHOTOYHMCIICHHBI M MOT'Y T OBITh OJTHOCTBIO PETY U POBAHBI.
Tak, CKIIepUTHI OTCYTCTBYIOT Y poioB Benthoturia, Paroriza, BunoB Paelopatides
appendiculata, P. atlantica, P. dissidens, P. mammilatus, P. mollis, P. rotifer, Pseu-
dostichopus peripatus, P. mollis, Molpadiodemas depressus (Synallactidae, Aspi-
dochirotida). CkiiepuThl MOT'YT OTCYTCTBOBATh Y OTACITBHBIX SK3EMIUISIPOB BHJIOB
Benthodytes typica u B. sanguinolenta (Psychropotidae, Elasipodida), momHocTBIO
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OTCYTCTBYIOT y Buna Achlyonica tui (Elpidiidae, Elasipodida), a Takxe y pona
Gephyrothuria (Gephyrothuriidae, Gephyrothuriida).

OnHako pemyKIHMH IIOJBEPraloTCsi HE TONBKO CKJIEPHTHI CTEHKH TeJa,
HO M TAaKO€ MAacCHBHOE M KPYITHOe 00pa3oBaHHE KaK INIOTOYHOE KOJIbLO. Pe-
OYKIHS TJIOTOYHOTO KOJIbIA XapaKTepHa Ui MHOTHX TOJOTYpHH ceMeicTBa
Synallactidae (oTpsia Aspidochirotida). PeqyimpoBaHHBIM TTIOTOYHBIM KOJIBIIOM
oOnajaet OeHTONENAarnuecKuil BUa Bathyplotes natans, a'y KpynHsix Gopm 310-
r0 BHJIa OHO MOXKET OBITH MOJIHOCTHIO PENYyLIHUPOBAaHO. Y pomoB Benthothuria
u Paelopatides TI0TOYHOE KOJIBIIO HE Pa3BUTO. PETyKINS TIOTPOYHOTO KOJb-
na passuta u B orpane Elasipodida. B cemeiictBe Laetmogonidae rmorounoe
KOJIBIIO Pa3BUTO ciabo, a B cemeicTBe Psychropotidae nHaOmromaeTcs oTcyT-
CTBUE KaJIbIUPHUKAINN KOJIbLA, KOTOPOE COCTOUT M3 COCIUHUTEIBHON TKAHHU.
Kak yxe 0b10 0oT™MeueHo BhilIe, B cemerictBe Elpidiidae rmorounoe xoibio co-
CTOMT TOJIBKO U3 PATUAIBHBIX CEIMEHTOB, KOTOPBIC COCTOST M3 AJUHHBIX TOH-
KHX OTPOCTKOB, OTXOSIINX OT IIEHTPa cerMeHTa. EcTecTBeHHO, UTO y menaru-
yeckoit Pelagothuria natatrix (Pelagothuriidae, Elasipodida) u rmotodnoe koib-
110, ¥ CKJICPUTHI CTEHKH TeJa He Pa3BUTHI.

PenyKknusi CKeNeTHBIX 3JIEMEHTOB Y IJIaBAIOMIMX W TNTyOOKOBOTHBIX (OpM,
a OONBIIMHCTBO TIJIaBArOMIMX (OPM OTHOCHUTCS K TITyOOKOBOAHOH (ayHe, Io-
HITHa W OOBICHIETCS WX oOpazoMm ku3HU. llo-BummmMomy, oOpa3oM >KH3HH,
a MMEHHO OOMTAaHWEM B TOJINE I'pyHTa, OOBICHSETCS TOHKAs CTEHKa Tela |
MPUCYTCTBHE B HEH OOBIYHO JIMIIb HEOOJBIIOrO YUca CKIEPUTOB y (opm, Be-
OYIIUX POIOLINI 00pa3 >KU3HHU, K KOTOPBIM OTHOCSITCS MHOTHE MPEICTABUTEIH
orpsnoB Synaptida u Molpadiida. [IpakTudecku y Bcex IpeicTaBUTENCH OTps-
nma Synaptida CKIEpPHUTHI B CTEHKE Tella Pa3BHUTHI CJ1a00, a Y HEKOTOPHIX BHJIOB
MIPEICTABIICHBI JINIIb PEAKUMH MEITKUMH TTaJOYKaMi. Y HEKOTOPBIX POJIOB, Kak
MPaBHJIO MOHOTUIIMYECKUX, CKJIEPUTHI CTEHKH Teja MOJHOCTBIO OTCYTCTBYIOT:
Kolostoneura (Taeniogyrinae, Chiridotidae), Paradota (Chiridotinae, Chiridotida),
Dactylapta (Rynkatorpinae, Synaptidae), 4napta (Leptosynaptinae, Synaptidae),
Rhabdomolgus (Rhabdomolginae, Synaptidae), Achiridota (Myriotrochidae).
Y HEKOTOphIX BUIOB ToNOTypwii poma Molpadia (Molpadiidae, Molpadiida)
CKJICPHTBHI MCYE3aI0T C BO3pAacToM. VIHTEpecHO, YTO HMCUE3HOBEHUE CKIICPUTOB
C BO3pacTOM HaOIIOJAaeTCss Y HEKOTOphIX roiorypuid orpsaa Dendrochirotida,
00J1aIAI0IIKX TOJICTON IIIOTHON cTeHKoH Tena. Tak, y BunoB Cucumaria frondo-
sa u Staurocucumis turqueti (Cucumariidae) CKJIepUThI B OOJIbILICH YaCTH CTCHKU
TeJa UCUE3aI0T U COXPAHSIIOTCS TOJBKO OJIM3 aHAITBHOTO OTBEPCTHSL.

['oBOps 0 mapaIeTbHO BO3HUKAIONINX MOP(HOIOTHIECKUX TPHU3HAKaX, HE00-
XOIMMO TaK)Ke YUUTBIBATh, YTO CPEAH TOJIOTYPHH MHOTHE BHIBI UMEIOT IeJ0-
MOp(HOE MPOUCXOKACHHUE, U TIOITOMY B PSLJIC TPYIIIT MOXKHO BCTPETUTH «YTIPO-
LIEHHBIC» CTPYKTYPHI, BO3HUKLINE OJarogapsi negomop¢o3y. B kauectse npu-
Mepa MOYKHO MPUBECTH MapalieIbHOe BOZHUKHOBEHUE y BUI0B Molpadia blakei
u Eupyrgus scaber (otpsn Molpadiida) Takux 4epT Kak OTCYTCTBHE CBOOOIHO
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CBEIIMBAIOIIMXCS B TIOJIOCTh TeJIa aMITyJI IIYTAJIel] ¥ IPOJ0IbHBIC MYCKYJIbHBIC
JICHTBI, HE MoJIpa3/iesicHHbIe Ha 1Ba Tsoka (Heding, 1935).

[NapaniensHO MOXET MPOUCXOAWTHh M YMEHBIIIEHHE YWCIia IIyTajeln B pas-
HBIX CEMEWCTBaX M TojceMencTBax omHoro orpsama. mst orpsina Synaptida wmc-
XOIHBIM ObUTO Hamwmuwue 12 mrymanen. Ho y mHorux dopm oTpsia, UMEROIUX
HeOOoJIBIINE Pa3Mephl, YTO, O-BHIUMOMY, CBSI3aHO C UX MEAOMOP(HBIM Mpouc-
XOXKJICHHEM, TTapaJlIC]IbHO B Pa3HBIX CEMEUCTBAX IO YMEHBIICHUE KOJIMUYSCTBA
nrynaziern ¢ 12 mo 10. lecsats nrymanerr uMeroT ponsl: Sigmodota, Rowedota, Sco-
liorhapis, Kolostoneura, Psammothuria (naxxe Bocems!) (Taeniogyrinae, Chirido-
tidae); psn BunoB Leptosynapta (Synaptidae); Prototrochus, Siniotrochus phoxus,
Parvotrochus, Trochoderma (Myriotrochidae). He uckirouena BeposiTHOCTb, 4TO
MOJI0OHBIH TTPOIIECC MOT UJITH MapasuIeIbHO B OJIM3KUX TPYIINAX U POJIBI, BbIJC-
JICHHBIC TOJIbKO Ha OCHOBAaHHMM KOJIMYECTBA IIyIajell, MOTyT UMETh MOJu(HIIe-
THYECKOE MPOUCXOXKCHUE. Takke mapajulejbHO B Pa3HbIX CeMelcTBax Synap-
tida mmeT wcye3HOBeHWE MeTH KUIedHuKa. Y Scoliorhapis spp, Taeniogyrus
havelockensis, Kolostoneura novaezealandiae, Psammothuria ganapatii (Taenio-
gyrinae, Chiridotidae), Leptosynapta minuta, Rhabdomolgus ruber (Synaptidae)
MPAKTUYECKH HA BCEM CBOEM IMPOTSKEHUU KHIICUHUK IOJBCIICH TOJBKO
Ha MeauroaopcaiibHoM Me3eHTepun (CmupHoB, 2013, 2014; Smirnov, 2014; 2015).

Brimie npu o6cyxaeanu otpsama Dendrochirotida 6su10 paccMoTpeHO Ta-
panienbHOE pa3BHTHE B Pa3sHBIX ceMelcTBaxX MpOCTHIX mrymarner. CTpoeHue
Irynasel, HECOMHEHHO, OMpeNesieTcsl Crioco0oM muTanus. [ acnumoxpoT-
HBIX TOJIOTY DU, KOTOPHIC B MOJABISIONIEM OOIBIINHCTBE SBISIOTCS JACTPUTO-
(haramu, XapaKTepHO HAJMYUE IIUTOBU/IHBIX IIYIAJCIl, IPU MOMOIIUA KOTOPhIX
OHU COOHMPAIOT IPyHT (pUC. 63, 1, 1, ). OTHOCsATIHECS K cemercTBY Synallactidae
ponsl Pseudothuria, Dendrothuria n Scothothuria wMeroT mymnanbia (puc. 6K),
HECKOJIbKO HaIIOMUHAIOIIME NIyTabia roaotypuit orpana Dedrochirotida, ko-
TOpPBIE OTHOCATCS K CECTOHO(Aram M IpPU MOMOIIH JPEBOBHIHOBETBSIIIAXCS
nrynaiern coOuparoT MJIAHKTOH M B3BELICHHBIC YacTHIlbL. [IpnoOpeTeHue KoH-
BEPreHTHBIX YEPT CTPOCHHMS IyIAJel Y HEPECYUCICHHBIX BBIIIE POJIOB SIBHO
CBSI3aHO C MEPEXOJIOM K ceCTOHO(GAruu 1, BO3MOXKHO, KaK Ipe/noiarail XaHceH
(Hansen, 1978), co crmocoOHOCTEIO K TTABAHUIO.

TmaTenpHOE WCCIIEOBaHUE PAa3BUTHUS NMAapaJIJICNBHBIX CTPYKTYP HE TOJb-
KO IO3BOJISICT YTOUHUTH CHCTEMY U (DHIIOTEHUIO TPYTIIBI, HO M YKa3bIBa€T HAM
Ha TO, YTO IPH MPOBEIICHUU COBPEMEHHBIX UCCIICIOBAHUH HEOOXOIUM TIIATEIb-
HBIH aHAJIN3 yKE UMEIOIINXCST MOP(O-aHATOMHUYECKUX JaHHbIX. [locnentee xo-
portro mokassiBaeT mpumMep cemeiicTBa Deimatidae, Mmopdomorugeckue ocodben-
HOCTH CTPOEHUS KOTOPOTO U, IPEKJIE BCET'0, CKEIETHBIX DIIEMEHTOB OBLIH JTABHO
HU3BECTHBI M MOABITOXEeHBI DkMaHoM (Ekman, 1926). D10 103BOJISICT CKOHIICH-
TPUPOBATh BHUMAHUE HA IEPBOOYCPEITHOM HCCIICAOBAHUH, TIOMUMO MTPH3HABA-
€MBbIX OOJILIIMHCTBOM CHCTEMATHKOB, 3aHUMAIOIIMXCS OMPEACICHHON TPy o
JKUBOTHBIX, «COMHHUTEJIbHBIX» TAKCOHOB, U HA T€X CHCTEMAaTHYCCKUX I'PYIIIax,
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KOTOpbIE TPAJULIMOHHO HE BBI3BIBAIOT COMHEHHSI y CHCTEMATHUKOB. AHalu3
napajie;Iu3MOB B Pa3BUTHUU, HECOMHEHHO, CIOCOOCTBYET OoJice MIyOOKOMY
MMOHMMAaHWIO TPUYUH W (HAKTOPOB IBOJIONWN OPTaHW3MOB, KaK BHEUTHUX,
TaK W BHYTPEHHHUX, W TO3BOJISIET HAWTH WHTEPECHBIE MOJNEITHHBIE OOBEKTHI
JUTS1 ICCIIEIOBAHU ST 3aKOHOMEPHOCTEH OMOJIOTUHU pa3BUTHSL.
BJIATOAAPHOCTU

ABTOp BBIpaXkaeT TNIIyOOKyI0 OyiarofapHocTh AHTOHMHE KpemeHerkoi
(PoraueBoii) (MuctutryTt okeanonmorunm PAH, MockBa) 3a mpenocTaBiIcHHBIC
cBeZicHUs 0 TojoTypusix oTpsanoB Elasipodida u Aspidochirotida ¢ pexymupo-
BaHHBIMH cKeneTHbIMH dieMeHTamMu u C.B. Poxxnoy (IlameoHTOnormaeckmii
nHcTUTYT PAH, MOCKBa) 32 MOCTOSSHHOE BHUMaHKE U TIOMOIIbL B padoTe.
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Parallelism in the evolution of sea cucumbers
(Echinodermata: Holothuroidea)

A.V. Smirnov

The importance of considering of the parallel origination of some morphological charac-
ters for the taxonomy of the class Holothuroidea is analyzed. As examples of the paral-
lel originated characters underestimating the establishment of the ordo Dactylochirotida
and the polyphyletic character of the ordo Elasipodida are considered. Occurrence in
different groups of sea cucumbers such features as: a stout skeleton, and the reduction
of calcareous ring and the body wall sclerites; the similar shape of the body; the similar
shape of tentacles; the parallel reductions of the number of tentacles in different families
and subfamilies of the order Synaptida from 12 to 10; and some other characters as ex-
amples of parallel appearing characters in different taxa of holothurians are considered.
Basing on the analysis of morphological and molecular data the family Deimatidae is
transfered from the ordo Elasipodida into the ordo Aspidochirotida. It is conjectured that
the concave cup-shaped sclerites with three—five rays occurring in the family Laectmogo-
nidae (ordo Elasipodida) have pacdomorphic origin and constitute the early stages of the
lactmogonid wheels, and that the concave-shaped crosses of the families Elpidiidae and
Psychropotidae may originated from laetmogonids concave cup-shaped sclerites.
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Mopdghoeenes: ycmotiuusocms u 8apuabenbhocms
Cepus «I eo-buonocuueckue cucmemol 6 npoutiomy». M.: I[IHH PAH, 2015. C. 237-255.
http://www.paleo.ru/institute/publications/geo/

VIIK 56.0: 551.732

MOP®OJIOT UsI IK30CKEJIETA U MATKHUX TKAHEM
KEMBPUHCKUX IPEJICTABUTEJIENA PABJIOILIEYPU T

H.B. Cennnkosn

Hnuemumym negpmezazosoii ceonoeuu u eeogpuzuxu um. A.A. Tpogpumyxa CO PAH,
Hosocubupck, SennikovNV(@ipgg.sbras.ru

W3yueH yHUKaIbHBIN, MOJYOOBEMHBINA, C COXPAHCHUEM MSTKHX TKaHEH
MaTepual Mo JpPEBHEHIIUM KeMOpuiickuM pabmomuieypumam ¢ Cubup-
cKoii TratopMbl. PaccMOTpEeHBI CTPYKTYpPhl BHEIIHETO SK30CKEIeTa —
CCHOIIMYMBI, TPYOKH, Qy3esatockl. OTUCAHBI JICMEHTHI CTPOCHUS MSIT-
KHUX TKaHEeH — TBep/bIC U MSTKHUE CTOJIOHBI, TYJIOBHUIIE 3001 10B, JIododo-
PpbI, IIEBpANIbHBIN AUCK, POT, aHYC.

Kmouegvie criosa: kembpuii, Cubupckas rmiardopma, padaoriey puabl, 300115l

BBEJEHUE

HayuHnblli HHTEpEC C Te0JIOTHYECKUX U OMOJIOTMUSCKUX ITO3UIUH K IPEBHEH-
IIUM TaJIC030MCKUM MPEACTABUTEIISIM PadI0IICypPH, COCTABIISIONIUM CeMEH-
ctBo Rhabdopleuridae, >xuBymuM ¥ HbIHE MOPCKHM OCHTOCHBIM OpraHU3MaM,
00BACHSAETCS MHOTUMHU 00CTOSATEIHCTBAM.

[lepBoe, 6mm3koe mopdonoruueckoe mopodue (Shepotieff, 1907; bexnemu-
meB, 1964; O0yT, 1964; CennuxoB, 1996 u ap.), 3aKOHOMEPHOCTH POCTA IK3OCKE-
neta (Rigby, Dilly, 1993; Rigby, 1994), MUKpPOCTPYKTYpPHOE CXOACTBO CTPOCHUS
tkaneit (Urbanek, 1976; Dilly, 1976, 1986; Urbanek, Mierzejewski, 1984) u re-
Hetuueckoe pojactso (Rickards, Durman, 2006; Sato et al., 2008; Mitchell et al.,
2013 u ap.) HBIHE XUBYIIHUX paOIOIJICYpUI U BeIMepIniei B majeo3oe 300 miTH.
JIET Ha3aJl TPYIIIBI OPraHU3MOB — I'PAITOIUTOB. [ panTOIUTE — MOPCKHE KOJIO-
HUAJIbHBIC )KUBOTHBIC, TAKCOHOMHYECKH YPE3BbIUAHHO PA3HOOOPa3HBIC U YACTO
BCTpEYAIOIIHMECs B IMAaJIC030MCKUX OacceliHaX ¢ TePPUTCHHBIM U CMEIIaHHBIM
KapOOHATHO-TEPPUTEHHBIM THUIIAMH CeIMMEHTAIMU. B nociennue Bpems 00J1b-
IIUHCTBO CIEIUAJUCTOB BKIIOYAOT BCE BRIMEPIIINE TAKCOHOMUUYCCKUE TPYIIIIbI
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IpanToIUTOB B Kitacc nrepodpanxuii (Pterobranchia), kak otaensHbie crienupu-
YecKue ero OTpsIHbIe B ceMeiicTBeHHbIe rpyisl (Sato et al., 2008; Maletz, 2014
u ap.) — otpsan Dendroidea, otpsim Graptoloidea u cemeiicTBa HESICHOTO CHCTEMA-
THYECKOT'O TTOJIOKECHHMSI.

Bropoe, paccMmarpuBaeMmble TpenCcTaBUTEIN NMTEpOOpaHXWil — padmoriie-
YPHJIBI, KaK TPYIa B COCTaBE I'PAMTOIMTOB, MOSIBUIACH HA MHOHEPHBIX ITa-
Nax BO3HUKHOBEHUS 3THUX KUBOTHBIX B cpeHeM kemMOpuu 500 MIIH. JieT Ha3al
W CYIIECTBYIOT B HACTOSIIEE BpeMs. A JIpyrue TAKCOHOMUYECKHE TPYITUPOBKH
POMIOB M CEMEHNCTB TPanTOINTOB, MOSBUBIINECS 3HAYUTEIHHO TI0O3/THEE B OPAO-
BHKe U cuiype (485—419 muH. 11et), BEIMepiu, He OCTaBUB HUKAKUX TTOTOMKOB
(O0yT, 1964; Bulman, 1970).

TpeTbe, ceMeiicTBO pabaomieypiabl — 3TO OJTHA U3 TPYIINT MHOTOKJIETOUHBIX
OpPTraHMU3MOB HEBBICOKOTO TAKCOHOMHYECKOTO paHTa, Pa3BUBAIOIINXCS MapaoK-
CaJIbHO «MEIJICHHO» M «KOHCEPBATHUBHO» Ha MPOTsHKeHUH Ooee 500 MITH. JieT.
Ot10 (heHOMEH QUKCHUPYETCS HA MPEACTABUTEISAX TAKOT'O POJOBOTO TAKCOHA KaK
Rhabdopleura Allman (Chapman et al., 1995). JIpeBHelimmii BUIOBOW TaKCOH
pabnomneypun Rhab. obuti Durman et Sennikov (1993) onucan u3 cpennexem-
Opuiickux oTnoxeHui pazpe3oB Cudupckoii minardopmer. Hapsiay ¢ TuM, HbIHE
KUBYT Pa3iMdHbIC BUBI PAOJIOIIIICYPHI, KOTOPBIE OTHOCHUTEIBHO NIHPOKO T'€0-
rpau4ecKky BCTPEUYaIOTCs B COBPEMEHHBIX MOPCKUX OacceifHaxX, OKPYIKaOIIHX
Cesepnyto EBponry n Boctounyto Azmro (Stebbing, 1970; Stebbing, Dilly, 1972;
Dilly, 1973, 1976 u np.).

YeTBepToe — OEHTOCHBIE NTEPOOPAHXHH B LIJIOM, TaK K€, KaK U TPAalTOIUTHL,
9TO MEepBbIe U3 MAaKPOPOCCHIIBHBIX (KOIOHUM MOTYT JOCTUTaTh Pa3MepoB 3—5 cM
u 6ojee) Tpynn opranu3mMoB (y TPANTOIUTOB — OEHTOCHBIE TaKCOHBI A0 10 cM,
a INTAaHKTOHHBIE TaKCOHBI 70 50—70 cM), OOIBITIMHCTBO TIPEICTABUTEICH KOTOPBIX
MIEPENUTH OT Pa3BUTHS OTACIHHBIMU M30JIMPOBAaHHBIMHA WHANBUIAMH K TIPUMHU-
TUBHBIM TICEBJOKOJIOHMM M K HACTOSIIMM HE3aKOHOMEPHBIM 10 (hopMaM KoJIo-
HUSIM CO c1a00 MPOSIBICHHBIM MOPSAKOM 00pa30BaHUsl MX OTAEIBHBIX YacTEH.
['panTonuThl B CBOEM Pa3BUTHH, TIPOIIUIH ITYTh OT TICEBAOKOJIOHNHN K HACTOSIIUM
KOJIOHUSIM, CO CTPOTMMH 3aKOHAMH POCTa, CAMMETPHH U PEreHEepalluy, U Jaliee
K «CyTepKoIoHuIM» — KopMunusm (bexnemures, 1964; Cennukos, 1996).

[IsTO0€ — Manoe Kak pomoBoe, TaK W BUOBOE TAKCOHOMHUYECKOE pa3HOOOpa-
3Me KaK COBpEMEHHbIX padmomeypun (Mexee 20 BUAOB B COCTAaBE TPEX POJOB),
TaK 1 UCKOTIAaeMBIX MX MpeJcTaBuTeIel. B Hanbonee MHOrOUYMCICHHOM 110 BUI0-
BOMY pa3Ho00pa3uto pone Rhabdopleura cpeay cOBpEeMEHHBIX NTEPOOPaHXUM
OINHMCAaHO CEMb HBIHE )KUBYIIHNX BHUIOBBIX TAKCOHOB — Rhab. normani (Allman),
Rhab. mirabilis Sars, Rhab. compacta (Hicks), Rhab. grimaldi Jullien, Rhab.
manubialis Jullien, Rhab. striata Schepotieff, Rhab. annulata Norman. Jlo Ha-
CTOSILIIET0 BPEMEHHU CPEl BCEX MCKOMAaEeMbIX pabaoruieypua MOHOTpahUIeCKH
OIMCAHO M3 €AMHHYHBIX MECTOHAXOXKJCHUU OKOJIO TPEX AECATKOB MX BHJOB
(Kozlowski, 1949, 1956; Rickards et al., 1984; Mierzejewski, 1986; Chapman
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et al., 1995; Rickards, Durman, 2006; Sato et al., 2008 u ap.). B Tom 4ucie, B co-
ctaBe poaa Rhabdopleura OblI0 yCTaHOBIIEHO BCETO CeMb BUAOB — Rhab. obuti
(cpemamit kemOpwuit), Rhab. sinica Chapman et al. (opnoBux), Rhab. hollandi
Rickards et al. (cumyp), Rhab. delmeri Mortelmans (kapOoHn), Rhab. graysoni
Chapman et al. (kapOon), Rhab. kozlowskii Kulicki (cpenusis 1opa), Rhab. vistulae
Kozlowski (BepxHull Men — ajeoreH).

[lecToe, HCKITIOUNTENBHO pelikasi BCTPEUaeMOCTh UCKOMTaeMBbIX padoIuiey-
pHJI — OOBIYHO HAONIOJACTCS HECKOIBKO 3K3EMILISIPOB OIUCHIBAEMOI'0 TAKCOHA
B OIHOM €IMHCTBEHHOM MECTOHAXOXIECHUH, WM B €IUHUYHON pole mpu Xu-
MUYECKOM IPENapupPOBAHUHU OCAI0YHBIX ITOPO/.

UCTOPU S U3YUYEHU ST KEMBPUICKUX [ITEPOBPAHXUI
CUBUPCKOH JTAT®OPMBI

Haxonku rpanTonuToB, B LEJIOM MNPHHAIJICKAIIAX NTEPOOPaHXUSM,
B Cpe/lHeM M BepxHeM keMOpuu CubUpCcKoil maaTGopMbl U3BECTHBI CO CPEUHBI
npomuioro Beka (O0yT, 1964; O0yT, Cobonesckast, 1967; Obut, 1974; CeHHUKOB,
1978, 1996, 1998; O0yT, Cennukon, 1988, 1990; O0yT u ap., 1984; Sennikov,
1994). MHoro4HcICHHbIE MECTOHAXOKICHHUS ¢ KEMOPHICKMMH T'PaNTOIUTAMH
ObuTH BeTpeueHbl B OnenexckoM, Hopuibcko-Xapaynaxckom, Koryticko-HUrap-
ckom u TypyxaHo-HUpkyTcko-OnekMuHCKOM (aruanbHbix peruonax Cubup-
ckoit urardopmel (Pemennst. .., 1983).

K «niroHepHBIM» CBEIEHUSAM O HaXOAKe padnomieypun (rpymmna cpeay nre-
poOpaHXMii, B TOM YHCIE COBPEMEHHBIX, HE OTHOCHMMAsi K BBIMEpILEH rpyre
rpantoauToB) B kemMOpuu Cubupckoi minaTtdopMbl ClielyeT OTHECTH PadoTy
AM. O6yrta u P®. Cobonesckoii (1967). Ony0anKoBaHHBIH B TUTUPOBAHHOM
pabore TakcoH Fasciculitubus tubularis Obut et Sobolevskaya Obu1 omnucax
n3 Hopunbscko-Xapaynaxckoro (anuajbHOrO peruoHa Iiaar(opmel Kak HO-
BBIM BUJ TYOOMAHBIX I'PANTOIUTOB. [l03/1HEE, ATOT «I'PANITOIUTOBBIN» TAKCOH
Ha OCHOBE CPaBHUTEJIBHOI'O aHAJHM3a ero CTpoeHus ¢ Mopdoiorueil npeacra-
BUTEJICH CpelHEKeMOPUHCKUX MTepoOpaHXuii — padromieypHl POIOBOrO TaK-
coHa Rhabdotubus Bengtson et Urbanek (1986), Ol oTHeceH K pabpormieypu-
JlaM KaK CaMOCTOSITeNIbHBIA cHOUpCcKuil pon Fasciculitubus, OMU3KUR K poay
Rhabdotubus (Cennuxos, 1996).

IlepBass mHpopManus O CHOMPCKOM KEMOPHICKOM MECTOHAXOXACHUU
Ha p. YKYKHUT (JieBbIid TpUTOK p. Onenex) B OneHEKCKOM (aliaibHOM PErHoHe
Ha Cubupckoil TaThpopMe He TOIBKO ¢ XOPOUIO COXPaHUBLIMMHUCS CKJIEPOTH-
3UPOBaHHBIMH KOJIOHUSIMHU MITEpOOpaHXuii (padmorieypum) B BHIE IK30CKee-
TOB (IICHOIIMYMOB — cOenoceum), HO ¥ ¢ MSITKUMH TKaHSIMH OTACTBHBIX 300U10B
BHYTpH IIEHOIIMYMOB, OblJIa OMyOJMKOBaHa B KoHIlEe Beka (Durman, Sennikov,
1993). Ha TakoM cuOHMpCKOM Marepuaie, N0 KOTOPOMY OB BBIJICICH BH]
Rhabdopleura obuti, BuepBbIe 7151 IaJ€030MCKUX MCKOMAEMBIX PaOIOIIeypHL
yIaJ0Ch HAOMIOAATh HE TOJIBKO CTPOCHHE DK30CKeNIeTa, HO U MpeoOpa30BaHHbIC
OCTaTKH MSTKHUX TKaHEH 300HI0B.
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Puc. 1. PacnionioxeHre MECTOHAXOXKICHUHM ¢ M3YUYCHHBIMU CpeJHEKeMOPUUCKUMH padmo-
meypuaaMu Ha Cubupcekoit minardopme: a — p. Yiarup (mpasslit npuTok p. Manas Kyonamxa);
0 — p. YKYKHT (1eBbIi pUTOK p. ONEHEK).

B nanpHelimem aBTOpy HACTOSIIEH CTaThU YAAJIOCh COCPEIOTOYHUTH
Y U3yYHUTh BECh UMEIONIUICS B OT/ICIIBHBIX KOJUISKIIMSAX MaTePHaJI 0 KeMOpHUi-
CKUM NTepoOpaHXusM ceBepo-BocToka CHOMpPCKOH miaaTgopMbl HE TOJBKO
13 YNOMSHYTOTO BBHIIIE pa3pe3a Ha p. YKYKHUT (JeBbl mpuTok p. OneHek),
HO TakKXe M3 IPyTUX MECTOHAXOKACHUH, BKII09as paspe3 Ha p. Ymarup (FKOms-
THD), ABJISIOIICHCS TIpaBbIM MPUTOKOM p. Manas Kyonamka (puc. 1). OToT maTe-
pHaJ IMOJIOKEH B OCHOBY HACTOSIIEH yOITUKAIIHH.

CTPATUT'PAONYECKA I UTHOOPMALIUA

[lepBoe W3 paccMaTpuBaeMbIX B HAcTOsIIEH paboTe MeCTOHAXOXKACHUH
¢ pabnonneypuaamu HaxoquTes Ha p. Ymarup (FOmarup), apnsiomieiicss mpaBsIM
nputokoMm p. Manas Kyomamxka, B 30 kM BeIme ee ycThs, B OneHekckoMm ¢a-
nuaTbHOM perroHe CHOMpCKOM MmiaTGopMbl B pa3pese IKaXTapCKOW CBHUTHI,
OTHOCUMOW K OJIHOMMEHHOMY TOPH30HTY. MeCTOHaXOXJIeHHE pacroiaraercs
Ha cTpaTHrpauuECKOM YPOBHE HUXKE TPUIOOUTOBOU 30HbI Lejopyge laevigata,
B Bepxax IMOJACTUJIAIONICH €€ MECTHOU TPUIOOMTOBOU 30HBI Anomocarioides,
paHee yCJIOBHO MMEHOBABIIEHCS, MyTeM COIOCTABJICHUS C 0aJTO-CKaHIUHAaB-
CKOH TKaol, 30Ho0M Paradoxides forchhammeri (Pemenus..., 1983) (puc. 2).
B MmecTonaxokaeHMM Ha p. YJA3rup HaijieHa MOdHas, XOPOLIO pa3BUTAs,
He pa3pyIlIieHHas Ha (parMeHThl KOJOHUS (IIEHOIIUYM), C XOPOIIIO BHIPaKEHHBIM
W TPOSIBICHHBIM B JE€TAJSX BHEIIHUM 3K30CKENIETOM. MSITKHE TKaHU 300HI0B
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MesxayHapoaHas Obwas PervmoHarnbHble 1 MeCcTHble
cTpaturpacduyeckas |CTPaTurpadguyeckas noapasaeneHns
wKana wkana Poccum Cubupckon nnatgopmsi
(Gradstein et al., 2012) | (MocTaHoBneHws..., (PeweHus..., 1983;
2008) daHepo30i..., 1984)
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Puc. 2. Crpaturpadudeckoe noioKeHne MeCTHbIX cpeJHekeMOpuiickux ctparonoB Cubup-
CKOI1 ITaT(OPMEL, COJIEPIKAIINX N3y YEHHBIX ITePOOpaHXHUiL.

nTepoOpaHXil B 5TOM MECTOHAXOKICHUN HE COXpaHUIUCh. Paszpes Ha p. Yiarup
C HOBBIM ONMCaHHBIM HU)KE BUIOM PabIOIIICypHI IPEICTABICH YepelOBaHUEM
W3BECTHSKOB, TTIMHUCTBIX U3BECTHIKOB, MEpreiel, aprujlinToOB 3eJIeHOBATO-Ce-
PBIX, KOPHYHEBO-OYPBIX U MECTPO-OKpaleHHbIX. [{eHonnym HOBOro BUIa pad-
JOIUICYPHJI PACIOiaraeTcsi Ha POBHOM HOBEPXHOCTH INIMHUCTOTO W3BECTHSIKA.
[ITepobpanxwus HalileHa COBMECTHO C KOMIUIEKcoM rpartonutoB Dithocoidea.
Bropoe mecTonaxokaeHue Ha p. YKYKHUT, JieBoM mputToke p. OJeHexk,
B ee cpenHeil yactu, B ONeHeKCKOM (alraibHOM PEerHOHE Ha CeBEepO-BOCTO-
ke Cubupckoii miathopMbl, ¢ HAOIIOAAEMbIMU B MOPOJEC MATKUMH TKAHSIMHU
palmomieypus MOKHO YCJIIOBHO OTHECTH K OTHOCHUTEIBHO pEAKOMY (auu-
aJbHOMY THIIy COXPAaHHOCTH IAJICOHTOJIOTMYECKMX OCTAaTKOB — JIAr€pIUTATTY
(“Lagerstatt”). OTo jarepmTarTo-nogo0HOe MECTOHAXOXACHUE PaCIIONOKEHO
B pa3pese 3eJIEHOLBETHON CBUTBI, COMIOCTABIIIEMOH € IKaXTapPCKUM U CHITUTUP-
CKUM Topu3oHTaMu. CTpaTUrpaduuecKy HaxoaKa padIoIIeypu i IpuypodeHa
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K HIDKHEH 4acTH TPUIIOOUTOBOM 30HBI Lejopyge laevigata, koTopasi KOppeaupy-
€TCs C HIDKHEH 4acThIO CHIIMTHPCKOTO Topu3oHTa (Pemenus..., 1983) (puc. 2).
ITo mepBomy mosiBinenuio B paspese (First Appearance Data) TpuiaoOuTOBOTO
TakcoHa Lejopyge laevigata (Dalm.) B HacTos1Iee BpeMsi MapKUPYeTCsl OCHOBA-
Hue Ty)aHckoro spyca (Guzhangian Stage) Tpetbero otaena (Series) keMOpuii-
CKOH cucTeMbl B Mexx1yHapoaHoit cTpaTturpadudeckoii mkane (Gradstein et al.,
2012). 3enenouerHas ceuta OIeHEKCKOTO (anuanbHoro pernona CuOupceKoit
naaTopMBI MpeICTaBIIeHa B pailoHe JIarepitaTTo-1o00HOr0 MECTOHAX XK Ie-
HUS Ha p. YKYKUT PUTMUYHBIM TI€pECIanBaHUEM CEPhIX M CBETIIO-3€JIEHOBATO-
CEPBIX CpelHe-TUIMTYAThIX U3BECTHSIKOB, TIIMHUCTHIX W3BECTHSIKOB, Mepreien
U TIIMHHACTHIX asieBponnToB (Pemenust. . ., 1983). MHOrouncneHHnble HEHOIMY MBI
(=kononun) (coenoecium=colony) U OTAENbHBIE Pa3pO3HEHHbIE YACTH TPYOOK
pabnomneypun Rhabdopleura obuti ¢ oTredaTkamMy MSTKUX TKAaHEW HAWJICHBI
Ha POBHBIX M CTA0OBOIHUCTHIX MTOBEPXHOCTAX TIIMHUCTHIX H3BECTHIKOB.
CUCTEMATHUYECKAS YACTb

B mocnenane 15-20 neT cnenuanucThl, W3ydarollie HUCKOIaeMbIX padio-
Iy PUI, UCTIONB30BAIM CHCTEMATHUKY BBICIIUX TAKCOHOB, IIPEAJIOKEHHYIO pyC-
ckuM ounosorom B.H. Bexnemumessim (1951, 1964) u 1ononHEeHHY IO MTOTbCKUMHU
najieonrosioramu (Mierzejewski, Kulicki, 2001, 2003). CornacHo Takoi cucte-
MaTHKe BCE NMTepOOpaHXHH, BKIIOUas pabIomiIeypu/l, BXOASAT B KJIacC TParnTo-
JIATOUOEH:

TUIT (PHYLUM) HEMICHORDATA BATESON, 1885

Kuacc (Class) Graptolithoidea Lapworth sensu Beklemishev, 1951

[=Knacc Graptolithina Bronn, 1849 + Knacc Pterobranchia Lankester, 1877)
Otpsn (Order) Rhabdopleuroidea Beklemishev, 1951
CewmeiictBo (Family) Rhabdopleuridae Harmer, 1905
Pon (Genus) Rhabdopleura Allman, 1869

PaHT TakcOHOB B IPUBECHHOM BBIIIE KiIacCU(DUKAIIMU TPUHIMAJICS HE BCe-
Mu cnieruanuctamu. Tak, psg uccnempoBareneit (Rickards, Durman, 2006; Sato
et al., 2008) ucoap30BaTHN CIEAYIONTYIO0 HEPAPXHUIO TAKCOHOB KPYITHOT'O paHTa:

[Toxrun (Subphylum) Hemichordata Bateson, 1885
Kiacc (Class) Graptolithoidea Lapworth
HenaBHo Oblia TpeayiokeHa HHAs KJIacCU(DUKAIMS BBICIIMX TAKCOHOB
(Mitchell et al., 2013; Maletz, 2014), B COOTBETCTBUHU C KOTOPOM TPanTOIUTHI,
B paHre IOJKIIACCa, BXOMAT B COCTAB Kilacca NTepoOpaHxuii, a CeMeHcTBO pad-
JOTLICYPHI, B CBOKO OYEPE/ib, BXOIHT B TIOAKIACC TPANITOTHTHH:

TUIT (PHYLUM) HEMICHORDATA BATESON, 1885

Kunacc (Class) Pterobranchia Lankester, 1877
[Nonknacc (Subclass) Graptolithina Bronn, 1849
Incertae sedis CemeiictBo (Family) Rhabdopleuridae Harmer, 1905

242



Pon (Genus) Rhabdopleura Allman, 1869

Hwuxe mpuBeneHO MOHOTpaUUYECcKOe OMMCAHHME W3YUYSHHBIX CPEIIHEKEM-
Oputickux padmomeypus ¢ CuOupcko miarGopmsl.

Rhabdopleura sibirica Sennikov sp. n.
Tab6m. I, dur. 1.

OTtuMonorus — sibirica— maTuHCKOE OT reorpadudeckoro — Cubups (Sibir’).

lonotun. Rhabdopleura sibirica Sennikov, Tabmn. 1, ¢ur. 1. Xpanutcs nox
Ne 2073/1 B LenTpansnom Cubupckom reosiorudeckom mysee B HoBocubupcke,
Poccust. Cpennuit keMOpHit, Maiickuil sipyc, JKaxTapckas CBHTa, OTHOCHMasI
K OJTHOMMEHHOMY TOpH30HTY Ha p. Yiarup (Omarup), apisromeiicst mpaBbIM Mpu-
ToKOoM p. Manas Kyonamka, B 30 kM BbIme ee ycThs, B OeHEKCKOM (harma bHOM
peruone Cubupckoii miardopmel (komtekius b.I Jlomatuna, Touka 553, 1960 ).

Onucanue. ['maBHas cronoHanbHas TpyOKa HE UMEET OTBETBIICHUH B BHUJE
JOTOJTHUTEIBHBIX CTOJOHANBHBIX TPyOOK. BO3MOXKHO, UTO TUXOTOMUS CTOJO-
HaJbHON TPyOKHU ¢ Oudypkanuei croiona (bifurcation of stolon) Bce xe mpu-
cyrcrBoBasia. OIHAKO, TAKWUE PEJKHE OTBETBISBIINECS BHOBH 0Opa3oBaHHBIC
CTOJIOHAJIbHBIE TPYOKH TI0 CBOEH JIITMHE ObLITN OJTU3KH K 300UIalIbHBIM TPyOKaM
U B MAJICOHTOJIOTMYECKOM MaTepuaje He MOAAAI0TCS OJHO3HAYHOMY OIO3HABa-
Huto. Kpome Toro, Tak Kak 4acTh 300MJaJIbHBIX TPYOOK HE MOAHMMAJAch Mep-
MEHAUKYJSPHO BBEPX OT 300MAAJBHON TPyOKH, a pacroyiarajach BIOJb JTHA
U Oblia CTENSIIMMUCS TpyOKamu (creeping tubes), To uaeHTU(GUIIUPOBATH CPe-
IU HUX IpeJroyaraeMble JDOINOJHUTENbHBIE CTOJIOHAIBHbIE TPYOKH HE Ipel-
CTaBIISIETCS BO3MOXKHBIM. TakuM 00pa3oM, NMPUXOAUTCS KOHCTATUPOBATh, YTO
OT €IWHOW TTaBHOW CTensmielcs (creeping) croioHanbHOU (stolonal) TpyOxku
(tube) OTXOAMIIU TONBKO MHOTOUMCIICHHBIE 300H1aTIbHBIE TPYOKH. Y 3001 1aTb-
HBIX TPYOOK UX MPHUAEPKUBAIONIAS U TPUITUTIIIAS K CTOJIOHATBHOM TPYOKe YacTh
(adherent part) oueHb MaJieHbKast. ITH TPYOKH MPAKTHYECKHU TIOUTH TIOJIHOCTBIO
COCTOSUTH M3 CBOOOTHOM yacTH (free part).

3oouanbpHbIe TPYOKH HOBOTO OMUCHIBAEMOT0 BHIA PAaOIOIICypU] OTXOASAT
OT CTOJIOHAJILHON TPYOKHM TakK 4acTo, YTO MPAKTHUYECKU OTCYTCTBYIOT CBOOOM-
HBbIE OT 300MAAJIBHBIX TPYOOK ee yacTH. [Io3TOMy OTme4aToK CTONOHA BIOJb
CTOJIOHAJILHOU TPYOKH MPOSIBJICH OYCHb c1a00. BO3MOXKHO, 4TO Takoi CTOJIOH
(kak ¥ B 300MJIATTbHBIX TPYOKAX CTOJNIOHBI K KOHEUHBIM 300MJIaM ¥ ITOYKaM, KaK
MpaBwIIO, MATKHE — gymnocaulus = soft stolon) y dopm Takcona Rhabdopleura
sibirica sp. n. He OBLI 3aKJIOYEH B O0OJIOUYKY M3 TOHKOM XHTHHOMOZOOHOM
IIJICHKH, XOTS €ro U CJIEAYyeT MMEHOBATh MO ero (pyHKIHMOHAJIBHOMY HazHaue-
HUIO0, KaK OpraH KOJOHUH, OT KOTOPOT'O OTIIOYKOBBIBAIOTCS Pa3IMUHbIC 300H/IbI,
c o0pa3oBaHHMEM pa3IMYHBIX TPYyOOK, MekTokaymocoM (pectocaulus). Takoe
SIBIICHME OTCYTCTBHSI CKJICPOTH3AIlMHM TICKTOKAyJoca paHee IMperosara-
JOCh IUIsl APYTUX KeMOpPUHCKUX padnomseypun — Il MpencTaBUTeNe pona
Rhabdotubus (Bengtson, Urbanek, 1986).
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3oouHbBIE TPYOKH y HOBOTO ONMKCHIBAEMOI'O BUAA HE UMEIOT OTYETIMBOIO
3Ur3aroo0pasHoro IBa Ha ¢y3emiocax. TakuM CTpOCHHEM H3yudeHHBIC (op-
MBI PE3KO OTIUYAIOTCS OT COBPEMEHHBIX padJoIuieypu/l, HapuMep, oT Gopm
Rhabdopleura compacta (Mierzejewski, Kulicki, 2003), 115t KOTOpBIX THITHYHO
JOCTaTOYHO YacToe COeIUHEHHE (y3eJUIIOCOB HEPEryJIpHBIM 3Ur3aroolpas-
HBIM LIBOM.

Pasmepsl. llenonuym (=kosonus) (coenoecium = colony) anunoit 19.6 Mm.
JlnuHa 300uIaTBHEIX TPYOOK y HOBOTO BHAA OT 5.0—5.5 m0 6.0—6.5 MM, a mupu-
Ha 0.35 MmM. TommuHa (Qy3eITI0COB HAa 300MIANBHBIX TPyOkax okojo 0.03 mwm.
B 1 MM ux momeraercs ot 27-30 mo 33—40.

Cpasaenue. [lo obeit hopme KOJOHUH, IO XapaKTEPy CTPOCHHUSI TTIaBHBIX
1 OOKOBBIX BETBEH M3y4deHHBbIE (POPMBI HECOMHEHHO OTHOCSTCS K TIPEACTABUTE-
1M pona Rhabdopleura. OnuceiBaeMblii TakcoH Rhab. sibirica sp. n. o JyinHe
1 TUAMETPY CTOJIOHATHHBIX W 300MIAJIBHBIX TPYOOK, MO MUPHUHE (PY3EILTIOCOB
B TpyOKax 3HAYUTENBHO OTIIMYACTCS OT M3BECTHBIX COBPEMEHHBIX M HCKOIIA-
eMBIX BUJOB pona Rhabdopleura. Ot Buga Rhab. obuti HOBBIA BUJl OTINYAET-
Csl 4acThIMHM 300HMJAJBbHBIMH TPYOKamH, MEHBIICH TONIIMHON (y3eIiocoB
U OOJIBIIIMM WX YHCIIOM B equHule usMepenus. Ot Bunga Rhab. hollandi voBbrit
TaKCOH oTiu4aeTcs 6osee IMUHHBIMU (5.0—6.5 MM nipoTtuB 1.0—1.5 MM) 1 HacTHI-
MU 300UIAJIBHBIME TpyOKaMu — y Rhab. hollandi Ha HEKOTOPBIX OTHOCUTEIb-
HO MPOTSIKEHHBIX YYacTKaX CTOJOHAIBHOW TPYOKHU TOJHOCTBIO OTCYTCTBYIOT
300U IaJTbHBIC TPYOKH.

Hoseiii Takcon Rhabdopleura sibirica sp. n. o Npu3HaKy HaJIU4YUS B He-
KOTOPBIX MECTaX 300MJaJbHBIX TPYOOK PEIKHX MECT COCAMHEHUs (y3esio-
COB HE3HAYUTENIbHBIM IO TMPOTSIKEHHOCTH HE3aKOHOMEPHBIM IIIBOM OJH30K
K TpencTaBuTeNsIM BUAOB Rhabdopleura primaevus, Rhabdopleura kozlowski,
Rhabdotubus johanssoni, AIMEIOIMUX B psAlle CIydaeB CXOTHBIM THI PUCYHKa
counenenus dysemrrocos (Kozlowski, 1961, 1970; Kulicki, 1969, 1971; Bengtson,
Urbanek, 1986; Durman, Sennikov, 1993; Rickards et al., 2001).

3ameuanue. HoBas kemOpuiickas ¢dopma padmomieypun Rhabdopleura
sibirica sp. n. kpome oOmIell QOopMBI IEHOIMYMa U XapakTepa o0pa3oBaHUS
300UJATBHBIX U CTOJOHAIBHBIX TPYOOK OTIMYAETCS OT MpPEACTABUTENCH Ipy-
TUX pONOB mTepoOpaHxuii — oT ¢opMm Buma Rhabdopleuroides exspectatus
Kozlowski, nmeromux crporuii 3urzaroo0pasHblii PUCYHOK couJieHEHUs: Qy-
semttocoB (Kozlowski, 1961), a Takxke ot popm Buna Eorhabdopleura urbaneki
Kozlowski, nnsi KOTOpBIX XapaKTepeH HeperylspHbId, HO 4acTo Habironae-
MBI 3UT3aro00pa3HbIii OB couleHeHus (y3emtiocoB Ha TpyOkax (Kozlowski,
1970), He3HAYUTEIIBHBIM IT0 TPOTSHKCHHOCTH HE3aKOHOMEPHBIM IITBOM.

O6pa3 xu3au. OnucaHHble NPEACTaBUTENN NTepodpanxuilt Rhabdopleura
sibirica sp. n. ObUTM THIUYHBIMU OCHTOCHBIMH KOJIOHHAIBHBIMH OPraHU3MaMHU.
Takue KOJOHMH-IIEHOUUYMBbI OBLITH, BEPOSITHO, HE MHKPYCTHPYIOIIETO THIIA,
a CTEJISIIIErocs 10 JIHY TUTIA, KaK PACTIPOCTPAHEHO Y OONBIINHCTBA IPE/ICTaBH-
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TeJIel BHJIOBBIX TAaKCOHOB pojaa Rhabdopleura. Ho, BcnencTBue TOoro, 4To Ju-
BEPreHINs y TIIaBHON CTOJIOHAJIbHOU TPYOKH, BO3MOXHO, OTCYTCTBOBaJIa, 300-
HAIabHBIE TPYOKH MPaKTUUECKN He WMenu nprrummeit gactu (adherent part),
TO KONOHUsI Rhabdopleura sibirica sp. n. ¢ TIaBHOW CTOJOHAIBHON TPYyOKOI
B BUJE cTelsiierocs crebis (creeping stem) nmena JinHeiiHyo Gopmy. Takas
NMUHelHas GopMa KOJIOHWH HOBOTO OMHCBIBAEMOI'0 BHJA PaOAOMIeypHa HMe-
€T CXOACTBO ¢ (hOPMOI KOJIOHUH Yy psifia TPANTOIUTOBBIX TAKCOHOB, HAIIPUMED,
takux Kak Ptilograptus Hall u Aspidograptus Bulman (O0yT, 1964; Bulman,
1970). 3oomaansHbie TPYOKHU, KaK y BCeX APYTHUX BUAOB poxa Rhabdopleura,
y HOBOTO ONMCBHIBAEMOI'0 BHJA MOAHMMAJHUCh BBEPX M OTXOAMJIU B CTOPOHBI
OT CTOJIOHAJILHOU TPyOKH.

Pacnpoctpanenune. Cpennuii keMOpHii, MalCKUI BeK, IHKaxXTapCKUH To-
PH30HT, JKaxTapcKas CBUTa, TPUIOOUTOBAs 30Ha Anomocarioides, puOIH3m-
TedabHO B 25-30 M cTpaturpaduyuecku HIKE HIKHEH TPaHUIBI TPUIOOUTOBOM
30HHI Lejopiga laevigata, cOBMeCTHO ¢ KoMIuiekcoM TpantonntoB Dithocoidea.
Cubupckas nnardopma, Pecniybnuka Caxa (Axytus), p. Ymorup (FOmarup),
SIBJISIFOILIASICST TTPAaBbIM TIpUTOKOM p. Manast Kyonamka B 30 KM BbIIIE €€ yCTh,
xoiutekius b.I'. Jlonatuna, Touka 553, 1960 r.

Matepuan. OgHa KOJIOHHS € TIaBHON TpyOKO# U OTBETBIISIIOIIMMHUCS OOKO-
BBIMM TPYOKaMH XOpOILIEH COXPAaHHOCTH B IOy pesibe(HBIX OTIEUaTKaX.

Rhabdopleura obuti Durman et Sennikov, 1993
Tab6m. I, pur. 2-5; Tadmn. 11, ¢pur. 1-3; puc. 3

Rhabdopleura obuti: Durman, Sennikov, p. 284, pl. 1, fig. 1-4; pl. 2, fig. 1-6;
text-fig. 1-4.

Fonotun. Rhabdopleura obuti Durman et Sennikov, 1993, pl. 1, fig. 1.
Cpenuunii keMOpuid, MaliCKHIl SIpyC, 3€JICHOIIBETHASI CBUTA, MECTOHAXOXKICHIC
Ha p. YKYKHT, JieBoM nputoke p. OneHek, B ee cpeaHet yactu, B ONEHEKCKOM
(danuaibHOM pervoHe Ha ceBepo-BocToke CHOHMpCcKOW miaThopMbl (TOUKa
1738B, c6opsl K.C. 3a0ypauna, 1957 r.). Xpanurcs nox Ne 962 B LlentpansHom
Cubupckom reojorndeckom mysee B HoBocubOupcke, B Poccun. [aparun xpa-
Hutes nox Ne SM X 23262-23264 B CemxBukckom my3ee (Sedgwick Museum)
B Kem6pumxe (Cambridge), B BenmukoOputanum.

Onwncanme ob6pasma Ne 1 (traba. II, ¢ur. 1-3; puc. 3). OraensHbIH
KpYTHbBIHA TPyOKOMOJOOHBIN 00BEKT C XOPOIIO BBIPAXKEHHBIMH (Dy3eriocaMu.
[IpakTHuecku Ha KaxXI0M (y3euoce BUAHO €ro BEpeTeHO000pa3Hoe CTPOCHHUE,
OJITHAKO OTYETJIMBBINA 3Ur3aro00pa3HbIi OB M3 COSAMHEHHN (Py3eJIIII0COB Ha-
Oro/1aeTCs TOJMBLKO Ha HEOONBUINX OTPE3Kax TPyOKH.

BryTpu nuctanpHON 4acTH 00BEKTa Ha pacCcTOSHUU OKojio 1.5 MM oT ee
CJ1a00 CKOIIEHHOTO KOHIIA B MOy peTbe(pHOM OTIIedaTKe BUCH 300U (puc. 36).
Berrmre Tynosuina (Tena) (trunk) pacnonararoTces nrynanbiia (tentacle). Otuernu-
BO Pa3JIMYMMBI JIBE TPYIITUPOBKH LIyl [0 YETHIPE B KAXKJI0H, OTBEUAIOIIUX
nape jgododop (lophophore).
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— \
Puc. 3. PexoHCTpyKIUs 300M70B B TPyOKe M KOHPUTYpAIK X OpraHoB y Rhabdopleura

obuti Durman et Sennikov: a — TpyOka ¢ 300ugamMu, 6 — BTIHYTBII 30011, 6 — 3a4aTOYHBIN 3001 T;
1 — nododopsl, 2 — aHyc, 3 — MIEBPAJIBHBII TUCK, 4 — POT, 5 — TYJIOBHIIIC.

Hmxe paccmaTpuBaeMoro 3oomaa B TpyOke HaOmomaeTcsl cTeOenernomoo-
HBII 1eHocapk (cenosark) mmwHON 0.5 MM, mepexofsmuii B ciado BUIMUMBIHA
OTIIEYATOK MSTKOTro cTojioHa (gymnocaulus = soft stolon). He uckmroueno, uto
OIKChbIBaeMasi Kak IeHOCapK 4acTh pabiomieyabl, Ha CaMOM Jiesie, MOTJia ObITh
COKpallleHHBIM (CkaThiM) cTeOsieM (contractile stalk).

Ha paccrostaiu 3.6 MM OT OITHCaHHOTO 300H/1a, B CPEIHEN YaCTH U3y YEeHHO-
ro 00BEeKTa HAOIIOIAETCS TIOX0 PA3IMYUMBIH 110 CBOEMY CTPOEHHUIO BTOPOHA 30-
oun, obmel (tymosuiie 1 sododopsn) nuuHo 0.7-0.8 MM 1 mmpuHOi 0.35 MM.
VY Hero paznuuuma onHa napa j10podop, KOTOpble CHaOKEHBI IIyHNaiblaMu.
Hwuxe na 0.75 MM B HampaBlIeHUH NMPOKCUMAJIbHOM YacTH paccMaTpUBAaeMOro
00beKTa HAOTIOAACTCST XOPOIIIO COXPAHUBIIUNCS TPETUH 300U OOIIECH JITUHOMI
0.35 mm u mmpuHOH 0.25 MM (puc. 36). Y aToro 3oomuaa BuaHA napa jgododop
¢ 4 unu 5 mynanpliaMu Ha KaKJIOM U3 HEX. /lajee K mpoKCcHMaTbHOMY KOHITY
M3y4aeMoro o0beKTa HabIroaaeTcs MI0X0 COXPAHUBIIHMICS CTONOH. B kpaiiHe
MPOKCUMAJIBHOW YacTH TPYyOKH, BO3MOXHO, COXPAaHHJIACh YacTh TYJIOBHILA
3o00u1a uiu Jododop.

[To mpuBeNEHHBIM BbIIIE MOP(OIOTHYSCKHM OCOOCHHOCTSIM MOXHO TpPej-
MTOJIOKUTh, YTO PAaCCMaTPUBAEMBbII TIEPBBII 300U ] SIBISETCS KOHIIEBBHIM (KOHEU-
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HBIM) TEPMHUHAIBHBIM 300U]10M (terminal zooid) BHyTpH 300U 1aTIbHON TPYOKH.
[Ipn TakoM MpeANoNoKEHNUH, HIKE K 3001y JTOJKEH ObLI TIOAXOAUTH HE Ha-
CTOSTIUN CKIEPOTHU3NPOBaHHBIN (sclerotized) cTomon (stolon) (pectocaulus), a
MSTKUH cTOJOH (gymnocaulus). PazBuBas u nanee Takyto TPAaKTOBKY CTPOCHUS
OIMCBIBAEMOI0 00BEKTA, HUKE HA CTOJIOHE B CPEeHEH YacTH TPpyOKH pacnonara-
eTCsI IOCTIEIHUH U ellle HUKe B MPOKCUMAJIBHON 4acTh TPpyOKH MpeanocieHuN
13 00pa3yroLIUXCs OHBIX 300UJ0B (moYek). J[Ba mocieaHux 3oouja (MOYKH),
CyJIsl IO X pa3Mepawm, elie He IO KOHIA Pa3BHIIUCHh BO B3POCIBIE 300H b 300-
WJTBI TIPY TIOJTHOM Pa3BUTHHU JOJKHBI MTPOABIPSABINBATH CTEHKY TPyOKH 1 0Opa-
30BBIBaTh 300MIaIbHBIE TPYOKHU (MIJIM HOBBIE JIOTIOJIHUTENBHBIE CTOJIIOHAIIBHEIE
TpyOkm). Takum 00pa3oM, HUKHHE JBE TPETU OIUCBHIBAEMOTr0 O0BEKTa MOTYT
OTHOCHUTBCS K CTOJIOHAIILHOM TpyOKe (TOuHee K KaKOW-TO YacTH JAJWHHOH CTO-
JIOHAJILHOW TpPYyOKH), a BepXHsis (IUCTaJIbHAS) YacTh MOCJEC KOJIEHOOOPa3HOTO
m3rubda — K 300uAaTFHON TPyOKe.

B camom nmpokcuMatbHOM KOHIIE OITUCAHHOTO SK3EMIUISpa TaKyKe BO3ZMOYKHO
HaOIIFOIAeTCS CJIE/ MPOTPABIMBAHUS CTOJIOHAIBHOU TPYOKH 300M10M, C HaYaTh-
HOW cTajueit o0pa3oBaHUsI HOBOW 300U/IabHOM (MIJTH CTOJIOHAJIBHOW) TPYOKH.

Henb3s NOAHOCTBIO OTKA3bIBAaTHCA U OT JPYTOil BEPCUU — B CPEHEN U TTPOK-
CHMaJIFHOHM 4acTsX paccMaTpUBaeMol TPyOKH pacroyiaraiuch Tak Ha3bIBaeMbIe
3uMoBOYHEIe 300uHI (hiberna cula).

Ho, Hanbonee BeposATHO, 9TO IEPBBIH KPYITHBIN 30011, HAOIIOAAeMBIN B TUC-
TallbHOW YacCTH TPYOKH, SIBJISIICS BTSIHYTHIM 300m10M (retracted zooid). Heos-
MOYXHO MCKIIIOUHMTb, YTO 3TO OBLI BHITAHYTHIH (YAJIMHEHHBIN) 30011 (extended
z0oid) BHYTpH 300U JaIbHON TPYOKH, C IPUKPEIICHHBIM K HUKHEH €ro 4acTH
COKpallleHHBIM (CKaThiM) cTeOieM (contractile stalk).

Pasmepsl. Jlnuna omrcanHoi TpyOku 10.2 MM. B nucTannHOM yacTh TpyoO-
KU ee aAuameTp paBeH 1.1 MM (K KOHITy BO3MOXXHO YTOHEHHE), B CPEIHEH YacTH
TpyOku — 0.7-0.75 mm, a B mpokcumanu — 0.33—0.35 mm. TonmuHa dy3enntocos
(fusellus) 0.08—0.12 mm. B 2.5 MM momemaeTcst 0Koio 25 ¢y3eirocoB.

TynoBuie (trunk) rmepBoro oruCaHHOTO BbIIIE 300113 UMeeT JIHHY 0.5 MM,
mupuny 0.4 MM, ¢ obmomkom ctoiona miauHON 0.45 mMm. OT TynoBUIA OTXO-
nut omHa mapa sododop (lophophore), co nrymanmbmamMu, IMEIOITUMA JIITHHY
0.8-0.9 MM u Tommmay 0.07—0.08 MM. Ha TymnoBumie o60cobmseTcs mieBpaib-
Hbli quck (pleural disc) oBanbHO# GopMbl BeicoTOH 0KOJ0 0.25 MM M IIMPUHOI
0.2 mM. Huske muieBpalibHOrO JUCKa TPOCMATPHUBAIOTCS JIBE BBITSHYTBIX TIOJIY-
Kpyrabix ckiaaku (okoso 0.05 mm), BeposiTHEE BCEro, OTBEYAIOIIMX POTOBOM
nosoctr (mouth). Ha mpoTuBOMONIOXKHOM OT TIIEBpajIbHOTO JAMCKAa CTOPOHE TY-
JI0BHIIA HAOTIOIaeTCss OyropoK, OTBEYAIOIIHNHA MOJIOKEHHIO aHyca (anus).

Onucanue o6pasna Ne 2 (tabxa. I. dur. 4, 5). CronoHanbHble TPyOKH
C IOCTaTOYHO YacTOH TUXOTOMUEH, ¢ OudypKanneil CKIepoTH3UPOBAHHOTO CTO-
soHa — nektokaystoca (bifurcation of sclerotized stolon — pectocaulus) (ta6m. 1,
¢ur. 5). 3oouaabHbIC TPYOKH PEIKH.
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Pasmepsl. CTonoHanbHbIE TPYOKH TUXOTOMUPYIOT C HHTEPBAJIOM B 2.0 MM.
3oouaanbHble TPYOKH JinMHOW 10 6.5 MM. lllupuHa CTONOHANBHBIX TPYOOK
mocturaet (0.7 MM (B MecTax quBepreHnud — 1.1 MM), a IUprUHA 300U AATBHBIX —
oT 0.4—0.5 MM B X IpOKCUMaJbHbIX YacTsAX A0 0.8 MM B AUCTAJIbHBIX YACTSX.
B 300umanpHBIX TpyOKax 3001161 HE COXPAHUIUCH M HAOIIOAAOTCS TOJIBKO CTO-
JIoHBI. Takke BO3MOXHO, YTO KOHI[bI TAKUX TPYOOK, TJ¢ MOTJIH OBl COXPaHUThCS
OTIIEYaTKH 300HI0B, BEpOATHEE Bcero, oonomansl. J{uameTp cronona — 0.05 mm.
Tonmuua ¢y3emntocoB okos0 0.1 MM. 3ur3aroo0pa3Horo mBa coeauHeHus (y-
3eJUTIOCOB He pukcupyercs. B 2.5 MM momermaetcs 25-30 ¢y3emmocos.

Onwucanme ob6paszma Ne 3 (tabn. I, dbur. 2, 3). OGIOMOK KOJOHHH
CO CTOJIOHAJIBHOW TPYOKOW W YETHIPbMs 300MAAJIBHBIMU TPYOKaMH, a TaKXke
OTIENBHBIC ECTh 00JIOMKOB 300H1aJIBHBIX TPYOOK.

Pazmepsl. llupuna crononansHbIX TpyoOok 0.4—0.5 mm. HaGnronaercs au-
XOTOMHSI CTOJIOHAJIBHBIX TPyOOK. JITiHA 300M1abHBIX TPpyOOK 10 5.0—6.0 1 60-
Jiee MUJITUMETPOB, a mupuHa oT 0.4—-0.6 mm g0 1.0 MmMm. YacTh 300u1aJIBHBIX
TPYOOK CHUIIBHO 3aBEPHYTHI, TPAKTUYECKH B MONYyKObIa. TonmmuHaa dy3emiro-
coB 0.06—0.08 mm. B 2.5 MM nomernaercst 6onee 25 ¢y3emnrocos.

3ameyanue. SIBiueHne 0o0pa3oBaHMS KOJBIEBBIX CTPYKTYpP XapaKTepHO
JUTSI TPOKCHMAIIBHBIX YacTel [EHOIIMYMOB COBPEMEHHBIX paloriieypu, Ha-
npumMep, y Buna Rhabdopleura normani (Schepotieff, 1907-1908).

Omnucanue oOpasna Ne 4. OGIOMOK KOJIOHHH C TpeMs TpyOKamHu.

Pazmepsrl. TpyOxu mupunoit 0.6 mm u 0.8—1.0 mm. [Inmuna TpyOok 20.0 MM,
22.0 mm 1 29.0 M. Tommuna dysenmtocos 0.08—0.1 mm. B 2.5 MM nomemaeTcst
okos10 30 dy3emaocos.

CpaBaenue. Onucanubie GOpMBI UMEIOT OJM3KHE XapaKTEPUCTUKH, CpaB-
HHMBIE C TapaMeTpaMu 00pa3I0B TOJOTHUIIA U ITapaTHiia CHOMPCKOTo MaTepraa
Buna Rhabdopleura obuti (Durman, Sennikov, 1993).

Ot npyrux BunoB poma Rhabdopleura omnuceiBaeMblidi BHJ OTIHYAETCS
oOmield koH(UTypalued IeHoluyMa, pasMepamMu U (OPMON 300HIAJBHBIX
W CTOJIOHAJIBHBIX TPYOOK, BHIPAKEHHOCTHIO 3UT3ar000pa3HOro I1Ba CPACTAHUS
tdyzenmocoB. OT coBpeMeHHOTO Buna Rhabdopleura compacta, xpome mepe-
YUCJICHHBIX BBINIE MAapaMETPOB IICHOIIMYMa, M3ydeHHBIC GopMbl Rhab. obuti
OTIUYAIOTCS XapaKTePUCTUKAMH MATKUX TKaHei 3oounoB. Tak y Rhab. com-
pacta KOTMYECTBO IIyTasell Ha IByX Jogodopax He MEHee YeM JBa JeciTKa
Ha kaxjoM (Stebbing, Dilly, 1972; Briggs et al., 1995), a y Rhab. obuti Takux
IyTael TOJbKO YSThIPE Ha KaXkJI0M H3 IBYX Jioodop.

Pacnpocrtpanenue. Cpenuuii keMOpHii, MaiiCKiil BEK, CUIIMTUPCKUN TO-
PHU30HT, 3€JIEHOIIBETHAS CBUTA, HWIKHSS YacTh TPHUIIOOMTOBOM 30HBI Lejopyge
laevigata. Cubupckas miatdopma, PecmyOnuka Caxa (Sxyrtus), Oacceiin
p- YKyKHUT, ieBoro mputoka p. Onenek B ee cpeaneit yactu, komnekuus H.IL. Jla-
3apenko, coopwl K.C. 3a0ypauna, 1957 1., Touka 11644r. TunoBoii MmaTepual pac-
cmarpuBaemoro Bujaa (Durman, Sennikov, 1993) Ol onMcaH U3 MECTOHAXOXK-
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nenus (touka 1738B, cooper K.C. 3a0ypauna, 1957 1), Takke pacroiiokeHHOTO
B Oacceifne p. YKYKHT B 3€JICHOI[BETHOW CBUTE.

Martepuan. Yerbipe KaMEHHBIX IUIUTKH-00pa3iia ¢ HECKOIBKUMH pa3o0-

[ICHHBIMH TPYOKaMHu.
3AKJIIOYEHUE

Ha cubupckoM cpeaHekeMOpHIiCKOM MaTepuaje U3 MECTOHAXOXKJe-
HUSl B pa3pese JKaxTapckoi cBUTHI Ha p. Ymarup (YOmarup) B Onenex-
cKkoM (anuaabHOM peruone Cubupckoii miar(opmbl BbIIEIEH HOBBIM BUJT
pabnonneypus. IlodHOCTBIO cOXpaHUBIIAACA KPYMHAsl KOJOHUS-IIEHO-
LIAYM COCTOHUT U3 JUIMHHON CTOJIOHAJIBHOM TPYOKH U OTXOISILIUX OT HEe
MHOTOUHCJICHHBIX 300UJaTbHBIX TPYOOK.

B cubupckom nareprraTrTo-nogoOHOM MECTOHAXO0XKIEHUHU B pa3pese
3€JICHOLIBETHOM CBUTHI Ha p. YKYKHUT B OJeHEKCKOM (haliabHOM PEru-
one Cubupckoii miuardopMbl HaOIIOIAETCS XOPOIIasi COXPAHHOCTH TaJie-
OHTOJIOTMYECKOr0 MaTepHaa, Kak BHEHIHUX TPYyOOK IK30CKeIeTa — IEHO-
LUYMOB, TaK M MATKUX TKaHeW 300u110B. [[BeTOBasi raMmma EHOLIMYMOB
M3YUYEHHBIX KEMOPUHUCKUX CUOMPCKUX MTepoOpaHXxuil OH3Ka K I[BETOBOU
ramMmMme (KpacHBI, OpaH>KEBBIM, KOPUUHEBBII) COBPEMEHHBIX MTEPOOpaH-
xuil. TeMHO-KOpUYHEBas, 10 YEPHOM, OKpaCKa CKIEPOTU3UPOBAHHOIO CTO-
JIOHA — MeKToKayroca (pectocaulus), B cHOMPCKOM KeMOPHICKOM MaTepu-
aje Takxe OJM3Ka K IBETY MEKTOKYJIIOCOB COBPEMEHHBIX palIoMIey pul.
B cubupckoMm cpenHekeMOpriiCKOM OMMCAaHHOM MaTepHaie BCTPeyaroTcs
(bparMeHTHI KOJBIEBBIX CTPYKTYP MPOKCUMAIBHBIX YacTei 0Opa30BaHUs
KOJIOHUM, CXOJIHBIE 110 OYEPTAHUAM C AaHAJOTMYHBIMU IPOKCUMAaJIbHBIMU
CTPYKTYpaMH y COBPEMEHHBIX IIEHOLIMYMOB padnormieypuia. B cTpykry-
pe CTEHOK TPYOOK IIEHOIIMYMOB CHOMPCKUX KEMOPUICKUX padaorieypus
OTMEYAIOTCS OT/AEIbHBIE (PY3€IUTIOCH U B PAJIE CIIy4aeB XOPOIIO BBIpa-
KEHHBIH 3Ur3arooOpa3Hblil 0B UX cpactanus. KoHiel TpyOOK, BHYTpU
KOTOPBIX TOMEIIAIOTCS BTSIHYThIE 300U/1bl, UMEIOT, KaK U MPEACTABUTEIIN
COBPEMEHHBIX PalA0IICypH, C1a00 CKOIIEHHbBIE KOHIIBI.

Msirkue TKaHU 300HI0B M MMOYEK B CHOMPCKOM CpeIHEKeMOpPHIICKOM MaTe-
puane COXpaHUINCh B MIPYKU3HEHHOM MONyoObeMHOM cocTosiHuH. Cpenn 30-
OHJIOB BCTPEYAIOTCS KaK KOHLEBBIC 300Mbl, TaK U Jpyrue 300uibl. B crpoe-
HUH 300UJI0B CHOMPCKUX CPEIHEKEeMOPUICKHX pabmoruieypus HaOIIOaa0TCs
OOJBLUIMHCTBO M3 MOP(OIOrHUecKr 000COOICHHBIX OPraHOB, U3BECTHBIX y CO-
BpPEMEHHBIX MTEPOOPAHXHI — OKPYTIBIN TIeBpanbHbIi auck (pleural disc), por,
nododopsr (lophophores), cHabxenHble TIymanelaMu (tentacle), anyc (anus).
Taxke MOXHO HAOJIONATh CKJICPOTH3MPOBAHHBIN TMEKTOKaymtoc (pectocaulus)
1 HE CKJICPOTU3UPOBAHHBIN MATKUN TEMHOKaYIFOC (gymnocaulus). O0mas KoH-
durypamusi CTpoeHHs Tela 300HI0B U OTHOCHTEIIBHBIC Pa3Mepbl OTICIbHBIX
OpraHoOB MO OTHOLICHHIO APYT K APYTy OJHM3KH K aHAJOTHYHBIM MapameTpam,
W3BECTHBIM Y COBPEMEHHBIX MpeacTaBuTeneit poga Rhabdopleura Allman. 3to
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CBHUJICTEJILCTBYET O BBICOKOM CTEIEHU KOHCEPBATUBHOCTH MOpdorenesa padio-
ey pu Ha mpoTsokeHur 500 MITH. JIeT.

PabGoTta BBIMONHSIIaCH B paMkax wuccieaoBanuii mo mpoektry CO PAH
B UHTerpaunonnoii nporpamme Poccuiickoit akagemun Hayk «[IpoucxoxaeHue
1 3BOJIIOLUS OrochepsI».
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The morphology of cambrian rhabdopleurids exoskeleton and soft tissues
N.V. Sennikov

The unique half-dimensional material with preserved soft tissue material of the
ancient Cambrian rhabdopleurids from the Siberian Platform are studied. The
structure of their external exoskeleton — coenoecium, tubes and fusellus have
been analyzed, including elements of the soft tissues — hard and soft stolons,
body of zooids, lophophores, pleural disk, mouth, and anus.

Key words: Cambrian, Siberian platform, rhabdopleurids, zooids.

Oo0bsacHenne Ta0ubI 1

®ur. 1. Rhabdopleura sibirica Sennikov sp. n., Ne 2073/1; x8.5; p. Yisrup
(KOmrup — mpassrit mpuTok p. Manas Kyonamka), Touka 553, Cubupckas miat-
(dhopma; KeMOpHiA, TKaXTapCKUW TOPU30HT, MKaXTapCKasi CBUTA.
®ur. 2-5. Rhabdopleura obuti Durman et Sennikov: 2 — Ne 2073/2, x15;
3 —Ne2073/3,%x7.9; 4 — Ne 2073/4, x11; 5 — Ne 2073/5, x35; p. YKYKUT (JIeBBIH MTPH-
TOK p. Onenex), Touka 11644r, Cubupckast niardopma; KeMOpPHU, CHITMTUPCKUI
TOPU30HT, 3€JICHOIIBETHAS CBUTA.
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@ur. 1-3. Rhabdopleura obuti Durman et Sennikov, Ne 2073/6: 1 —x23,2 —
x55, 3 —x110; p. YkykuT (11eBblii mpuToK p. OneHek), Touka 11644r, Cubupckas
niatdopma; KeMOpPH, CHIIMTUPCKHUI TOPU30HT, 3€JICHOL[BETHAS CBUTA.
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Mopdghoeenes: ycmotiuusocms u 8apuabenbHocmy
Cepus «l eo-6uonocuyeckue cucmemsi 6 npowiiomy». M.: ITHH PAH, 2015. C. 256-261.
http://'www.paleo.ru/institute/publications/geo/

BJIUAHUE PACTAKEHU SMBPUOHAJIBHBIX TKAHEN
HA ®OPMUPOBAHUE OCEBBIX CTPYKTYP
B PAHHEM PA3BUTHUU XENOPUS LAEVIS

I0.1. Bacuiernna, C.B. Kpemnén

Mockosckuti ecocyoapcmeennulil yuugepcumem um. M.B. Jlomonocosa
yulavas26@mail.ru

HccnenoBainy BIMsSIHUE MEXaHHUECKOTO HATSHKEHUS Ha TP PEePeHIIUPOBKY
0CEBOI Me30/IepMBbl B JIBOMHBIX AKCIUIAHTATaX (COHJBHYAX) IMOPHOHAIb-
HBIX TKaHed Xenopus laevis, N301MPOBAHHBIX HA CTAAMIX OT paHHEH ra-
CTPYJIBI J10 TIO3/1HEH HeHPYJIbL. BbLI10 OKa3aHo, 4To B AKCIUIaHTAaTaX paHHEH
racTpyJibl pacTsHKEHHE OPUEHTHPYET U CTUMYJIUPYET KaK 3aKJIaKy XOPbl
Y COMUTOB I10 OTJIENIHOCTH, TaK, B 0COOCHHOCTH, X COBMECTHOE (KOJIOKa-
nu30BaHHOE) (hopMupoBanue. [Ipu 3TOM pacTspkeHHe criocoOCcTBOBAJIO 3a-
KJIa/IKe TPAaBUIIbHOM aHATOMUYECKOM CTPYKTYPbI XOPJIbI, U YCHIIHBAJIO IKC-
npeccuto rena Chordin BHe 3aBUCHMOCTH OT HaJIM4MsI MOP(OJIOTHIECKH
MPaBUIIBHOM 3aKJIaJIK1 XOp/bl. Ha cTajmy no3aHei racTpyiibl CTUMYIIUPY-
I0IIasl POJIb UCKYCCTBEHHOI'O pacTsHKEHHsI Ha COBMECTHOE (DOPMHUPOBaHHE
9THX 3aKJIaJ0K ObLIa BeIpaxkeHa ciabee. Ha cranuu nosaueit HelpyJibl co-
MUTBI MOIJIN (POPMHUPOBATHCS B IKCIUIAHTATaX, HE COJIEPXKAIIMX 3aKJaj-
Ky Xopabl. TakuM 00pa3oM, Ha paHHHMX CTAAMSIX (POPMUPOBAHUE COMUTOB
CTHUMYJIUPYETCSI KOHTAaKTaMH C XOPAOH, MPUYEM COBMECTHOE pa3BUTHE
00enX 3aKJIa/I0K SBIISIETCS MEXaHO3aBUCHMBIM, a Ha ITO3{HUX CTaUsAX pa3-
BUTHE COMHTOB CTAHOBHUTCSI HE3aBHCUMBIM OT XOpabl. HarsokeHune TkaHei
OPHMEHTHPYET 3aKJIaJIKy XOP/Ibl, CIIOCOOCTBYET YCTAHOBJICHHIO €€ HOpMaJlb-
HOH Mopdosornu u ycunusaeT skcnpeccuto rera Chordin.

OnHOIM M3 BaXHBIX MPOOJEM OWOJOTHU Pa3BUTHUS SIBISCTCS BBISICHCHHC
MEXaHHU3MOB CE€IrMEHTallUu oceBoH ME30JICPMEIL. bonemuHcTBO COBPEMCHHBLIX
HCCIICJIOBAHUIM TI0 CErMEHTAI[MM ME30JCPMbI IOCBSIIEHO TaK Ha3bIBACMBIM
MOJICKYJISIDHBIM dYacaMm commToreneza (Pourquie’, 2003). Yacel paboTaroT 3a
CUCT JMHAMHYECKOTO U3MEHEHUSI YPOBHS SKCIIPECCHH I'€HOB, KOTOPasi pacrpo-
CTpPAHSIETCsl OT 33JHEr0 KOHI[A Tejia K mepeqHeMy. DPpOoHT BOTHBI AKCIPECCHU
OCTaHABJIMBACTCS B 0071acTH (DOPMHUPOBAHUS HOBOTO CErMEHTA, U MIPOUCXOJIUT

256



10 cragua 12 crapgua 16 cragua

Ventr Bl oos  ventr

-~ —_— e — —_—
Ventr Dors Ant Post

Puc. 1. Cxema dSKCIepUMEHTa: M3TOTOBJICHHE IBOMHBIX JKCITAHTATOB
(coHaBHUEH) HAa yKa3aHHBIX CTAAMIX pa3BUTH. [IyHKTHpPOM yKka3aHbl TpaHU-
LIbI BEIPE3aHHBIX YYaCTKOB.

rmoo4epeHoe 000co0IeHNE OTACTBHBIX COMUTOB. ClleIyeT OTMETHTh, YTO BaXK-
HYI pOJb B TEpelaydl CUTHAJIOB B TKAHH MPECOMHUTHON ME30JepMbI UTPacT
MexkIiieTouHas anresus (Saga, Takeda, 2001). DTo cocoOCTByeT ycTaHOBIIE-
HUIO TPAJIUEHTOB PAa3IUYHBIX TPAHCKPHUIIIUOHHBIX ()aKTOPOB CUTHAJIBHBIX ITy-
terr Wnt, FGF u peTnHOEBO# KHCTTOTBI, KOTOPBIE B CBOIO OYEPEb M OTPEICISIOT
MIPOCTPAHCTBEHHO-BPEMEHHYIO Pa3MeTKy Iporecca GOpMUPOBaAHUS COMHUTOB.
Ha npumepe amdpubuii MO’KHO MPOCIEIUTH pa3HOOOpasue crocoO0B cerMeH-
taruu (Deuchar, Burgess, 1967; Hamilton, 1969). Tak, y Xenopus laevis kneTku
COMHUTOB COBEpILIAIOT MOBOPOT Ha 90° OTHOCUTENBHO NEPBOHAYATIBLHOM OpHeHTa-
LMK 1 00pa3yIoT CTONKH TOJIIMHON B OJIHY KJIETKY, a Y Ambistoma mexicanum
(hopMHPYIOTCS PO3ETKH, KOTOPBIE TTOTOM 000COOISAIOTCS OT MMPECOMUTHON Me30-
nepmsl (Cooke, Zeeman, 1976). Xopaa crmocoO6cTByeT MpOCTPaHCTBEHHOH OpTaHu-
3aIlMd COMHUTOB, 00ECTIEYNBasi TOBOPOT KJIETOK, M YIOPSIOYEHHOMY PaCIOJIOKe-
HUIO WX BJIOJIb aHTEPUO-TIOCTEPUOPHON OCU. YaJIecHUE XOp/bl IPUBOIUT K Hapy-
IeHU0 (POpMbI COMUTOB M M3MEHEHHUI0 ux konuuectBa (Malacinski, Youn, 1981;
Koehl, Adams, Keller, 1990). Onnako moka3aHo, 4TO yIJHHEHUE OCH 3apOjIbIla
MIPOUCXONUT Aake Tpu oTcyTcTBHM Xopasl (Malacinski, Youn, 1982; Michael et
al., 1998). D10 MOXKET yKa3bIBaTh Ha POJIH JOMOTHUTEIHHBIX MEXaHUYECKHUX (haK-
TOPOB, HEOOXOAMMBIX JIJIsi HOpMasbHOU cermeHTanuu (Pearson, Elsdale, 1979).
Mex 1y TeM, BO3MOXKHOE Y4acTHE MEXaHUYECKHX CHJI B (DOPMUPOBAHHH OCEBBIX
3a4aTKOB ITOYTHU HE M3yueHO. JJaHHOE HCCeIoBaHNE MTOCBSIIIICHO YTOMY BOIIPOCY.
Paboty mpoBonuay Ha ABOWHBIX dKCIIJIaHTaTaX (COHABHUYAX) SMOPHOHAITB-
HBIX TKaHEH MMopIieBoH Jarymku (Xenopus laevis). CTanum pa3BUTHS BE3JE
ykaszeiBaiu 1o Nieuwkoop and Faber (Nieuwkoop, Faber, 1994). Connpuun us-
TOTOBJISITIM U3 MIPABOM U JIEBOH yacTell Mpe3yMNTUBHON 3aKJIaJK1 OCEBOM ME30-
JICPMBI C y4€TOM U3MEHEHU S JIOKAJIM3AI[U1 STOT0 MaTepuaJa Ha IoCiIe[0BaTe I b-
HBIX cTanusax pa3sutus (puc. 1). KoHTposnbHbIe 00pa3ibl HHKYOUpOBaIK ¢ BBE-
JICHHBIMH UTJIAMH B HEPACTSHYTOM COCTOSIHHH. DKCIIEPUMEHTAIbHBIC 00Pa3Ibl
pacTsAruBaliv Ha UTJIaX B JiBa IIpueMa — uyepe3 5 u 15 MUH 1ocsie U3roToBJICHU S
coHBUYa. [|mmHA 00pasioB mocie TOJTHOTO pacTshKeHUs coctaBisia 150%
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wOpRA

Puc. 2. ®opMupoBaHue 0CEBbIX CTPYKTYDP B HEPACTSHYTHIX (a—6)
U PAaCTSHYTHIX (2—e) IKCIUIAHTaTaX, M3TOTOBICHHEIX Ha cTagusax 10-11
(a—2), 12 (6, 0) n 16 (s, e).

OTHOCHUTEIIFHO UCXOMHOTO pa3zMepa. Ha cranusax 10—11 pacTsikeHHe IpOBOIHIIH
B JIOPCO-BEHTPAJIBHOM, a Ha OoJiee TMO3IHUX — B aHTEPHO-TIOCTEPUOPHOM Ha-
npasyieHUU. B mepuosn BpeMeHH, COOTBETCTBYIOLIMI JOCTHKEHUIO HOpPMallb-
HBIMH 3apOABIIIAMHU CTaIuW 23 CTaJuH, KOHTPOJIbHBIE U ONBITHBIE 0Opa3Lbl
¢dukcupoBan B )kuIKocTH bysHa n 00padaTbiBaiy pyTHHHBIMH METOAAMU JIJIsI
noJyueHus mapaguHOBBIX cpe30B. Ha apyroit mopuun 00pa3nos, GUKcHpoBaH-
HBIX Ha TOW )K€ CTaNH, TPOBOIWIM THOPHUIU3ALMIO i1 ity Ha XOPIAIbHBIA Map-
kep — red Chordin.

['ncTonornyeckuii aHaau3 SKCIUIAHTATOB, U3TOTOBJICHHBIX HA CTAJUH PaH-
Heit ractpynsl (10—11), mokaszan, 4To B HepacTAHYTHIX oOpas3max B 65% ciy-
yaeB He OOHAapY’)KMBAETCs 3aKJIAJIOK XOpAbI U cCOMHUTOB (puc. 2a, 3). B pacrs-
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Puc. 3. luddepernnpoBka 0CeBEIX CTPYKTYp B
HEpACTAHYTBIX U PACTAHYTBIX JKCIUIAHTATaX, H3TO-
TOBJICHHBIX HA Pa3HBIX CTAUSIX PA3BUTHUS 3apOAbIIIA.
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Puc. 4. Dxcripeccus rena Chordin B HepacTSHYTHIX (@—e) ¥ pacTAHYTHIX (0—3) IKCIIAHTATOB
¢ 10-1 craguu pa3BUTHS.

HYTBIX 00pa3iax MpoIeHT Takux HenudepeHnpoBaHHBIX COHABIUYEH COKpa-
maetcst 10 48%. Korga oceBbie 3aKkiIagky NPUCYTCTBYIOT — XOpAa U COMHTBI
MPENMYIIECTBEHHO KOJIOKAJIN30BaHbI, TO €CTh COMPUKACAIOTCS U BEITAHYTHI B OJI-
HOM HarpaBieHuu. [Ipu 3ToM eciiu Xopaa W30rHyTa, TO COMUTBI PACHONIATaloTCsI
CO CTOPOHBI €€ BBITYKJIOH, TO €CTh HanboJIee pacTIHYTOH CTOPOHEI (pHC. 22).

B skcnanTarax ¢ Oojiee mo3gHeH, 12-M cTaguM Tak)Ke OKOJIO IOJOBHHBI
00pasIoB — KaK PacTSHYTHIX, TaK U HEPACTAHYTHIX — OCTaloTCs HenupdepeH-
uupoBaHHBIMH. OnHAKO MpUMEpPHO B 25% ciiydyaeB B oOpasuax o0eux rpymim
00HapyKMUBAETCs 3aKJIaJKa COMUTOB 0€3 XOPAbl, YTO TOBOPUT O BO3MOKHOCTH
ABTOHOMHOT'O pa3BUTUA MaTcpuaja HpeCOMHTHOfI ME301CPMBI. B CANHHUYHBIX
HEpaCTSIHYTHIX dKCIIAHTATaX Ha 3TOH cTaguu (HOPMHUPYIOTCS JINOO OMHOYHEIE
3aKJIAKA XOPIbI, THOO XOpaa, KOJIOKAaJTM30BaHHAS C cOMHTaMHu (puc. 26, 0).
Takum 0Opa3oM, Ha 3TOH CTagUM OTCYTCTBHE MaTepHalia XOpHAbl HE MPErsT-
CTBYeT 00pa30BaHUIO COMHUTOB, HO €CJIM XOpJa MPUCYTCTBYET — COMHUTHI C HEl
KosokanuzoBaHbl. Ctagusi 16 (mo3gHssS HEWpyna) HEMOCPEACTBEHHO MpEAlle-
CTBYCT COMHUTOI'CHE3Y. Kak B HECPACTAHYTBIX, TaAK U B PACTAHYTBIX 3KCIIJIaHTAa-
Tax, U3TOTOBIIEHHBIX HA ATOW CTaJMH, COMHUTHI (POPMUPOBAIIACH B OTCYTCTBHUE
Xopasl (puc. 26, €). [Ipr 3TOM MPOIEHT TaKuX aBTOHOMHO BO3HHUKIITUX COMUTOB
B PAaCTSHYTBIX SKCIUIAHTaTax ObLI BhILIE (pUC. 3).

Takum 00pazoM, Ha paHHUX CTaJUSAX Pa3BUTHUs (paHHSS U CPEAHsS Ta-
CTpyJia) MCKYCCTBEHHOE PACTSIKEHHE CTHUMYJIUPYET COBMECTHOE 00pa3oBa-
HHE OCEBHIX CTPYKTYpP (XOpIBI U COMHTOB), TOTJIa KaK Ha IMO3MHUX CTaIHUSIX
pacTshHKeHHe YMEpPeHHO CTUMYIHpPYeT oOpa30oBaHHE COMHTOB HE3aBHCHMO

259



OT XOpAhbI. HOI[‘-IepKHCM, 4YTO B SKCIIaHTAaTax, U3roTOBJICHHBLIX HA paHHUX CTa-
JSIX Pa3BUTHS, IPE3YMITUBHBIA MAaTepUall OCEBOM ME30E€PMBI PACTATHUBAIU
B HANpPAaBIICHUH, MEPHECHIUKYISIPHOM HOPMallbHOMY (B JIOPCO-BEHTPAIHLHOM
BMECTO aHTEPO-MOCTEPUOPHOr0). DTO TOBOPUT O TOM, UYTO OPUCHTALIHS XOPJIbI
U COMHTOB Ha 9THX CTaJMSIX CIe HE MPEAONpe/eiicHa U MOXKET ObITh mepe-
OPHEHTHUPOBAaHA YUCTO MEXAaHMYECKHMHU BO3ACHCTBHAMH. 3aTpyJHEHUE WIH
MOJTHAsl HEBO3MOXKHOCTh TaKOW MEpPEOpUeHTANN Ha 0oJiee TO3AHUX CTaTusX
MOJKET OBLITH CBsI3aHa C TEM, YTO PACIIOJIOKEHHE OCCBLIX OPIraHOB K OTOMY BpC-
MEHH YK€ JICTCPMUHUPOBAHO €CTECTBEHHBIMU PACTSKCHUSIMHU, BOZHUKITHMHU
B PE3yJIbTaTe racTPyIsSIUU.

3akiagKka COMUTOB Ha BBIYKJOH (Hanbojee pacTAHYTOH) CTOPOHE XOpPABI
MOKa3bIBAET, YTO HA PAaHHUX CTAIUSAX Pa3BUTHUS HATSIKEHUS, OPUCHTHPYIOIUE
COMUTOI'CHE3, MOT'YT UCXOJAUTH OT XOPAHbI. B Takom ClIy4da€ KOHTpPOJb COMUTOIC-
He3a MEXAaHWYECKUMH CUJIAMU MOYKET OBITh JIByX(baBHBIM: BHa4aJIC IPOUCXOOUT
HEMOCPEICTBEHHO OPUEHTAIIHS XOPJIbl, KOTOpasi B CBOIO OYepe/lb OPUCHTUPYET
3aKJ1aJIKy COMUTOB.

Okcnpeccusi rena Chordin (puc. 4) Oblla BbISIBICHA KaK B PAaCTAHYTHIX,
TaK U B HEPACTSHYTHIX JKcIIaHTaTax. [Ipum 3TOM B pacTSHYTHIX 00pa3max
10—11 cTaauit 06JaCTh KCIPECCUH ATOTO reHa 00Jiee BHITAHYTAS U PACIIOI0KE-
Ha OJIMIKE K JOPCaTbHON MOBEPXHOCTH, TOTJIA KAK MPH OTCYTCTBUH PACTSIKCHHUSI
o0iacth skcnpeccun rerHa Chordin ocTaeTcsi HEpacCTIHYTOW M JIOKAJIM30BaHA
Ha JIOpcalbHON cTopoHe. TakuM 00pa3om, JJIsl SKCIPECCHH TOTO TeHa PacTsi-
KEHUA He TpedyeTcs, HO B OTCYTCTBHE TOCJIEIHET0 HapylLIlaeTcss HOpMaJbHasI
Jiokau3anus u popma 00JIaCTH IKCIIPECCUU.
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The influence of tension on formation of axial structures from
embryonic tissues during Xenopus laevis early development

Yu.l. Vasilegina, S.V. Kremnev

The influence of mechanical tension upon differentiation of the axial mesoderm in
double explants (sandwiches) of Xenopus laevis embryonic tissues isolated during early
gastrula — late neurula period of development has been studied. In explants from early
gastrula stage the imposing of artificial tension orients and stimulates differentiation
of notochord and somites separately from each other or in a joined fashion. Moreover,
the tension contributes to improve the normal anatomical structure of notochord and
increases the expression of Chordin independently from acquiring the normal morpho-
logical structure of notochord. In tensed explants prepared from late gastrula tissues
a jointed somite-notochord differentiation was less expressed. Explants from late neu-
rula stage could form somites without notochord. Thus, at the earlier stages the forma-
tion of somites was stimulated by the contacts with notochord and the development of the
both structures was mechano-dependent. Meanwhile, at the later stages differentiation
of somites became independent from the notochord. Tissue tension orients localization
of the notochord, contributes to the establishment of its normal morphology and in-
creases expression of Chordin.
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KOCTHBIA TAHIIUPH UEPEITAX:
MPUPOJA YCTOMYNUBOCTH 1 UBMEHYUBOCTH

I.O. Yepenanos

Canxm-IlemepOypackuii 20CyoapcmeeHnblil YHUgepCumen
cherepanov-go@mail.ru

[MaHnupb yepenax xapakTepH3yeTcsi BEICOKOW CTENEHbI0 KOHCepBaTU3MA
©a30BOif MOZIETTH U B TO )K€ BPEeMs LIMPOKUM CIIEKTPOM H3MEHYMBOCTH Ha
WHAMBUAYAIBHOM ypoBHe. COCTABIISIONINE MO3auKy NMAaHIHUPS KOCTHBIE
9JIEMEHTHI HMEIOT Pa3InYHOe MporcxoxkaeHne. KocraipHble 1 HEBpalib-
HBIC IUTACTHHKH Kapanakca MpeacTaBlIsioT co00l MOIEpPHU3UPOBAHHBIE
9JIEMEHTBI OCEBOT'0 CKEJIeTa, INIACTHHKH IUIaCTPOHA — IPeoOpa3oBaHHBIE
KOYKHBIE OKOCTEHEHH S IJICYEBOTO 1105ICa U TaCTPAJIHH, IepudeprpabHble
U CyIpanurajibHble IUIACTHHKH CXOXKH C OCTEOJepMaMH. YCTOHYUBOCTD
1 M3MEHYUBOCTH CTPOCHUS Pa3IMYHBIX YacTel MaHIMps depernax HuMe-
€T Pa3INYHyI0 BBIPaKeHHOCTh. Haubospliee yucino aHoManuidi oOHapy-
KMBAETCS B KayJIaJbHOW yacTu Kapamnakca. [ImacTpoH xapakrepusyercs
Mopomornyeckoit cTabuIpHOCTHI0. Bapmamum B CTpoeHHE KOCTHOTO
MAHIHPS BEIpaXKaroTcs: 1) B HEOOBITHOI Gopme/pa3Mepe MIACTHHOK ITPH
HOPMaJIGHOM HMX KOJHMYECTBE, 2) B HaJHYUE IONOJHHUTEIbHBIX IUIACTH-
HOK, 3) B OTCYTCTBHE PEryJIsIpHBIX IJIACTUHOK. B 3aBHcHMoOCTH 0T MOp-
(oreHeTHYECKUX NMPUYMH aHOMAJIUH ITOAPA3ICISAI0TCA Ha: 1) BapHalum,
00YCJIOBJICHHBIC M3MEHUYMBOCTBIO 3JIEMEHTOB OCEBOIO CKeJeTa MM HX
KOHTAaKTOB C JepMOil (HeBpajIbHBIE W KOCTAJIBHBIC TIIACTHHKHN); 2) Baph-
alMy, 0OYCIIOBJICHHBIE N3MEHYHBOCTHI0 MO3AMKH POTOBBIX IUTKOB (TIe-
pudepanpHbIe TUIACTUHKH); 3) BapHAllNH, CBS3aHHBIC C HEPETYISIPHBIM
OCTEOTEHE30M HJIM C HapyLICHHSMH pOCTa KOCTeH (CynpanurajibHbIe
IUTACTHHKH, BCTABOYHBIE IIJIACTUHKH, CpAaCTaHHE IJIACTHHOK).

Krouesvie cnosa: naHIMph Yeperiax, KOCTHBIC INIACTUHKY, aHOMAJTHH, MOP-
(horenes, SBOTIONHS Yeperax.
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BBEJEHUE

Uepemnaxu XapaKTepU3YIOTCsl YHUKATBHBIM ILIAHOM CTPOCHUS MOCTKpaHU-
aJBHOTO cKeneTa. WX Temo 3akiaioveH0 B MaHIHPb, COCTOSIIMK M3 OONBIIOTO
YHUClla KOHTAKTUPYIONIUX MEXKJy COOOH KOCTHBIX TJIACTHHOK, (DOPMHUPYIOIIUX
cBOoeoOpasHy Mo3auky (puc. 1). Y THIOMYHBIX yepernax CpeauHHas 00JacTh
CIIMHHOTO HUTa (Kaparakca), COCTOUT U3 MeIHalibHas Psijia HEBPAJIbHBIX IJa-
CTHUHOK B YHCIie 6—8 MITYK, BIEPEar KOTOPOTO PACIIONaraeTcs HyXalbHbBIN dJe-
MEHT, a ¢33 — |3 cympamuraibHbIe U TUTaidbHas miacTuHKU. [lo 6okam oT
HEBPAJIBHOTO Psija JIeKaT KOCTaJIbHBIE TUTACTHHKH OOBIYHO B KOJIMYECTBE 8 Tap.
Kpas kapanakca crnararoT nepudepaibHble TIIIACTHHKH, UX HACYUTHIBACTCS, KaK
nipaBuio, 11 map. bprorHo# KT maHmups (IIACTPOH), COCTABIISIOT OJHA Herap-
Hasi ¥ 5 MapHBIX KOCTHBIX MIACTUHOK. JTO — PACIOJIOKEHHBIN MEIUAIBHO B TIe-
penHeii 1oJe TUIACTPOHA SHTOIUIACTPOH U JIeXKallasi BIEpeIu 1 1Mo OOKaM OT HEro
rapa 3MUIIIACTPOHOB, a TAK)KE COCTABIAIONINE EHTPATBHYIO U 3aHIOI0 YacTH
OpIOIIHOTO IIUTA ITAPHBIE THOTIIIACTPOHBI, TUTIOTIACTPOHBI M KCU(UTIIIACTPOHBI.

[1maH cTpoeHUsT KOCTHOTO MAHIIMPS OYeHb CTaOWIICH. 3a BPEeMsl SBOJIFOIHH
yepernax OH IMpEeTeprell JUIIb He3HAUMUTEIbHBIC, TJIABHBIM 00pa3oM KoJudye-
CTBEHHBIC U3MEHEHHUS, CBSI3aHHBIC C PEAYKIINCH HEKOTOPHIX dJIeMeHTOB. BMecTe
C TeM TPU HMCCICIOBAHUU COBPEMEHHBIX ()OpM OBLIO YCTAHOBJICHO, YTO KOH-

Puc. 1. Mzo6paxenue nanuups Testudo graeca ¢ oTrie4aTKaMu POTOBBIX UTKOB U I'PAHU-
[aMH KOCTHBIX ITacTUHOK (1mo: CyxaHoB, 1964): a — kapanakc: Cos — KocTaJbHasl TUNIACTHHKA
(costale), N — HeBpanbHas niaacTHHKA (neurale), Nu — HyxanpHas miuacTuHka (nuchale), Ph — me-
pudepanpHas nuactunka (peripherale), Py — nuranpHas niactuHka (pygale), Sp — cynpanuranib-
Hasl INIAaCTHHKA (Suprapygale); 6 — mmactpon: Ent — sHTOIUIacTpoH (entoplastron), Epi — spuria-
cTpoH (epiplastron), Hyo — ruomnactpos (hyoplastron), Hyp — runomnactpos (hypoplastron), Xi
— kenduniaactpoH (xiphiplastron). /—// — nopsiikoBble HOMEpa MJIACTHHOK.
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CTPYKILHSI KOCTHOTO MaHIUPS Yeperax MoJBEepKeHa 3HAYNTSIbHON WHANBHULY-
anpHON m3MeHuuBOCTH, (McEwan, 1982; Uepemnano, 1994a, Rothschild et al.,
2013). DtoT (heHOMEH TTOKa €200 M3yUEH, OMHAKO OH MMEET OOJIBINIOE 3HAUCHUE
TSl TIO3HAHHST KOHKPETHBIX IMTyTeH W MEXaHH3MOB MPeo0pa3oBaHUs KOCTHOTO
MaHIUPs B OHTOreHe3e U (puitoreHese uepenax. Kpome Toro, 3Tv JaHHBIE MOT'YT
OBITH MCIOJI30BAHBI B CHCTEMATHUKE KAaK KPUTEPUI ISl BBISIBICHUS 3HAYNMO-
CTH IMarHOCTHUYECKUX MTPU3HAKOB, 0COOCHHO IpH paboTe ¢ pparMeHTapHBIM, B
YaCTHOCTH UCKOITAEMbIM, MaTEPHAIIOM.
N3MEHUYMBOCTb CTPOEHU A KOCTHOI'O ITAHILINPSA

B nanmnupe yepemnax oTKIIOHEHUsSI OT HOPMBI MOTYT UMETh Pa3INYHYO BbIpa-
XKeHHOCTb. [loaToMy Beiies 3a GONBIIMHCTBOM HCCIIEAOBaTENeH BapuaHThl MOP-
(hoNOrMUeCKUX OTKIOHEHUH MOXKHO MOAPA3ICIUTD Ha TPH KaTErOpUH:

1. YponcTBa — KpaifHUE BapUaHTHI JIE3UHTETPAIlMA OpraHUu3Ma, TIPeACTaBIIs-
formue co0o0it SIBHEIN pe3yIbTaT TepaTOTeHe3a, HeTaTUBHO BIIUSIONINE Ha KH3HE-
JeSITEIIbHOCTH U, IO-BUIMMOMY, HE IMEIOT KaKOT0-JTHO0 SBOJTIOIIMOHHOTO 3HaYe-
Hus. Y 4depernax K HIM OTHOCSTCS Ku(]O3bl, neopManuu maHIups, TBOHHUKO-
Bble ypoacta (cM. Rothschild et al., 2013).

2. AHOManu¥u — BapHaHThl CTPOCHUS, 3aMETHO OTIMYAIONIMECS OT HOPMBI
(3a HOpMY TPUHUMAETCSI THITMYHBIH, HAnO0JIee YaCcTO BCTPEUAIOLIUIICS BApUAHT
CTPOCHUS), HO HE MMEIOIINE IBHBIX HETATUBHBIX I OPTaHNW3Ma ITOCIEACTBHH.
OHU BBIpaXKAIOTCA B M3MEHYHBOCTH YHCIA U POPMBI KOCTHBIX IJTACTHHOK TIaH-
LUpPS Yepenax, T.e. MO3aHKH COCTABIISIONINX MAaHIUPh JIEMEHTOB. DTH BapHaH-
THl MOT'YT UMETb 9BOJIIOLMOHHOE 3HaUEHHUE, TaK KaK HEPEJKO OTPakaloTcsl Kak
HOpMa B (pHIIOTeHE3e.

3. UnauBuyanbHble YKIOHEHUS — BAPHAHTHI CTPOSHHS, YaCTO BCTpEYaro-
IIUecs B PUPOJIE M MAJIO OTIIMYUMBIE OT HOPMEI, T. €. peaTU3yIONIHeCs B paMKax
HOpMBI peaknud. [IpuMepoM MHAMBUIYaIBHBIX YKIOHEHWHW MOTYT CIY)KHTh,
Bapualuu (OpPMBI MJIACTHHOK, HE HAPYLIAIOLIME CUMMETPUHU U OOIIEro rjiaHa
cTpoeHus nanuups yepenax (cM. Pritchard, 1988; Uepenanos, 19946; Burroughs
et al., 2013), a Takke He3HAUNTEIIBHBIC KOJTHUSCTBCHHBIC BapUAIIH HEBPATbHBIX
U CyTpanuralbHBIX dJIeMeHTOB (Uepenanos, 1994a).

AHOManmW¥M KOCTHOTO TAHIMPS OMHCAHBl y MHOTHUX BHJIOB depemnax
(Rothschild et al., 2013). [Ipu 5ToM Ha MaccoBOM MarepHuase MOKa3aHO, 4TO
MPOIIEHT aHOMAJIbHBIX 0COOCH MOXKeT OBITH OueHb BhICOK. Tak, u3 510 uccre-
JOBAaHHBIX MHOIO MaHIUpEW YeThIpex BUAOB depenax — Mauremys caspica,
Emys orbicularis, Testudo graeca, Agrionemys horsfieldi (konnekiun CaHKT-
[eTepOyprckoro rocy1apcTBEHHOI'O0 YHHBEPCUTETa M 300J0TMYECKOTO HHCTH-
tyta PAH, Cankt-IletepOypr) — anomanuu Obliin 00HApYsKeHBI y 121 sx3emrs-
pa, T. €.y 23.7% ocoGeii (Uepenanos, 1994a). b. MakOBan (McEwan, 1982) npu-
BOJIHMT elie Ooee Brevatisromue nudpsl: u3 161 ocodu Gopherus polyphemus
Pa3ITUYHBIMU OTKJIOHEHUSIMH OT HOPMBI B CTPOGHHE KOCTHOT'O MaHIUPst 001aaa-
nu 63.2% gepemax. Takum 00pa3om, HHANBUIYaJbHASI H3MEHUYNBOCTH MAHITAPS
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Taoamnna 1. KonuuecTBo aHOManuii KOCTHOro naHuups y M. caspica,
E. orbicularis, T. graeca u A. horsfieldi (no: Yepemanos, 1994a)

AHoMauu M. E. I A. Hroro
caspica)| orbicularis | graeca | horsfieldi (%)
HeoOprunas ¢popma niacTUHKH 0 5 9 5 19 (11.4)
JlononHuTenbHas | KOCTalbHas 2 5 6 5 18 (10.8)
TTaCTUHKA nepudepaibHas 2 6 3 5 16 (9.6)
BCTaBOYHAS 10 40 21 9 80 (47.8)
(kapamaxkc)
BCTaBOUYHAs 0 12 1 4 17 (10.2)
(mmacTpon)
OTtcyTCcTBUE nepudepanbHas 1 0 1 2 4(2.4)
OJIHOM MIIACTHHKH | nasyopmMeHHbIe 0 0 7 6 13 (7.8)
uiu Ooiee (cpacramue)
Bcero 15 68 48 36 167 (100)

HMEET CyLIeCTBEHHOE MOP(OIOrnYecKoe BhIpaKEHHE, YTO HEINb3sl HE YYHUThI-
BaTh B TAKCOHOMHYECKUX pabOTax.

dopMaIbHO aHOMAJIMHU KOCTHOTO NAHIUPS NOAPA3ACNIAI0TCSA Ha TPH THUIA:

1) HeoObIuHas hopMa WM pa3Mep IJIACTHHOK PH HOPMAJIBHOM MX KOJIHYe-
CTBE B MAHLUPE, 2) HAJTUYUE JONOIHUTEIBHBIX TUNIACTHHOK, 3) OTCYTCTBHE pery-
JIAPHBIX MJIACTUHOK.

OnHako HaZi0 UMETh BBU]LY, YTO OCOOEHHOCTh MO3aUYHON CTPYKTYpbI (KaKo-
BOH SIBIISIETCS MAHIMPh Yeperax) COCTOUT B JOCTATOYHO KECTKOH KOPPEISIIHH
MEXIy €€ KOMIIOHEHTaMH. B 4acTHOCTH, KOCTHBIE IUIACTUHKY MAHIUPS Yepenax
IIJIOTHO KOHTAKTUPYIOT APYT C IPYrOM, IOATOMY N3MEHEHHE (OPMBI MITH pazMepa
OJTHOH 13 MJIACTUHOK, KaK U MOSIBJIEHUE JONOIHUTEIBHBIX NN HCUE3HOBEHUE pe-
TYJSPHBIX MJIACTUHOK MPAKTHUYECKH BCET/Ia COMPOBOKIAIOTCSI KOMIIEHCATOPHBIM
n3MeHeHHeM (OpMBI U/UITK pa3Mepa COCEIHUX C HUMHU KOCTHBIX 2JIEMEHTOB. Ta-
KHM 00pa3oM, aHOMaJIMU OOBIYHO UMEIOT KOMIUICKCHOH XapaKTep, XOTs UX HOsIB-
JICHWE MOJKET OBITH OOYCIIOBIICHO JIUIIb OHOW MOP(OT€HETHIECKON TIPUIHHOM.

Haubonee yacroii anomManueil mnaHuups 4epenax sBiaseTcsi IPUCYTCTBUE J10-
MOJIHUTEIBHBIX MIACTUHOK — 710 80% 0T 001ero urcia aHoMmanui (tadbauna 1).
[Ipu 3TOM B OONBIINHCTBE CIy4YaeB IKCTPAOPAUHAPHBIE TIIACTUHKH OTHOCSTCS
HE K PETyJISIPHBIM CepusM HEBPaIbHBIX, KOCTAIBHBIX, epudepaIbHbIX, CyIIpa-
MUTaJIbHBIX U IJACTPajbHBIX IUIACTHHOK, @ K TaK Ha3bIBAEMBbIM BCTaBOUHBIM
3JIEMEHTaM, Pa3BUBAIOIIMMCS B 0o0nacTu (poHTaHEeNeH MaHUups MEKIYy pery-
JISIPHBIMU MJIACTHHKaMH. PeayKIus KOCTHBIX IIIACTUHOK KaK aHOMAaJIUS — sIBJIe-
HUe pefikoe y uepenax. VckiarodeHne cocTaBIAoT MIACTHHKY HEBPAJIBHON ce-
pUH, U3MEHYHUBOCTH KOTOPBIX CTOJIb BEJIUKA, YTO 3a4aCTYIO TPYIHO OMPENETUTh
ux HOpMY (Tabnuna 2). B oTHOmeEHUN Apyrux KOTETOpuil MIACTUHOK OMHCAHBI
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Taéamua 2. M3MEHYMBOCTh KOJUYECTBAa HEBPAJIbHBIX U CYMpAIUTalib-
HBIX MJIACTHHOK y M. caspica, E. orbicularis, T. graeca w A. horsfieldi
(mo: Yepemnanos, 1994a) (n — 4unciio uccieqoBaHHBIX 0co0ei; % — UX A0
OT YHciIa 0coOeH JaHHOTO BUIA)

HaumenoBanue| Koa-Bo | M. caspica,| E. orbicularis,| T. graeca, | A. horsfieldi,
IVIACTUHOK | mJacTUHOK| N (%) n (%) n (%) n (%)
6 0 33.5) 100 (84.7) 77 (72.0)
Hespasnbhbie 7 39 (70.9) 81 (95.3) 18 (15.3) 29 (27.1)
8 16 (29.1) 1(1.2) 0 1(0.9)
1 1 (1.8) 2(2.4) 1 (0.8) 0
Cymnpamnurais- 2 6 (10.9) 26 (30.6) 34 (28.8) 7 (6.5)
HBIC 3 34 (61.8) 38 (44.7) 70 (59.4) 86 (80.4)
4 10 (18.2) 12 (14.1) 12 (10.2) 11 (10.3)
S5 4(7.3) 7 (8.2) 0 2 (1.9)
6 0 0 0 1(0.9)
7 0 0 1 (0.8) 0
Bcero 55 (100) 85 (100) 118 (100) 107 (100)

TG SAMHUYHBIC CITyYan HEJ0CTAauu OHOM MITH Mapbl KOCTAJIBHBIX U Tepude-
panbHbIX dnemenToB (McEwan, 1982; Yepenanos, 1994a).

Haubonpuiee uncino anomanuii oOHapyXUBaeTcd B KayJlaJdbHOW 4acTH Ka-
pamnakca — B 00JIaCTH MEXK/y MOCICAHIUMH KOCTalIbHBIMU M NiepU(epaTbHbIMU
anemerTamu (Staesche, 1961; McEwan, 1982; Uepemanos, 1994a). Tak, mo maH-
HelM MakOBaH (McEwan, 1982) 44% wnsydennsix e G. polyphemus nmenu
aHOMaJIMM UMEHHO B 3TOM paiioHe maHuups. [Ipyrue oTaens Kapamnakca MeHee
BapuabenbHbl. KOCTHBIN MIACTpOH XapaKTepH3yeTcsl BBICOKOW Mopdooruye-
CKOM CTaOMIIBHOCTBHIO. AHOMAJIMU B TOW OOJIACTH OINHMCAaHBI HE 0Oojee YeM y
1.8% (McEwan, 1982) — 3.3% (YepemanoB, 1994a) yepenax u mpeacTaBICHBI
WCKJIIOYUTEIBHO B BUJIE HEOOIBIINX BCTABOYHBIX KOCTOUCK.

OHTOI'EHETUMYECKOE ITPOUCXOX/IEHUE
KOCTHBIX ITJTACTUHOK YEPEITAX

BhisiBiieHHE TPUPO/IBI K3MEHYHUBOCTH KOCTHBIX MJIACTHHOK Yepernax He BO3-
MOXKHO 0€3 NPHUBIICUCHUS TAHHBIX 00 MX OHTOTCHETUYECKOM Pa3BUTHH. A 3TH
JaHHBIC MTOKA3bIBAIOT, YTO COCTABJIAIONINE NAHIIUPb KOCTHBIC 3JICMCHTBI UMCIOT
pas3MyHOE MPOUCXOKICHUE U M0 XapakTepy MopdoreHesa MOryT ObITh CTPYTI-
MUPOBAHBI CIEIYIOMIUM 00pa3oM:

[TepByto TpyIIIy COCTABISIOT HEBPAJbHbIC M KOCTAJbHBIC IUIACTHHKU. DTH
AJIeMEHTHI (POPMHPYIOTCSL B PE3yJIbTaTe pa3pacTaHus B JACPMAIbHOM CIIOC KOKH
MEPUXOH/IATBHBIX KOCTHBIX MaH)KETOK, MOKPBIBAIOIINX OCTUCTBIE OTPOCTKHU I10-
3BOHKOB U peOpa. Takum o0pa3om, ykazaHHbBIC MJIACTHHKH MPEACTABISIOT CO0O0i
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MOAU(DUITUPOBAHHBIC AIICMEHTHI BHY TPEHHETO CKEJIeTa: HEBPAJIbHBIC — Pa3pPOCIIIU-
ecsl B JIepMe BEPXHHUE JIyTH TO3BOHKOB, KOCTAJIBHBIE — Pa3pocIInecs B JepMe pedpa
tynosuiHOro otaena (Cherepanov, 1997; Uepenanos, 2005; Hirasawa et al., 2013).

Bropast rpymnma — KOCTHBIE AJIEMEHTHI TUTACTPOHA U HyXaJbHas IIACTHHKA
Kaparnakca. DTH IJIACTUHKY UMEIOT UCKITFOUUTEIIbHO IK30CKEIETHOE ITPOUCXOXK-
nenrie. OHU 3aKJIAJIBIBAIOTCS B JIEPME B BUJIC JIOKAJIbHBIX CKOTIJICHHI ME3CHXUM-
HBIX KJIETOK, TI033Ke occuduiupyomnmecs. [lo BpeMeHu 3aKiiajKu B OHTOI'CHE3E
OHHM TIPENICTABIAIOT cOOON Hambonee paHHHE OKOcTeHeHUs maHiups (Yepena-
HOB, 1984, 1988, 2005; Cherepanov, 1995, 1997).

HauanpHbIe cTamuu pa3BUTHE TUIACTPATBHBIX DJIEMEHTOB Y Yeperax CXOIHBI C
TaKOBBIMH JIEPMaJIbHBIX OKOCTEHEHHH TJICUYSBOT0 MOsICa ¥ TACTPAJILHOTO armapaTa
y APYTUX PENTHIHHA. DTO MOATBEPXKIACT MHEHUE O TIOJIHOW T'OMOJIOTHUHU SITUTLIA-
CTPOHOB — KJIIOUMIIAM, SHTOIUIACTPOHA — MEKKIIFOUUIIE, a THO- THUIO- U KCU(U-
IJTACTPOHOB — FacTPANUSM TeTparof. Takyto rOMOJIOTHIO MOJIJICPIKUBACT ITPOKC-
XOXKJICHHE BCEX MEePEUNCICHHBIX KOCTHBIX CTPYKTYP OT MUTPHUPOBABIIUX B IEPMY
KJeToK HeBpasibHOro rpednst (Gilbert et al., 2007; Cebra-Thomas et al., 2013).

lomornoru3zarus HyXaJbHOTO 3JIEMEHTa 3aTPyIHUTENbHA. BO3MOXKHO, 4TO 3TOT
AJIEMEHT MAaHIUPs Yepernax sIBJsieTcsl HEOMOP(HOW CTPYKTYpOH, KOTOpasi pa3Bu-
Jlach B KayecTBe MOIEPKKU MycKyaaTypsl med (Cherepanov, 1997). BaxHo ot-
METHUTb, YTO, KaK M JJIS MIACTUHOK IIJIACTPOHA, HCTOYHUKOM (POPMHUPOBAHUS HY-
XaJTBHOM TJIACTHHKY SIBJISIOTCS KIIETKH HeBpaiabHOTo rpedus (Gilbert et al., 2007).

Tpetbst Tpynmna — nepudepanbHble, CylpanuraibHble W MUTAJIbHAs ILIa-
CTUHKU. DTHU 3JIEMEHTHI TOXKE UMEIOT UCKIIFOUUTEIBHO KOXKHOE MTPOUCXOK ICHUE.
HaI/IGOHee OGIIII/IMI/I X YepTaMu ABJIAIOTCA MMO3JHCC BOSHUKHOBCHHE B OHTOIC-
HE3€ — Ha CTaJuAX 6JIPI3KI/IX K BBUIYIIJICHHUIO MJIN IIOCJIC HCT'O U AE€TCPpMUHALIUA
VX TIOJIOKEHHS B TIAHITMPE PACIOJIOKEHUEM BO3HHUKAIONIUX PaHbIIe KOKHO-PO-
roBeIX 00po3n. [lo aTum kputepusMm nepudepanbHble, CylpanuraibHble U M-
rajpHasl IIACTUHKU MOXKHO CYHTATh TOMOJOTHYHBIMH PENTHIUHHBIM OCTEO-
nepmam (Yepenanos, 1988, 2005). KocBeHHBIM MO TBEPXkKACHUEM 3TOMY BBIBO-
Ny CIY)KHT OTCYTCTBHE MEUCHBIX KJIETOK HEPBHOTO TPEOHS B MepudepaibHbIX
miactuHkax yepenax (Gilbert et al., 2007).

MMPUPOJA USMEHUMBOCTHU KOCTHBIX ITJIACTUHOK

B oTHOmEHNN KOCTABHBIX NIACTUHOK HanboJiee 4acToi aHOMaTHUeH siBIs-
€TCsl IPUCYTCTBHE B MAHIIUPE OJHOTO HIIU Maphl JOMOJHUTEIBHBIX SJIEMEHTOB.
Taxue CUMMETPHUYHBIC 1 ACUMMETPHUYHBIC BAPUAHTBI CTPOCHU A 6I)IJ'II/I OIMIKMCaHbI
y MHOTUX coBpeMeHHBIX yepemnax (Lynn, 1937; Anexknepos, Xo3aukuii, 1971;
McEwan, 1982; Uepemanos, 1994a; Pritchard, 2008), a Takke y psiga nckomae-
MbIx popm (Hay, 1908; Zangerl, 1969; Weems, 1974 u np.).

B camoii 00miem Bie YUCIIO KOCTAIBHBIX MJIACTUHOK 3aBUCHT OT YHCIA TY-
JIOBUIIHBIX pedep, Ha 0a3e KOTOPBIX OHM 00pa3yroTcs. OHAKO ONPEICIISIFOIIIM
(haKTOpPOM BBICTYIIAET HE CTOJIBKO KOJMYECTBO pedep Kak TakoBoe (y COBpEMEH-
HBIX Yepernax OHO JIOCTaTOYHO ¢TaOuibHO — 10 map), CKOJIBKO KOJIUYECTBO pe-
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Oep, o0pa3yroLUX B X0 OHTOTEHE3a TECHBIH KOHTAKT C ACPMAaJIbHBIM CIOEM
KOXKH, B pe3yJIbTaTe X pa3pacTaHus B iepMe U GOPMHUPYIOT KOCTAJbHbIE TIIa-
CTHUHKHU. B HOpMe B 00pa3oBaHNU yKa3aHHBIX 3JEMEHTOB MAHUUPS YYaCTBYIOT
tynoBuinHbe pedpa [1-IX map, pedpa [ u X mapsr 00b19HO HEOONBITNE U COO-
CTBCHHBIX IIACTHHOK HE 00pa3yroT. B mopasisionieM OOJNBLUIMHCTBE ONKCAH-
HBIX B JUTEpaType cIydaeB MOSBICHUE AOMOJHUTENBHBIX KOCTAIbHBIX M1aCTH-
HOK 00yciioBjeHO Tuneprpodueii pedep X mapsl, 4TO MPUBOIUT K BOSHUKHO-
BEHUIO KOHTAKTa MEXJYy HUMH U JIEpMaJbHBIM clioeM Koxu. Pasmep u dopma
9TUX HEPETYJISIPHBIX KOCTHBIX JIEMEHTOB CHJIBHO BapbUPYIOT U OMPEACIISIOTCS,
[0-BUMMOMY, BEJIMYMHON YKa3aHHOI'O KOHTaKTa. To ke caMoe MOXKHO CKa3aTb
1 OTHOCHTEJBHO CIOPAJNYECKH BO3HUKAIOUINX JOMOIHUTEIBHBIX KOCTATBHBIX
3JIEMEHTOB, (POPMUPYIOMIUXCS Ha O6a3e mepBoi pedepHoil mapbl. OOBIYHO TaKue
MJaCTHHKU UMEHYIOT MpeKocTaibHbIMU (Zangerl, 1969); oHn omucaHbl y OT-
NETBHBIX HHAUBUNYYMOB Pelodiscus sinensis (Trionychidae), Pelusios subniger
(Pelomedusidae), Caretta caretta (Cheloniidae), Gopherus sp. (Testudinidae)
(Kordikova, 2000). HecMoTpst Ha TO, 4TO MPEKOCTAINHI B HOPME HE XapaKTePHBI
Jake I APEBHUX Yepenax, UX HaJINIUe CYMTAIOT IPUMHUTHUBHBIM NIPU3HAKOM,
a CropajnyecKoe MosBIICHHE Y COBPEMEHHBIX (OPM — IIPOSIBIICHUEM aTaBU3MA.

YMeHbIIICHHE YKCa KOCTaJbHBIX TUIACTUHOK MOXKET OBITh OOYCIIOBJICHO
IBYMsI OCHOBHBIMH IIpUYMHAMU: 1) HEJOPAa3BUTHEM KOCTaJIbHBIX IUIACTHHOK;
2) cpacTaHHEeM B XOJ€ OHTOI€HE3a COCEOHHMX 3JIEMEHTOB KOCTAJbHOHM cepuu.
[locneanee xopoiio onpenenseTcss N0 NPUCYTCTBUIO HA BHYTPEHHEW CTOpPOHE
MJIaCTUHKH IBYX (1 Oosee) roaoBok pedep. [lonoOHbIe BapuaHThI cCpacTaHUi
onucanbl y T. graeca u A. horsfieldi (Yepenanos, 1994a). HemHorouucieHHbIe
cinydaun orcytcrBus VIII mapsl KOCTaJIBHBIX 3JIEMEHTOB CBSA3aHBI, BEPOSATHO, C
OTHOCHUTENBHON penykiuei [X mapsl TyI0BHIIHBIX pedep. OHU CKOppeanpoBa-
HbI 00BIYHO C OOIIMM YKOPOUEHHEM Kaparakca y OTHAENIbHBIX 0co0el uepenax
WM UX TPYMI B LesoM, Hanpumep y P. sinensis (Uepenanos, 2005) n HekoTo-
peix apyrux BugoB Trionychidae (Webb, 1962; Pritchard, 2008), pexe y yepenax
uHbIX cemeiicT (Parker, 1901).

Eme ogHO# puunHOM BaprnabeabHOCTH YHcia KOCTAIBHBIX MIACTHHOK MO-
KET CIIYKUTh HapylLICHHE NEPBUYHON CErMEHTAaUMHU Tesa 3aponsima. Kak us-
BECTHO, y MO3BOHOYHBIX >KMBOTHBIX peOpa (Ha 0a3e KOTOPBIX (HOPMHUPYIOTCS
KOCTaJIM1) Pa3BUBAIOTCSl CTPOTO BJOJb MONEPEUHBIX MUOCEIT, CIEJOBATENBHO,
abeppaHTHOE COCTOSIHUE MOCTCTHIUX MOKET HAMTH CBOE BhIpasKEHHE B HapyIIe-
HUSIX TIOJIOKEHUSI HIIM (DOPMBI pacCMaTPUBAEMBIX DJIEMEHTOB OCEBOT'O CKelleTa.
AHOMaNHs TaKOro pojaa oOHapy’KeHa Y OIHOTO U3 dMOpPHOHOB P. sinensis, Ha
MpaBOi CTOPOHE TeJIa KOTOPOro HAITPOTUB HOPMAJIbHO PAcoyIokKeHHbIX V 1 VI
pebep nuMeeTcst TOIBKO OTHO pedpo (IBYXTOJIOBUATOE), PE3KO HapyIIaromiee Ou-
naTepanbHyI0 CHMMETpHIO Tena (puc. 2). He BbI3bIBacT COMHEHHMSI, UTO Ha Ooee
MO3IHUX ATarax OHTOrEHETHUECKOTO Pa3BUTHS 3Ta aHOMAJHs MPOSBUIIACH ObI
U B CTPOCHUH MAHIUPSL.
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CMNUHHOK
Mo3r

ronoeka
5 TynosuuiHoe 5-ro pe6pa
peGpo
ronoska
6 TynoBuLHOE 6-ro pebpa
pebpo

Puc. 2. ®poHTanbHBIH cpe3 cMHHON 4acTu 3MOpuoHa Pelodiscus sinensis
C aHOMAaJIBHBIM CTPOGHHUEM pedep U APYrHX OCeBbIX opraHoB. Cpe3 OKpalleH rema-
TokcnIHHOM Jlenaduibaa ¢ s03uHOM. Macmrrabnas nuHelka — 500 MKM.

TouHOe ompeneneHne Yrcia HeBPAIBHBIX IUIACTHHOK B MAHIIMPE B3POCIBIX
yeperax BbI3bIBACT ONPEACIICHHbIC TPYIHOCTH. DTO CBS3aHO C OTCYTCTBUEM YET-
KO IPaHUIIBI MEXKAY THMH JIEMEHTaMU U CIICAYIOIIMMHU 38 HUMU CYIPanuraib-
HBIMHU TUIACTHHKaMHU. Kpome TOoro, mIMpoKo pacipoCTpaHEHHOE MPEICTaBICHUE
0 TOM, YTO HEBpAJIbHbIE ITACTUHKHU SKOOBI BOHHUKIIN B BOJIOIHUH Yeperax n3-
Ha4aJbHO KaK CaMOCTOSITEIbHBIE KO)KHBIE OKOCTCHEHHS M JIMIIb TT03THEE Cpoc-
JIUCh C OCTHCTHIMH OTPOCTKaMU MO3BOHKOB (Zangerl, 1969; Lee, 1996, u np.), eme
OoJIbILIE 3aTYILEBBIBACT PA3IMUUS MEKY 3TUMHU MEPUXOHAPATBLHBIMU 10 TIPUPO-
1€ SJIEMEHTaMH 1 YUCTO KOKHBIMU OKOCTEHEHUSIMHU, KAKUMH SIBIISIFOTCS CYTIparu-
raJibHble IIJIaCTUHKU. BemencTBre 3Toro O0IbIIMHCTBO UCCIIEA0BATENICH OTHOCST
K HEBPAJIbHBIM BCE KOCTHBIE TNIACTUHKH MEIHAIBHOTO Psia, KOTOPbIE KOHTAKTH-
PYIOT C OCTHCTBIMH OTPOCTKaMH MO3BOHKOB, & MHOT/IA M CyIIpaNuTajJbHbIC TUIa-
CTHHKH PAacCMaTPUBAIOT B KAYECTBE CBOOOIHBIX 3JIEMEHTOB HEBPAJIbLHOW CepUM
(Gadow, 1901). OGBIYHO YHCIIO HEBPAJIBHBIX TUNIACTHHOK Y Uepernax OOJIbIINHCTBA
BUJIOB IPUHUMAETCSI PABHBIM BOCBMH, O PEIYKIIUH TEX WM HHBIX JIACTUHOK He-
BPaJILHOTO PsiJia peub 3aXOAMT MOUTH HCKIIOUUTENBFHO B CIyYasiX CMBIKAHHSI KO-
CTaJbHBIX IUTACTHHOK IPOTHBOIOIOXKHBIX CTOPOH Kaparakca HaJl MO3BOHKaMH,
Hanpumep y Trionychidae, Kinosternidae, Chelydridae (Pritchard, 1988).

OnHako B pe3ysbTaTe CIEIHaIbHOIO UCCIEIOBAHUS Psifa TUIIMYHBIX Yepe-
nax ObIJIO yCTaHOBJIEHO, YTO, HAIIpUMED, y 1. graeca HUKOTAa He OOHAPYKUBAET-
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7 TYNOBULLUHBIA
MO3BOHOK

Puc. 3. V300paxeHne napacaruTTajabHOrO cpe3a KayJalbHOHM yacTu Kapa-
nakca Testudo graeca, Bo3pacT oguH roa. Macmrtabnas inHelika — 5 mm. O60-
3HA4YCHHUS CM. pHC. 1.

Csl BOCbMU HEBPAJIBHBIX TUIACTHHOK, a Y 4. horsfieldi, M. caspica v E. orbicularis
VIII HeBpasbHAS BCTPEUACTCS OTHOCHUTEIBHO pPenko (M. Tabim. 2). Y 3Tux, a,
BEpOSITHO, M Y MHOTHX JIPYTUX TaKCOHOB, KOCTHAs IJIACTHHKA, 0003HaYaeMas
kak VIII HeBpanbHasi, Ha caMoOM Jienie 0OBITHO MTPEICTABIISIET COOOH JIepMallbHOE
OKOCTEHEHHE, KOTOPOE JUIIb Ha CTAAUAX MOCTHATAIBHOI'O PA3BUTHUS COCIUHSI-
€TCsl ¢ OCTUCTBIM OTpocTKOM X (a mHOrAa M X) TYJIOBUIITHOTO MMO3BOHKA, MIPH-
YeM KOHTAKT OCYIIECTBIISCTCS BCEra mpu moMoinu ImBa. CleaoBaTenbHO, BO3-
HUKHOBEHHE 3TOH IUIACTHHKHU HE CBSI3aHO C pa3pacTaHUEeM KOCTHOU MaHXKETKHU
OCTHCTOTO OTPOCTKA, ¥ IT0 PA3BUTHIO OHA HEOTIIMYNMA OT DJIIEMEHTOB CyIIpaIy-
rajJpHOM cepuu. BhIsBIEHHBIN BHICOKUN YPOBEHb MHAUBUIYAJIbHON U3MEHYU-
BOCTH KOJIMYECTBA HEBPAJIbHBIX IUNIACTHHOK 00YCIIOBIICH, OYCBHTHO, HECTAOU b~
HOM CBS3bI0 MEXK/Y OCTUCTBIMU OTPOCTKAMU MO3BOHKOB U IEPMOM B 3aiHEH Ya-
CTHU Kaparakca, ¥ YUCJIO HeBPAJIBHBIX 3JIEMEHTOB B Ka)KJI0M KOHKPETHOM CITydae
OTIPEICIIACTCS YUCIIOM BO3HUKAOIINX B OHTOTEHE3¢e CBs3e (puc. 3).

JIOBOTBHO WacTO BCTPEYAIOTCS BAapHAHTHI CTPOCHUS MAHITUPS Yepermax C
HEOOBIYHBIM KOJUYECTBOM INepu(epalibHBIX AIEMEHTOB — HaJU4Yue JIOTIOTHH-
TEJIBHBIX IIJIACTUHOK JTU0O0 HEXBATKa OJTHOM WIIH Iaphl perysipHbIX. Takue aHo-
Masinu xopoiio uzBectHol (Parker, 1901; Newman, 1905; Lynn, 1937; Zangerl,
1969, Yepenanos, 1994a; Burroughs et al., 2013). B noaasmstoiieM 00JIbIIUH-
CTBE CITy4aeB YUCIIO Nepu]eparbHbIX MIACTHHOK CTPOTO CKOPPEITNPOBAHO C
YUCJIOM MaprUHaJbHBIX IUTKOB. [[puunHa 3TOTO (heHOMEHa KPOeTcs B 0OCO-
OeHHOCTSIX MOp(OTeHe3a paccMaTPUBAaeMbIX KOCTHBIX IIIACTHHOK. [loka3aHo,
YTO MECTa 3aKJIaJKU NepudepaibHbIX OKOCTCHEHUH MPUYPOUCHBI K paliloHaM
POTOBBIX OOPO3], pa3nensomux MapruHanbabie muTKH (Vallén, 1942; Yepe-
nanoB, 1988, 2005). Takum oOpa3oMm, 3T OOpPO3/bl BBHICTYIAIOT B KaYeCTBE
OpraHM3aTOPOB TIO0 OTHOMIEHUIO K Mepu(epaTbHbIM ILUIACTUHKAM, ONpEAeIIsis
MX KOJIMYECTBO W pacmojoxkeHue. Yarie BCero mosiBIeHUE JOTMOTHUTEIbHBIX
nepudepadbHbIX IACTHHOK CBS3aHO C MOSBJICHHEM MaprUHAJIbHBIX MUTKOB
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Puc. 4. 6-mecstanas ocobs Testudo graeca, ¢ GoOHTaAHETIMHI MEXIY IJIACTUHKAMU Kaparnak-
ca (a) u mnactpona (6): Cos-Ph — xocto-nepudepaibhas ponrtanens, Hyo-Hyp — ruo-rumnoruia-
cTpanbHas poHTaHenb, Hyo-Xi — ruo-kcudumnactpanbHas GoHTane b, N-Cos — HeBPO-KOCTAb-
Hasi (OHTaHeNb, Pnu — MOCTHyXalbHast (JOHTaHeNb, Spy — CympanuranbHas GporTanens. Oxpa-
cka anu3apuHoM. MacuitabHas jguHeiika — 1 cM. 3Be31049K0il 0003Ha4YeHbI MecTa 00HAPY KEHHSI
BCTaBOYHBIX IIACTHHOK y HCCIIEOBAHHBIX aBTOPOM BUIOB Yepernax.

XII sxcTpaopauHapHOi mapel. OqHAKO WHOT/IA TOMOTHUTEIIbHBIC TIepudepatb-
HbIC OKOCTEHEHHSI MOT'Y T BO3HUKATh U B IEPEIHEN YaCTH Kapanakca, B 4acTHO-
CTH, TIPU PE3KOM HEJOPa3BUTHH HYXaJIHHOU INIACTHHKH 1O 00po3aamu, pas-
JSNSIOMAME MPELUEHTPANIBHBIA U MEPEAHION Mapy MapruHAIbHBIX IIUTKOB.
[lonoGHble BapuaHTHI CTPOCHHS U3BECTHHI y uepenax poaoB Hydromedusa n
Compsemys (Gaftney, 1972; Wood, Moody, 1976). HexoTopsie uccienoBarean
(Newman, 1905; Lynn, 1937; Zangerl, 1969; Uepenanos, 1994a) ue pa3 orme-
Yyaiau TOT (akKT, YTO MOSBICHHUE JMOMOJHHUTEIBHBIX MeprdepanbHbIX MIACTH-
HOK 3a4aCTYyI0 COMPSKEHO C MPUCYTCTBUEM IKCTPAOPAUHAPHBIX KOCTAIBHBIX
aneMeHTOB. [lo-BUIUMOMY, MOKHO COTJIACUTHCS C MPEIOJI0KEHUEM, UTO T0-
JIOOHBIC BAPUAHTHI CTPOCHUSI SBJISIIOTCS IPUMEPAMU YJTUHEHUsI (3JIOHTAI[AH)
mannups depenax (Lynn, 1937), 1. e. noGaBieHUs OMHOTO CETMEHTa Teja K
YYaCTBYIOIKUM B GOPMHPOBAHUU Kaparakca.

[IpeobnagaromuM BapuaHTOM AHOMAJILHOT'O CTPOCHHS SIBISICTCS HAJIH-
Yue BCTABOYHBIX MJIACTUHOK MEXKAY PETYISPHBIMH DJIEMEHTAMU IaHIUPS.
DTO HEOOJBIINE OKOCTECHEHUS PAa3IMYHON (POPMBI, KOTOpPHIE 10 CBOCH TpH-
polie WIIK TI0 0COOOMY IOJIOKEHHUIO B MAHIIMPE HE MOTYT OBITh OTHECEHBI K
KaKoW-TMOO KaTeropuu peryJsipHbIX IUIACTHHOK. B OHTOreHe3e BCTaBOUHBIC
MJIACTUHKY TIOSBIISIIOTCS, OYCBHIHO, OYCHb TO3/HO B pailoHax JIOJIro He 3a-
pacTatomux GoHTaHenel (puc. 4), Ha YTO yKa3bIBAET UX OTCYTCTBUE Yy HOBO-
POKJICHHBIX Yeperax, B TO BpeMs KaK Y B3POCIBIX OHH OOHAPYIKEHBI TIOYTH Y
18% ocobeti (Yepenanos, 2005). Haubomnee 4acTo 3TH OKOCTECHEHUS BCTpeYa-
FOTCS B HaJIXBOCTOBOM 00J1aCTH Kapamakca MEXJy 3aJHUMH KOCTaJIbHBIMU U
CyTpamuralbHEIMU d7eMeHTaMu (cM. McEwan, 1982, puc. 2), 94To cBsI3aHO C
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JUTUTEIBHOCTBIO COXpPaHEeHHS 3/1ech (POHTaHENeH U C OTCYTCTBHEM OpTaHH3a-
TOpPOB (POT'OBBIX OOPO31), IETEPMUHUPYIONIUX MECTa 3aKIAIKH JICPMaTbHBIX
KocTel. B crury aTOT0 %Ke 00CTOATENhCTBA KpaiiHe BapuaOdeIbHO U KOJTHIECTBO
CyIpanuralbHBIX TUIACTHHOK (cM. TaOI. 2). Peske BCTaBOYHBIE DIEMEHTHI 00-
Hapy>KHBAKOTCS B JPYTHX pailoHax MmaHmups. TeM He MeHee, OHU JJOBOJBHO
OOBIYHBI B HEBPO-KOCTaJBHBIX M KOCTO-Nepu(epaibHbIX 30HaX CIHMHHOIO H
THO-TUTIONJIACTPAJIBHON 30HE OPIOIIHOTO IUTOB.

B kayectBe aHOManwii BCTaBOUHBIC TUIACTUHKY OBIITM OMHUCAHBI Y MHOTHX
Bua0B uepenax (Deraniyagala, 1939; Webb, 1962; Zangerl, 1969; McEwan, 1982;
Uepenanos, 1994a). Kpome Toro, ¢ mo00HPIMU OKOCTEHEHUSIMH MBI HMEEM JIEJI0
IIPU TaK HA3BIBAEMOW «IIOMIEPEUHON (PparMEeHTAIIUU HEBPAJIBHBIX IJIACTHHOKY
y Cheloniidae (Deraniyagala, 1939; Zangerl, Turnbull, 1955; Pritchard, 1988) u
Toxochelyidae (HecoB, Xo3zankuii, 1978), npu onucaHuM aTUMUYHBIX CyIpa-
MapruHanuii y Archelon (Versluys, 1914), BcTaBOYHBIX MIACTHHOK B 00JAaCTH
mractpona y Cycloderma aubryi (Kordikova, 2002) u HeperyIspHBIX IPEHEB-
panpHBIX TUIacTUHOK Y Trionychidae (Webb, 1969; Carpenter, 1981; Cherepanov,
1995) u Adocidae (Nessov, 1986).

B 3aBucumocTH OT MOP(OTreHETHUECKUX MPUIHH aHOMAJMH KOCTHOTO TIaH-
IUPsI Yepernax MOKHO MOAPA3ICIIUTh Ha TPU TPYIIIIbL:

1) Bapuanmu, 00yCIOBICHHBIE H3MEHIHBOCTHIO JIIEMEHTOB OCEBOT'O CKEJeTa
WITM WX KOHTAKTOB C JIEPMATBHBIM CIIOEM KOXKHU (BapruabelbHOCTh HEBPAIBHBIX
Y KOCTAJIBHBIX TIACTUHOK);

2) Bapuanuu, oOyCIIOBJICHHbIE U3MEHUNBOCTBIO MO3aWKH POTOBBIX IIMTKOB
(BapuabenbHOCTH NeprudepanbHbIX MIACTHHOK);

3) Bapuaiuu, CBsI3aHHbIEC C HEPETYISPHBIM OCTEOTCHE30M WIIH ¢ HapyICHH-
SMH POCTa KOCTel (BaprnabelbHOCTh CyNPaNUTalbHBIX TTACTHHOK, TTOSBICHHE
BCTaBOYHBIX TUIACTHHOK, CPacTaHHE TIACTHHOK).

SBOJIIOLHMOHHA A1 CTABMJIBHOCTDB KOCTHOI'O TTAHILIMPA
W TEHJEHI MU EI'O [TIPEOBPABOBAHU S

B ucTopuueckoM pa3BUTHHU Yepenax HaOIIOAaloTCs Pa3iMyHbIe DBOJIOIH-
OHHBIC TCHJICHIIMH TPe0Opa30BaHUs NEPBUYHON CTPYKTYPBI KOCTHOTO MaHITH-
psi, HO TJIaBHBIM 00pa3oM — 3TO yMEHBIIIEHHE KOJUYecTBa 00pa3yIONINX IaH-
IUPH KOCTHBIX MJIACTHHOK. ONMTOMEepHU3aIlOHHBIC MTPOIIECCHl OXBATHIBAIOT BCE
THIIBI KOCTHBIX MJIACTHHOK, BHE 3aBUCUMOCTH OT MX MPUPOJIBI.

B kapamakce uepenax 0a30BBIMH CKEJICTHBIMH AJIEMEHTAMU SIBISIOTCS KO-
cTajbHbIC TUIACTUHKU. Y npeBHUX Gopm (Proterochersis, Kayentachelys) atux
MJIACTUHOK OBLTIO OO0JIBIIE HAa OJTHY (3aIHION0) Mapy B CPABHEHHH C OCTATbHBIMHU
yepenaxamu (Gaffney et al., 1987; Gaffney, 1990), y KOTOpBIX 0OBIYHO BOCEMbB
nap KOCTAJBHBIX TUIACTHHOK. Takoe «MHOXKECTBEHHOE» COCTOSHHE MpUHUMa-
€TCsl B KaQUeCTBE aHLECTPAJIBHOIO, XOTS MHOTAA OHO MPOSBIISIETCS (BTOPHUYHO)
Uy OTHOCHTENBHO MPOJIBUHYTHIX (OPM, HANpUMeEp, Y HEKOTOPBIX MEIOBBIX
Protostegidae (cm. Cyxanos, 1964; Kordikova, 2000).
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YMeHblIeHne KOINYecTBa KOCTAJIbHBIX MJIACTUHOK IO CEMH Iap BCTpevaeT-
Csl JIOBOJIBHO PEIIKO ¥ TJIIaBHBIM 00pa3oM y depernax, MpeTepreBaonmx o0y
penyknuio koctHoro manmups (Trionychidae). HecMoTpst Ha TO, 9TO BBIpaXeH-
HOCTH KOCTaJIMH MOXKET CUIIFHO Pa3ianvaThes (Y MOPCKHX Yepernax TUCTaIbHEIC
JacTH pedep He pa3pacTaroTcs B BUJIE TUIACTUHOK U pa3jieieHbl (DOHTaHEISIMU),
OTHOCHTEIILHOE ITOCTOSHCTBO KOJTMYECTBA KOCTATBHBIX DIIEMEHTOB CBSI3aHO C T10-
CTOSIHCTBOM KOJIMYECTBA TYJIOBHIIHBIX pedep, y4acTBYIONIIUX B UX POPMHUPOBaA-
Huu. TakuM 00pa3oM, CTaOHIBHOCTh PACCMATPHBAEMBIX JIEMEHTOB Kaparakca
OTIpeNieNsieTCs CTAOMITFHOCTHIO OOIIIEl KOHCTPYKIIMH OCEBOTO CKeJleTa depernax.

CXOoHbBIE TI0 TPUPOJIE C KOCTATBHBIMH HEBPAIBHBIE IUNIACTUHKU XapaKTepH-
3YHOTCSI 3HAYUTEIBHON N3MEHUYNBOCTHIO. Y HanOoliee IPEBHUX MPEICTaBUTEINCH
OTpsJia Yepernax uX YUCIO HEBO3MOXKHO TOYHO OINPENCIUTh B CUITy HEOIMpee-
JICHHOCTH T'PAHUIIBI MKy STUMH 3JICMCHTAMH M IJIACTUHKAMU CYTPAITUTalib-
Hoii cepun. Tem He menee, mo mueHuto 11. [Iputuapna (Pritchard, 1988), mpumu-
THUBHYIO KOH(PHUTYPAIUIO HEBPAJIBHBIX INIACTUHOK MPEICTABIAET CEPHUS 3 BOCh-
MH 37IeMeHTOB. [Ipr ’TOM B pa3HBIX SBOIIONMOHHBIX JINHUIX HEBPAJIbHAS CEPHUSI
MPOSIBIISICT OTYCTIUBYIO TCHJICHIIUIO K PEAYKIIUU, YTO MOXKET BHIPAXKATHCS B
WCYE3HOBEHUU TiepenHux (Stereogenys), 3aquux (Testudo, Emys, Kinosternon,
Carettochelys, Lissemys) nnn cpenuux (Pleurosternon) sIeMeHTOB, BILIOTH 10
yTepH BCeX IIACTHHOK HEBPAJIBHOTO psina (Shachemys, Cyclanorbis, Chelodina,
Emydura). B 3TuX ciydasix KOMIIEHCATOPHO pa3pacTalolifecs KOHTpajaTepalib-
HBIE KOCTaJbHBIC TIACTUHKH CMBIKAIOTCS M0 MEINAIBHON TNHUH TeJa.

PenykumoHHBIE TIPOIECCH 3aTPAaruBalOT M KOCTHBIC AJIEMEHTHI TLIACTPO-
Ha. 371eCh OHM BBIPA)KEHBI TJIABHBIM 00pa30M B JBYX Tomorpaduyeckux obia-
CTAX: B 0077aCTH MOCTOB (Kak 00IIasi TCHISHIIHS) U B IEPEIHEH 10JIe TIIIacTPOHA
(kak BO3HHKHOBEHHE OCOOBIX YKJIOHSIOIMIUXCS KOHCTPYKIHUH). MakcuMmaabHOe
YHUCIIO AJIEMEHTOB TUIACTPOHA — IIECTh MAPHBIX W OIHWH HEMapHBIA — OOHapy-
XKeHO y Proterochersis — enuHCTBeHHOW (OPMBI Yeperax, 00IaaaBIIei TByMsI
napamM Me30IJIAaCTPOHOB (ITU AJIEMEHTHI JISKAT MEKJIY THO- U THIIOILIACTPO-
Hamu). OHA TIapa ME30IUIACTPOHOB XapaKTepHa IJIsl psjia UCKOMAeMbIX depe-
nax (Proganochelys, Kayentachelys, Pleurosternidae, Baenidae) u HekoTOpbIX
coBpemeHHBIX (hopm (Pelomedusidae) (Zangerl, 1969). OctanpHble Yepemaxu B
HOpME ME30TLIACTPOHOB HE MMEIOT (KaK aHOMAJHus Me3OIJIaCTPOHBI OIMHCAHEI
y Lepidochelys olivacea, Pritchard, 1966) u xonuuecTBO miacTpajbHBIX TLIa-
CTHHOK y HUX OTPAaHUYUBACTCS YCTHIPbMS MAPHBIMU (3MH-, THO-, THIIO- U KCH-
(durtacTpoHaMM) M OJHUM HEMapHBIM (JHTOIJIACTPOHOM) dJIeMEHTaMu. B He-
CKOJIBKUX JTMHHSX Yepernax, BeAyIUX MPEeHMYIIeCTBEHHO MOPCKOH 00pa3 xKu3-
HU, HAOIFOaeTCS PEYKIIHS MTEPETHUX HIEMEHTOB TIACTPOHA — SITUTLIACTPOHOB
(Protostega, Archelon) wnu suTonnacrpona (Dermochelys). VicaesHOBeHHE 3THX
KOCTHBIX TUIACTHHOK, 110 CyTH, TPE00pa30BaHHBIX YaCTEH IJICUEBOro mosca, 00-
YCJIOBJICHO, MO-BHIMMOMY, H3MEHEHHEM B CIOCOOE JIOKOMOIIMHM U B CTPOCHUH
MYCKYJIATypbl, OCYIIECTBIISIIOIIEH 3Ty JokoMmonuio. C yueToM MOp(OTreHeTH-
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YeCKHMX JaHHBIX MOYKHO TOJIaraTh, 4YTO MYCKYJIaTypa OKa3blBaeT HHTCHCHBHOE
BJIMSTHHUE HA Pa3BUTHUE MOKPOBHBIX KOCTEH mieueBoro nosca (Yepenanos, 2001).

Ha parHux ctaamusx GopMupoBaHHs KOCTHBIX JIIEMEHTOB WHOT/IAa HAOIFO/Ia-
€TCs cpacTaHue paHee 000COOJIEHHBIX €T0 YacTeH B €IMHYI0 CTPYKTY Y. B HOpMe
TaK TPOMCXOMINUT, HATIPUMED, NIPH PA3BUTUU SHTOIUIACTPOHA Yy Yepernax pasind-
Hbix BUa0B Cheloniidae (Vallén, 1942), Emydidae, Testudinidae, Trionychidae
(Yepemanos, 2005) u, BEpOsITHO, OCTaJIbHBIX ceMecTB. CpacTaHUE KOCTHBIX
MJIACTHHOK Ha TMO3AHUX CTaIusAX MX MopdoreHesa Kak B HOpMe (0OBbennHEHHE
ruo- u runormtacTporoB y Cyclanorbini), Tak u mpu aHOMaHSIX — 3HAYUTEIIHEHO
Oonee penkoe siieHue. [lo-BuguMomMy, 3T0 0OYCIIOBJIEHO TE€M, YTO K MOMEHTY
BO3HUKHOBEHUSI KOHTAKTOB MEXY COCSAHUMHU IIACTUHKAMU (2 OHH TIOSIBIISIFOT-
Csl B OHTOI€HEe3€ MO3HO — B MOCTHATAIBHBII MEPUO) IIEPHOCT YKE TOCTATOUHO
XopomIo c(OPMUPOBAH U CTPOTO pa3rpaHUYHMBACT MIACTUHKHU Jake IIPU CaMOM
W3JIOMaHHOM IIBE MEX/Ty HUMHU. B CBSI3M C 3TUM TPEICTABISIFOTCS MaJIOBEPOSIT-
HBIMU TIPEATIONOKEHNSI 0 BOSHUKHOBEHUH HEKOTOPBIX PEryJISPHBIX 3JIEMEHTOB
MAHIUPs Yepernax 3a CUeT CIUSHHS HEeCKOJIbKMX KOCTHBIX IJIACTHHOK. B wacT-
HOCTH, 3TO KacaeTcsi HeOOBIYHO YAJIMHEHHOU TiepeJHel HeBPaJIbHOM MIIACTUHKH
nponBuHyTHIX Trionychidae, xoTopas, Kak HpeAnojarajil HEKOTOPHIE aBTOPEI
(Webb, 1962; Meylan, 1987), nosiisieTcst B pe3yibraTe CpacTaHus MEpBOM He-
BpaJIbHOW W TIPEHEBPAIBHON TUTACTHHOK. MopdoreHeTnueckue MaHHBIC 1Mo P.
sinensis He TOATBEPKIAI0T Takoro npeamonokenus (Cherepanov, 1995).

HyxanbHas u miacTpaibHbIe TIJIACTHHKH 4Yepernax HanOojee CTaOMIIbHBI U
MOYTH HE TOABEPIKEHBI MHIAUBUIYAIBHON W3MEHYUBOCTU. JTa CTAOMUIBLHOCTH
OOBSICHACTCS, TO-BUIMMOMY, OCOOCHHOCTSIMH HMX MOpdoreHesa: yKazaHHBIC
MJACTUHKY TOSBISIOTCS HA OYCHb PAaHHUX CTaJIUsX OHTOICHE3a W MX pa3Bu-
THE MPOXOINT B PaMKaxX CTPOT'0 CKOPPEITUPOBAHHBIX TIPOIECCOB (POPMHUPOBAHUS
o011Iero MIaHa CTPOCHHS CKeJIeTHO-MBITIedHo! cructeMbl (Vallén, 1942; Walker,
1947; Yepenanos, 1988, 2001, 2005). KpomMe TOro Hy»kKHO OTMETHTh, YTO KJe-
TOYHBIM UCTOYHUKOM JIAHHBIX MJIACTUHOK B OTJIMUUE OT OCTAJIBHBIX 3JICMEHTOB
MaHIUPS CIY)KUT HeBpanbHbIi rpedenb (Gilbert et al., 2007; Cebra-Thomas et
al., 2013). OGHapy»eHHbIE B OPIOIIHOM IIUTE OTIEIBHBIX 0COOel uepenax Jo-
MTOJTHATENBHBIC TUTACTHHKH, TI0-BUANMOMY, SBIISIOTCS BCTABOYHBIMU M K HACTO-
SIIIIAM TUTACTPAIIBHBIM DIIEMEHTaM, T. €. K 3JIEeMeHTaM ILIEYEeBOro 1Mosica ¥ racTpa-
JIUSIM, OTHOIICHUSI HE UMEFOT.
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The turtle bony shell: the nature of stability and variability
G.O. Cherepanov

Turtle shell is characterized by a high degree of conservatism of the basic model and
at the same time, a wide range of variability at the individual level. The components of
the bony shell have different origin. Costal and neural plates are upgraded elements of
the axial skeleton (ribs and neural arches), plates of the plastron are transformed dermal
ossifications of the shoulder girdle and gastral bones, peripheral, pygal and suprapygal
plates naturally similar to osteoderms of other reptiles. The variability of the bony parts
has different expressions in turtle shell. The largest number of anomalies detected in
the caudal portion of the carapace. Plastron is characterized by morphological stability.
Based on morphogenetic position shell anomalies are divided into: 1) variations due to
the variability of the axial skeleton elements or their contacts with the dermis inside
which they grow (number of neural and costal plates); 2) variations due to variability in
mosaic of horny scutes (number of peripheral plates); 3) variations related to irregular
occurrence or growth of the bones (number of suprapygal plates, appearance of interca-
lary plates, fusions of plates). Some questions of evolutionary transformation of the bony
shell in turtles are discussed.

Keywords: turtle shell, bony plates, anomalies, morphogenesis, evolution of turtles.

277



Mopdghoeenes: ycmotiuusocms u 8apuabenbHocmy
Cepus «l eo-6uonocuyeckue cucmemsvi 6 npownom». M.: ITMHH PAH, 2015. C. 278-292.
http://'www.paleo.ru/institute/publications/geo/

VIIK: 576.535.2

PEI'’EHEPAIISA BOJIOCAHOI'O ®OJJIUKYJIA IN VITRO

E.Il. Kasadymesa, E.A. Boporesik

Hucmumym 6uonoeuu paszsumus um. H.K. Konvyosa PAH
Kalabusheva.e@gmail.com

Bomnocsino#t (oyumMKy — KOXKHBIH 1epruBaTt, GopMUpPYIOMUNCS B PE3yJib-
TaTe SHMUTEINO-ME3€HXMMHBIX B3auMOJeHCTBHIl. Me3eHXHMHas 4acThb
BoJIOCSIHOTO (ouHKya, aepMmanbHas namwuia (JI1), ormmuaeTcs cno-
COOHOCTBIO MHIYIIMPOBATH HOBOOOpPA30BaHME BOJIOCSHOTO (DOJUTHKYJIA
1 TIOJICP)KUBATh CBOM MHIYNIHMPYIONINE CBOHCTBA B KyJnbType. B pado-
T€ MBI MOJACIHPOBAIN PEreHEPALINIO BOJOCSHOIO (OJUIMKYIIA YEeJIOBEKa
B KyJIbType, HUcnob3ys kneTku JII1 yenoBeka M KepaTHHOLUTEL OProBe-
BAIOIIEr0 MHOT'OCIIOWHOTO AMHTENHS KOXH. MBI pa3paboTanu MoIeiIh
Pa3BHBAIOMIETOCSI BOJOCSHOTO (OJUIMKYJIA B KYJIbTYpEe M IIPOCICIMIN
OCHOBHBIE 3aKOHOMEPHOCTH CAMOOPTaHMU3alUU KJIETOK B XOJ€ pereHepa-
LIUU BOJIOCSTHOTO (hOJUTHKYIIA.

MATEPHAIJIBI 1 METO/bI
IMonnyyeHue nepBUYHBIX KYJIBTYP

B pabote ncnonp3oBaHa KoXka, MOTyYSHHAS MOCIE KOCMETHYECKUX OTepa-
LM 110 KPYTOBOH MOATSIKKE JiuIa oT 6 7oHOpoB oT 20 10 60 net. Koxy momyua-
JIK OT JOHOPOB C HH(POPMUPOBAHHBIM corjiacueM B « KJIMHUKe aKTUBHOTO J10JI-
rometus « uaCTUTYT KpacoTs! Ha ApOartey. [lomydeHHbIe 00pa3Ibl IEPEBO3UIN
B cpene DMEM (IlanDko) ¢ mo6arnernem rearamunuHa (PYII «benmMenmpe-
naparte») u rayramuHa (Gybco). [lepen BeiieeHIEM KIIETOK KOXKY ITPOMBIBAITH
pactBopom XaHkca ([TanDk0) ¢ 10OaBIeHHEM TeHTAMUIIMHA.

Kunerku JI1 BeIAENAIN MpH OMOLIH cepuil pepMEHTUPOBAHUHN U IIEHTPH-
¢yrupoBaHuil 0 MeTOAMKE, paspaborannoit By (Wu et al., 2005) u moaudu-
nupoBanHoir Uepmubix (Chermnykh et al., 2010). ITorydeHHBIe KISTKH KYJIb-
tuBupoBaiu Ha cpere AmnioMAX™-II (Gibco). B skcniepuMeHTax MCIIOIB30-
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Balli KJETKU OT 1-4 maccaxeil. B skcriepuMeHTe CpaBHEHHSI WHIYIHPYIOIIAX
CBOMCTB KJIETOK JepMajIbHOM MaIHILIIBI HCIIOIB30BAIN KJIETKH 12 maccaxa.

Jlnist BBIACIIEHU ST KEPATUHOLMTOB OTACISIN CIIOH anuaepMuca nyTem dep-
MeHTHpOBaHMs Koxu B nucmnase (Gibco) B Teuenne Houn nipu +4 °C. Dnuaep-
MHUC pa3pyLlaiy IyTeM TPUIICHHU3ALUHU B TedeHue 15 Munyt. [lonmydennyro
CYCIICH3UIO0 KEpaTUHOIMTOB BhicaxkuBaiu Ha cpeny DMEM/F12 (ITanDko)
¢ nobasienuem riryramuna, 10% smOpruonanbHoii Tensyer ceiBopoTku (3TC)
(HyClone), 10 ar/ma EGF (Sigma), 5 Mxr/mn nHcynuHa (Sigma) u 0.25 MKr/mi
n3ompeTepenHona (Sigma).

Bupycnasi tpandexumsi KJIeTOK

JleHTHBUpPYCHBIE KOHCTPYKLUH, KOTOpPBbIE HECIU I'€H KpacHoro giyopec-
neHTHoro Oenka TagRFP, Obutn momryuyens! u3 kommanuu EBporen. J{ns Tpanc-
(exunu UCroab30BaIM KIETKU NepBoro naccaxa. KieTku TpanchuuupoBaiu
B OecceiBopoTouHOit cpere AmnioMAX™-II ¢ pobamneHuem mnonubpeHa
(Sigma) ¢ mecsATUKpaATHBIM MPEBBIIICHUEM KOHIICHTPAIIUY BUPYCHBIX YACTHII.

IHosryyeHne cMEIIaHHBIX KYJIBTYP

Knerku 1T 1 KepaTHHOUUTHI TPUIICHHU3UPOBAJIN CTAHAAPTHBIM METOJIOM.
Jns momy4eHusl TPUKPETUIEHHOW KyIbTyphl, cycnen3uu kinetok Il wmm ¢u-
OpobnacToB cMenIMBaIu B mpornopiuu 1:1, BeicaxkuBaiu B 48 TyHOYHBIE TIIaH-
metsbl (Corning) B koHueHTpauuu 200 Teic. KIeTOK B M. KyiasTuBupoBain
B T€UEHHE 3-X JHEMN.

Jl1s monyueHus: CMEeIaHHbIX arperaToB CyCIEH3UH KJIETOK KepaTHHOIIUTOB
u 1T cmemuBanu B nponopuuu 1:1 U KyJIbTUBUPOBAIU B BUCSYEH Karljie B KOH-
LIEHTpalKu 7 ThIC. KJIETOK KOHEUHOU cMecH Ha arperat. KynbTuBupoBaHue npo-
JoJiKanu ot 3-x 10 14 cyTok.

Jlns monydeHus MOKPBITHIX arperatroB cycneHsuto kietok J[I1 momemanu
B BUCSAYYIO KaIlJIIO B KOHIIEHTpauu 3.5 ThIC. KJIETOK Ha arperar. [locie 3-x cy-
TOK KyJIBTHBHPOBAHHS arperar NepeHOCHSIM B MPEABAPUTEIHHO MOJTyYEHHbIE
BHCSAYME Kalld ¢ 3.5 TBIC. KJIETOK CYCIIEH3MEH KEepaTMHOLMUTOB, IOCIE YEro
KYJIBTUBUPOBAJIH €lle OT 3-X 10 14 cyTok.

NMMmyHOUUTOXUMMSA

[Ipuxperienny0 Kynbrypy QukcupoBaiun 4% mnapadopMalibaeruiom
(ITdA) (Riedel-de Haen) B TeueHue 15 MUH. Ipy KOMHATHOH TeMIepaType, 3a-
TeM npombiBaiu QochatHeiM Oydepom (Gibco). [lanee BHOCHIIM TIEpPBHYHBIC
anturesna npotuB Ki67 (Abcam, abl6667) B passeaenun 1:50 B O10KupyroieM
pactBope, coctositeM U3 ¢ocdarHoro Oydepa, ¢ mobasmenuem 0.1% Triton
X-100 (AppliChem), 0.1% Tween 20 (AppliChem), 0.05% Obr4bero cpIBOpPOTO-
ybero anbOyMuHa (Sigma), asuaa Hatpus (Sigma). YacTh npenapatoB HHKYOU-
poBasK B OJOKHPYIOIIEM pacTBope 0e3 aHTHTEI JJIs MOJYUYCHUs HEraTUBHBIX
KOHTpoJIel. MHKyOupoBaiu B TedeHue Houu rnpu +4 °C, mocsie 4ero mpoMbIBaIH
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¢dochataeiM Oydepom B TeueHue daca. Jlasee BHOCHIM BTOPHUYHbIC aHTHTENA,
KOHBIOTHpOBaHHBIE ¢ (uyopoxpomom Alexa 488 mporus IgG kponuka (life
technologies, A21206), B docdataom Oydepe B xorteHTparuu 1:500, n HHKY-
OupoBanu B TedeHue 1 yac. mpu KOMHATHOHM TeMIiepaType. Sapa 1okpanmBaim
DAPI (Biotium) B koHeHTpauuu 1MKr/mi B Teuenue 15 mun. KynsTypsl nzyua-
U MeToaaMu (ayopecueHTHOH MuKpockonuu Ha Mukpockorne Olympus 1X51,
ocHaieHHOM kamepoit Olympus DP70.

Arperatbl hukcupoBaiu 4% [1DA B Teuenue 45 MUH. IpH KOMHATHOM TeMIIe-
parype, ocie 4ero MHKyOupoBaiIu B OJIOKMPYIOIIEM pacTBOpe B TeueHue | yac.
JHanee BHOCHIHN niepBuYHBIe aHTUTeNa nmpotuB Ki67 (Abcam, abl6667) B pa3se-
nennn 1:50, Lefl (Santa Cruz, sc-8591) B paszsenenuu 1:200, P cadherin (R&D,
AF960) B pa3senennu 1:20, EpCam (R&D, MAB&61) B passenenun 1:15, u nky-
OupoBanu B TeueHne Hour npu +4 °C. YacTp arperaroB HHKYOHpOBaiu B OJIOKH-
pyroleM pactBope 0e3 aHTHUTEI JJIs OTyYeHHUs] HEeraTUBHBIX KOHTpouiel. Jlanee
IIPOMBIBAJIM OJIOKMPYIOLUIMM PAaCTBOPOM B TEUEHHE 4Yaca, IOCJIEC Yero BHOCHUIIM
BTOPUYHBIC AHTHUTENA, KOHBIOTUPOBaHHBIE ¢ (uryopoxpoMom Alexa 488 mpoTus
IgG mbemmm (life technologies, A21202), kponuka (life technologies, A21206),
ko3sl (life technologies, A21467), B ¢pocharHom Oydepe B koHleHTparuu 1:500,
W MHKYOHMpoBaiu B TedyeHue Houw nipu +4 °C. SAnpa nokpammusanu Toto-3 (life
technologies), B kormenTparuu 1:300 B 6ydepe Tris-HCI (Helicon), ¢ mpenaBapu-
tenpHON 00paboTkoit PHKa3oit (Fermentas). [Ipenapats 3akimtoganu Bo GpyKTo-
3y U M3y4aJid MeTolaMH KOH(OKaIbHOH MUKpockonuu Ha mpudope Leika SPS.

KonnareHoBbll Tenb C 3aKJIIOYEHHBIMH B HETO arperaraMy Hapesalu Jie3-
BHEM Ha cpe3bl TonmuHol 1 MM, PukcupoBanu [IDA B Teuenue 45 mun. UHKy-
OupoBanyu B OJOKHPYIOIIEM PAcTBOPE B TEUEHHE Yaca NMPH KOMHATHOH TeMIie-
parype, mocie 4ero BHOCHJIU NIEPBUYHBIC aHTUTEJNA IPOTUB BepcukaHa (R&D,
AF3054) B pa3zseaennn 1:20, 1 nHKyOHpOBaM HOYb MpU Temnepatype +4 °C.
JHanee mpombIBain OJIOKUPYIOIIKUM PACTBOPOM B TEUEHHUE Yaca, IOCIIE YeTo BHO-
CHJIM BTOPUYHBIC aHTHTENa, KOHBIOTUPOBaHHBIE ¢ (hiayopoxpomom Alexa 488
npotuB ko3bl (life technologies, A21467), B ¢pocharaom Oydepe B KOHIIEHTpa-
nun 1:500. UakybupoBanu B Teuenne Houw npu +4 °C. Snpa moxpammBaiu
DAPI B xonnentpanuu 1 Mxr/mi B Tedenne 15 muH. KynbTypsl u3ydanm me-
TomamMu (prryopecieHTHOW MEUKpocKonuu Ha Mukpockore Olympus [X51, ocHa-
meHHoM kamepoit Olympus DP70.

KyabsTuBHpOBaHue arperaTros B reJe

IonroraBnuBanu pactBop kosnarena | tuma B 0.1% ykcycHOW KHCIIOTE, BKC-
TparupOBaHHBIN U3 CyXOKUIIMH XBOCTa KpbIChl. BoceMb 00bEMOB XOJI0JHOIO pac-
TBOpa KoyutareHa HerrpamuzoBanu 0.34N NaOH (Sigma), cmemuBaiy ¢ oqHAM
oonsemom 10X cpeast Urma (I'YIT UIIB3) u onnum oobemom DTC. [lanee rens
pasnuBany B 4-X JTyHOUHBIC IaHmeTs (Corning), ¥ BHOCHIIA B HETO 10 3-4 cMe-
maHHbIX arperara. [locie 3Toro reaps nomMeranu B ycaoBust 37 °C 115 3aCThIBaHUSL.
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PE3VJIBTATBI 1 OBCYXXJIEHUE

Mopdoaoruyeckoe onucaHue arperaTton

[TokpeIThIe arperarsl UMeNH 1apoodpasHyIo CTPYKTypy. BHyTpH pacnonara-
Jock sapo u3 meueHslx RFP knetok JII, cHapy»u Haxonuiiack KOpoHa, COCTOSI-
1asi U3 HEOKPALIEHHBIX KepaTHHOUUTOB. OKpameHHsle kiaetku JI1 murpuposa-
JIY B TOJIILY KEPATUHOLMTOB, CIMHUYHBIC KJIETKH IPOHMUKAJIN 10 BEPXHHUX CJIOEB
KOPOHBI, BCJICACTBHE 3TOTO CIOKHO OBIJIO BBIICIUTH OTUETIAUBYIO IPAHULLY SApa.

CMemaHHble arperatbl UIMeId pa3inuHyio Mopdoioruoo. YacTs arperatos
nMena mapoodpasnyio ¢popmy. B Takux arperatax KepaTHHOIMTHI OBUIH T10-
TPy KEeHBI B JaKyHbI, 00pa3zoBaHHbIe kKiaeTkamu J{I1. OctanbHbIe arperaTsl mpe-
CTaBISIN cO0O0M pa3BeTBICHHBIE TPAOEKYISIPHBIE CTPYKTYPHI C Mapoo0pa3HbI-
MU YIUIOTHEHUSIMU Ha MECTax BETBJICHUS TpaOekyi. B ymioTHeHusx pacmnosna-
ranuck MedeHsle RFP knetku 11, B TpaGexynax HaXOAMUIUCh KEPATUHOLUTHI.
Ha ocnoBanuu skcnipeccun RFP mbl npaktruecku He oOHapysxunu kinetok 11,
MUTPHUPYIOLIUX BHYTPb TpabeKys KepaTHHOIMTOB. MopdoJorus arperaTos 3a-
BHCEJIA OT UCIOJIb3YEMbIX KEPATMHOLUTOB U OblIA TOHOP-CeHu(HUYHA.

Xenr B cBonx paborax omucas IPOLECChl PereHepauy BOJIOCIHbBIX (OIIHKY-
JIOB M3 CyCIEH31H KJIeTOK (Zheng et al., 2005, 2010). OH TpaHCIIIaHTHPOBAJI CMEIIAH-
HYIO cycreH3uto kieTok JI1 1 kepaTHHOIKUTOB MOJKOKHO OECTUMYCHBIM MBIIIAM
MIPOCIICKUBAIT CTAIUH CAMOOPraHU3ALUH, BIJIOTH JIO MOJHOTO PA3BUTHUS (OJUIUKY-
na. Ciie1oBaTenbHO, NCTIONb3YeMble HAMHU KJIETOYHBIE IMHUH CIIOCOOHBI K OpraHm3a-
MY 3a9aTKa BOJIOCSHOTO (POJUTHUKYIIA, HEOOXOMMMO JIUIITH BEPUDHUITIPOBATE, KaKas
13 UCCIIeyeMBbIX MOZIeNiel Hanbosiee TOUHO TIOBTOPSIET CUTYALHMIO 7 ViVo.

Hccnenyemble MOEnU KyJIbTUBUPOBAIH 10 14 CyT., OHAKO MBI HE HAOIIO-
Janu U3MEHEHUH MOp(OJIOrvH, CBUJICTEILCTBOBABILUX O JaJbHEHIIEM pa3Bu-
THU BOJIOCSIHBIX (DOJUTHKYIOB. MOKHO MPENIOI0KHUTh, YUTO MPOUCXOAUT OJIOKHU-
POBKa pa3BUTHUS BBUY OTCYTCTBUS HEOOXOTUMBIX (haKTOPOB.

UYroOb! BBIIBUTH, KaKasi MOJEIb arperaToB COOTBETCTBYET B OOJIbIICH CTe-
[IEHU 3a4aTKy BOJIOCSHOTO (OJIMKYIIA, Mbl KOKYJIBTUBUPOBAIN KEPATHHOLUTEI
n knetku JII B ycnoBusix 1ByMEpHOM KyJbTYphl Ha aAre3MBHON MOBEPXHOCTH
KYJIBTYpaJIbHOM IOCy]bl. Takue ycIOBHUS IPOAEMOHCTPUPOBAIU CIEAYIOLIEE
noBeieHue KieTok: kietku I popMupyroT mioTHeIH KOHQIYIHTHBIH MOHO-
CJIOI Ha JHE KyJIbTYpallbHOW MOCYIBI; KEPaTHHOLMUTHI 00pa3yloT criernudude-
CKHE CKOIJICHUsI ToBepX MoHOcos KieTok 11, 11bo Ha niuacTuke, HO OKpyKe-
uel kaetkamu 11 mo mepumerpy; kiaetku Al mpoHUKAIOT B CKOIIJICHUS Kepa-
TUHOLMTOB, KOTOPbIE HAXOMATCS HAa MOBEPXHOCTH KOH(IYIHTHOTO MOHOCIOSI.
[ocnennee conmxkaeT noseaenue kietok I ¢ moBegeHnEM KIIETOK B TIOKPbI-
TBIX arperarax, clelloBaTelbHO, MOXHO IMPEATOJIIOKUTh, YTO MOKPHITHIE arpe-
ratel Ooyiee OJM3KH IO CBOEMY (DU3HOJIOTHYECKOMY CTaTyCy K MOHOCIOWHOM
CTaHJAPTHOM KyJIBTYpe. DTO 3aCTaBIsET IPU3HATH, YTO MOJABICHNE MUTPALIUH
kstetok /11 B Tosmy KepaTHHOLMTOB SBJISIETCS OYEHB BAXKHBIM IIPU3HAKOM IS

npOoGONIUKYISAPHBIX SMUTEINO-ME3EHXUMHBIX B3aumoneiicteuid. In vivo JI1
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OTJIeJIEHa OT KePaTHHOLMTOB BOJIOCAHOTO (OJIIUKYIa 0a3anbHON MeMOpaHoii,
no3tomy kieTku J{I1 HEKOra HE MUTPHPYIOT B TOJNILY KEPATHHOLUTOB. DTO
MPUOTMKAET MOZAETHh CMENIaHHBIX arperaToB K pealbHbIM COOBITHSM, TIPOHC-
XOISLIUM B IIPOLIECCE PA3BUTHSI BOJIOCSHOTO (OJUIMKYJIA.

JII uarudupyet nposudepannio KepaTHHOIUTOB

CrenuduyeckuM MapKepoM paHHHUX IMPOIECCOB pereHepaluu U pa3BHTHUS
BOJIOCSIHOTO (POITMKYyna siBisieTcs: okcnpeccus ¢akropa Lefl, uinena kackana
WNT (Sriwiriyanont et al., 2013). B mokpsIThix arperarax skcrupeccun Lefl
obOHapyskeHo He OpLIOo (puc. la).

Puc. 1. Dxcrpeccust MapkepoB (GOJUTHKYJIOr€He3a B MOKPHITHIX arperarax:
a —askcnpeccus Lefl; 6 —sxenpeccust Ki67. KondokanbHas MEKPOCKOMHSL.
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[Ipouecc HeohomIMKyIOreHe3a Tak)Ke HEPAa3PhIBHO CBSI3aH C MOBBIILICHHEM
npojudepanuy KepaTHHOUUTOB. MBI BBIABISUIH NMPOnudepupyrouue KiIeTKu
MTOCPEACTBOM WMMYHOITUTOXUMHUYECKOTO OKpAIIMBAaHUS Ha MapKep Mmpoiude-
panuu Ki67. MBI He 0OHApYKIUTH MTPOTHPEPHPYIOMHUX KEPATHHOITUTOB, OIHA-
KO, BBISIBUJIM OKpallleHHbIe Tposndepupyrouue sapa cpean kierok HII, mu-
IPUPYIOLIUX B TONIY KEPATHHOUUTOB (pHucC. 10).

[lockonbKy TOKpBITBIE arperaTsl UMEIOT HEKOE CXOJCTBO C JIBYMEPHOM
KYJIBTYPO#, MBI PELITHIN TPOBECTH aHAJIOTHIO fajbine. OKpalIuBaHUE COBMECT-
HOH KyJbTYpPbI KEPAaTUHOLUTOB U KJIeTOK /[, BeIpanieHHON Ha aire3uBHOU M0~
BEPXHOCTH, BBISIBHJIO, YTO IPOHUKHOBeHNUE KieTok /I B ckonnenue kepaTuHo-
LUTOB MPUBOAMT K MOAABIICHHUIO Mponudepanuu (puc. 2a). Ecnu B mogoOHble

200 pm 200 pm

Puc. 2. Dxcnpeccus Mmapkepa nponudepannu Ki67 B mpuKperieHHOH cMemaH-
HOH KyJIBTyp€: @ — IPOHMKHOBEHHUE B arperar keparuHouuton kietok I (RFP),
HeOobmoe komuecTBo Ki67+ simep (Ki67); 6 — xnetkn [I1 He mpoHUKAIOT B CKO-
ienne keparuHounTos (RFP), komuyecto Ki67+ sHauntensHo Brime (Ki67). Omy-
OpECLEHTHAs MUKPOCKOIIHSI.
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CKOTUICHHUsI KepaTHHOIUTOB KieTku JII1 He MpOHMKAIOT, TO B HUX HaOII0qaeTcs
3HAYUTEJIBHO 0OJIbIIIee KOTMYECTBO Mpondepupyronux saep (puc. 20). Cieno-
BaTEJIBHO, MOYKHO OTMETHUTH, YTO IIPOHUKHOBeHME KiieTok J[I1 B Tonmy keparu-
HOIIMTOB MPHUBOUT K MOJABICHHUIO MPOTU(EpaIii KePaTHHOIUTOB. BeposTHO,
MOOOHBII MPOoLIECC MPOUCXOIUT U B TIOKPHITHIX arperarax. /lyist pa3BuTus 3a-
YaTKa BOJOCSHOTO (OJTMKYJa TpeOyeTcs COXpaHEHHE BBICOKOTO Hpoiudepa-
THUBHOI'O IIOTCHIIHAJa KJICTOK. CJ'IeI[OBaTeJ'II)HO, IOKPLITBIC arperarbl HE COOT-
BETCTBYIOT TPEOOBAHHIO MOJICIIM 3a4aTKa BOJIOCSIHOTO (DoJITUKyIIa.
NHayKuus HA4aJbHbIX 3TAN0B (POJIJIMKYJI0TeHe3a
B CMEIIAHHBIX arperarax

B cMemaHHBIX arperatax Mbl OOHAPYIKUIIH JIOKYChI, B KOTOPBIX YETKO pa3-
Jensnach rpanuna Mexay kietkamu 1T u kepatuHouTamMu. B 3THX J0Kycax
KEepaTUHOLUTHI, HAXOAIIUeCs Ha rpaHule ¢ kiaeTkamu JI1, sxcipeccuto mapkep
pasButus ¢ommmkyna Lefl (puc. 3a). UccnenoBanue mapkepa nponudepanun
Ki67 BeISIBIIIO AesTITUECs KEPaTUHOIIUTHI B TOU JKe JIoKanu3anuu (puc. 36). 3To
YKa3bIBaeT Ha MHUTEIUO-ME3CHXUMHBIC B3AUMOJICHCTBUS TI0 (OJUTUKYIISIPHOMY
Tumy. YToObI TOATBEPIUTH, YTO CMEIIAHHBIC arPEraThl SIBISIOTCS MOJCIBIO Pas-
BHBAIOIIETOCs 3a4aTKa BOJIOCSHOTO (DOJLTUKYJIA, MBI TIPOBOIUIIN OKpAIllMBaHUE
Oosee MO3IHUX MapKEePOB Pa3BUTHS BOJIOCSHOTO (QOITMKYNa yenoBeka: P xan-
repuHa u mojiekyiibl aaresun EpCam (Gay et al., 2015). OkparirBanue nokasa-
710 cTabunbHyto 3kcpeccuio P kaarepuna u EpCam B kepaTtunomuTax (puc. 4).
Okcnpeccust P kaarepuHa cBUIETENBCTBYET O TOM, YTO 3aMyIICH MPOIEcC He-
oonnmukynoreHesa, Tak Kak JaHHBINA OEIOK SKCIPECCUPYETCS HE TOJIBKO B MPO-
LIeCCe Pa3BUTHUS BOJIOCSHOTO (OJIITUKYIIA, HO U B BOJIOCSHOM (POJUTHKYJIE B (hase
pocta (Samuelov et al., 2012). Ero skcripeccusi 00HapyKMBaETCs IIPU PereHepa-
MU BOJIOCSTHOTO (DOJUTHKYJIA IOCPEJCTBOM €0 MHYKIIMHU ITyTEM TPaHCIIaHTa-
nun kaetok JIT (Inamatsu et al., 2006). CirenoBaTenbHO, CMEITIAHHBIC arperaThl
COOTBETCTBYIOT MOJICITH 3a4aTKa Pa3BUBAIOIIETOCS BOJIOCSHOTO (HOJUTHKYIIA.

['MaBHBIM OTIWUYHEM MEXJY TOKPBITHIMA W CMCIIAHHBIMH arperatamu
siBisieTcs qobaBnenue kietok 11 B Buae cycnien3uu uinu B Buje arperata. [lpu-
4YeM, MCIOJb30BaHue cycrieH3uu kietok I mpuBoguT k GopmupoBaHuio 3a-
YaTKOB BOJIOCA, B TO BPEMS KaK MCIIOJIb30BaHUC arperatoB CUMYJIUPYET YCIIOBUA
JIBYMEPHOTO KYJBTUBUPOBaHUS. V3 3TOr0 MOXHO 3aKIIOYHTh, YTO JJIS YIIO-
PSZIOUMBAHUS CTPYKTYPHI 3a4aTKa Pa3BHBAIOIIETOCS BOJIOCSHOTO (oJTUKYyIa
TpeOyITCS CBOOOIHBIE MEXKKJIETOYHbIE KOHTAKTHI KieToK J[I1 omHOBpeMeHHO
C KepaTHHOIMTaMu. B cycnen3uu keparnHonuToB W kietok JII1, Gmaromaps
MEXKJIETOUHBIM KOHTAaKTaM, OHH CaMOOPraHH3YIOTCS U (HOPMUPYIOT YIOps-
JIOYEHHBIN arperaT, COOTBETCTBYIOIIUHI 3a4aTKy Pa3BHBAIOIIETOCS BOJOCSHOTO
(dhommmkyna. B MOKPHITEIX arperarax 3TOTro HE MMPOUCXOINT, TaK Kak kiaeTku J(I1
y K€ OpPraHM30BaHbI B TUIOTHOE CKOIIJICHUE, U HA MMOBEPXHOCTH 3TOTO CKOILJICHHUSI
OHHM BeJyT ce0s KaK B MPUKPEIUICHHON KYJIbTYpE.
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Puc. 3. Dxcnpeccus MapkepoB (OJITUKYJIOreHe3a B CMENIAaHHEIX arperaTtax; d — 9Kc-
npeccus Lefl, crpenkoit ormeuens! Lefl+ sapa; 6 — sxkcupeccus Ki67, crpenkoit oTMedeHsl
Ki67+ sinpa. IlynkTupHoi nuHueit 0o603HaueHbl TpaHuibl arperatoB kietok JII1. Kondo-
KaJIbHast MUKPOCKOIHS.
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Puc. 4. Oxcrpeccns MapkepoB (HOJUIHKYIIOTEHE3a B CMEIIAHHBIX arperatax; d — 3KCIpecCHs
P xanrepuna; 6 — skcnpeccust EpCam. [lynkTupHoii nunueii 0003Ha4eHbI IPaHUIIBI arPEraToB
kietok JII1. KordokaabHass MUKPOCKOITHSL.
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CHuxenue HHAYyHMpYyomux coicts 111
BBI3bIBA€T YMEHbILICHUE Pa3Mepa arperaToB

Knerkn JII cmocoOHB HMHAYUHpPOBATH HOBOOOpPA30BAHHME BOJIOCSHOTO
¢domnukyna mpu TPAaHCIUIAHTAMM B a(OJUIMKYJISIPHBIE YYacTKH SHUTENUs
(Reynolds, Jahoda, 1992). [Ipu KynsTHUBHpPOBAaHWUN HHAYLIHPYIOIINE CBOWCTBA
kietok Il cHmxkaroTcsi ¢ yBenumueHueM uucia naccaxkei (Inamatsu et al.,
1998). B Hareli paboTe MbI [TOJTyYaTi U UCCIIEA0BalU arperarsl u3 kietok JI1 1
u 12 maccaxei, ¢ UEeNbI0 BBISIBUTH, KAKYIO POJIb UTPAIOT UHAYLHUPYIOLINE CBOM-
ctBa knetok /I B mporecce camoopranmu3anuy 3a4aTka pa3BUBAIOIIErocs BO-
JIOCSTHOTO (POJUTHKYJIA.

3HauMTEIbHEE BCEro IMOJYUYEHHBIC arperarsl OTIMYaINCh 10 CBOEMY pas-
Mepy. Arperatsl, noaydeHusle u3 kiaetok Il 12 maccaxka, OblITM 3HAUNTEIBHO
MEHBIIIe, YeM MOJIyUeHHBIE U3 KJIETOK MepBoro naccaxa (puc. 5). Ecnn onucsr-
BaTh Tporecc GOPMHUPOBAHUS C TOYKU 3PEHHSI MPOLIECCOB CAMOOPTaHU3AIUH,
TO KJeTKu | maccaxa cruMmynuposainu (GopMuUpoBaHUE 1 KpyNIHOro arperara
B OJTHOW BHCSYEH Karute, B TO BpeMs Kak KiIeTku 12 maccaxka popMupoBain He-
CKOJIBKO MEHEe KPYIHBIX arperaroB B OJHOH Karuie.

Tak>ke TPOBOAMIN UMMYHOLIUTOXUMHUYECKOE UCCIIEIOBAHNE MAPKEPOB pas3-
BuTHs BostocstHoro ¢omumkyna: Lefl, EpCam u P xaarepuna. B o6enx ucce-
JyEMBIX TPYIINax arperaToB Oblja oOHapy’KeHa DKCIPECCHs BBIIICYKa3aHHbBIX
OenkoB. CrieoBaTeNIbHO, CHIDKEHHE WHAYIUPYIOMUX cBOWCTB KieTok JII1 Ha-
PYILIAIO TOIABKO caM npouecc (OPMHUPOBAHMS arperaTtos, HO HE OKAa3bIBAJIO BIIH-
STHMSI Ha aJbHEHIIee pa3BUTHE 3a4aTKa BOJIOCSIHOTO (DOJUTHKYJIA.

400 T e
MEKM

300

200

100

—_—

T —

1 maccax 12 maccax

Puc. 5. 3aBUCUMOCTB pa3MepoOB arperaToB OT HHIYIUPYIOIIHX CIIOCOOHO-
cTel KJIeTOK JepMaiibHOl manuiiasl. Ock opaunHAT 0003HaYaeT pa3Mep arperaton
B MKM. * — cTatrucTryecku 3Ha4nmo mpu p<0.05, kputepuii CThroieHTA.
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MonepHu3anusi MojieJ I pa3BHBAIOLIETOCS 32a4aTKa
BOJIOCSTHOTO (DOJLTUKYJIA

CMmenra"Hble arperarsl KyJI5THBUPOBAIH B BUCAYEH Karute A0 14 cyT., ogHa-
KO 3TO HE MPUBOIMIIO K TAlIbHEHIIIEMY pa3BUTHIO CTPYKTYPHI BOJOCIHOTO (oJI-
nukyna. Jss 9Toro Momens penruin MoaepHu3npoBarb. OJHUM K3 CIOCO00B
MOZEPHHU3ANH MOAOOHBIX MOAENEH SBISETCA 3aKJIIOYEHHE MX CIEHUaIbHbIHI
MaTpPHKC, KOTOPBIH JaCT UM BO3MOXHOCTh JlalbHENIIEro pa3BuTHs. [{s cBoero
WCCIIEZIOBaHUSI MBI BBIOpAJIM Tenb U3 Kostarena | tuma.

CdopMupoBaHHBIC arperaTsl MOMENIAIH B 3aCTHIBAIONIAN e, TaK, YTOOBI
OHM OBLIM LETMKOM MM OKPY>KEHBI, ITOCJIe Yero HaONIofand 3a HUIMHU B Tede-
Hue 7 cyT. Mbl He 00HapYKUITW TPU3HAKOB JTAJIHEHINEr0 Pa3BUTHS arperaTos.
Knerxn JI1 yxe Ha criepyromue CyTKH MOCHE MOMENEHUS B Te€lb HaUMHAIH
MHTPUPOBATH B TOJIY KOJIJIAr€Ha, 3aT€M PacHpoCTPaHsACh MO HeMy (puc. 6).
Murpariius Oblia oTciaexeHa mo skcnpeccun RFP u crnienuguyeckoro mapkepa
kaetok JIT — Bepcukana. KepaTuHOIMTHI HE NPOSABIIAIN TPU3HAKOB JaJIbHEH-
mei Murpanuu wim npoiaudepanun. [lo Bcelt BUAMMOCTH, 3aKIIFOUEHUE arpe-
raToB B Tellb MaryOHO CKa3bIBaeTCsl Ha MOAEIHUPOBAHHH SMUTEINO-ME3EHXUM-
HBIX B3aUMOJEHCTBUI. Bo-IepBbIX, 3TO akTUBUpYeT MUrpanuto kuaetok I,

Versican

Puc. 6. KynsTuBupoBaHUe CMEIIAHHEIX arperaroB B kojurareHoBoM rese. /K — dazosorit
KoHTpacT. OcTanbHOE — (DIYyOpECICHTHAS MUKPOCKOIIHSI.
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KoTopas npudbankaet kietku JI1 k AByMEpHBIM YCIOBUSM KYyJIBTHBUPOBAHUSI.
Bo-BTOpBIX, 3TO HE CTUMYJIMPYET KEPATHHOLMUTHI K JaIbHEUIIIEMY Pa3BHTHIO,
TO €CTh HE MMeeT HUKAKUX MIPENMYIIECTB M0 CPAaBHEHHUIO C KyIbTYpOil B BUCS-
yeit karmye. CrenoBarenbHO, HAUOOJIEe ONTUMATFHOE B3aUMOJICHCTBHE MEXKTY
kepaTuHouuTamMu M kietkamu JII1 gocturaercs TONBKO B TOM ciydYae, Koria
OHH HANIPSIMY0 B3aUMOJICHCTBYIOT JIPYT C APYTOM B XKHUJKOU CPE/Ie MOJ] BO3/ICH-
CTBUEM TPABUTAIINH, KaK B YCIIOBUSX KYJIBTUBUPOBAHUS «BUCSYAst Karus». Jlo-
OaBiieHHE TeIe00pPa3HOro MaTPUKCa HAPYIIAET 3TO XPYIIKOE B3aNMOAEHCTBHE.
3AKJIFOYEHUE

Knerku AI1 sBrnsiroTcs BechMa MHTEPECHBIM 00BEKTOM H3y4deHHs Mopdo-
reHesa OJarogapsi CBOMM MHAYIMPYIOIIUM CIIOCOOHOCTSIM. SIBIIeHUE perenepa-
LIAH 1EJIOTO OpraHa JUisl OpraHu3Ma MIICKOIUTAIOUIUX SIBJISICTCS YHUKAJIBHBIM,
MHorue uccienoBaTeln pa3pabaThiBaJid MOJEIH, B KOTOPHIX OHH IBITAJIUCH
VIIPaBIISITh TIOTOOHBEIM MOPQOTEHE30M in Vivo | in vitro. [1oHON pereHepamnu
WCCIIENIOBATENH JTOOWBAIHCH MPU TPAHCILIAHTAIUH KJIETOK MOJIKOKHO KUBOT-
HBIM ¢ uMMyHoaeduuToM (Zheng et al., 2005, 2010). OgHako B TaKOW MOJIEITH
3aTPyHUTEIFHO BIUATh HA MEXaHU3MBI CAMOOPTaHHM3AIMU KJIETOK U U3yYaTh
BOoCCTaHOBJIeHUE (OJITUKYJI0B. TpeboBanuck Ooliee yrpolieHHbie Mojenu. Vc-
[0JIb30BAHME TKAHEBBIX SKBHBAJICHTOB KOXKH JJISl M3Y4YEHHUS IPOILIECCOB HEO-
(honmuKyoreHes3a OCI0KHEHO TEM, YTO KJIETKH YeJIOBEKa He CIIOCOOHBI CTUMY-
JIMPOBATh MOJTHOIIEHHOE pa3BuTHe (hoimnkyna B Takux moxaensx (Leirds et al.,
2014; Qi et al., 2008). B xadecTBe ambTepHATUBEI HCCIEOBATEIH HCIIOIB3YIOT
XUMEPHBIE UCKYCCTBEHHBIC DKBHUBAJCHTHI, B KOTOPbIX kieTku JII1 momydaroT
u3 Mbly (Sriwiriyanont et al., 2013). B ycnoBusix in vitro eie HU OlHa MOJICIb
HE MO3BOJHJIA TIOJNYYUTh Pa3BUBAIOIIMICS BOJOCSHOW (DOJUTHKYN M3 MOCTHA-
TabHBIX KieTok (Havlickova et al., 2004, 2008; Yen et al., 2010).

Arperarsl, IoJTy4YeHHbIE U3 YMOPHOHATBHBIX KIJIETOK, PA3BUBAIOTCS B MPO-
m3Bogsiue Bojoc pomukynst (Qiao et al., 2008; Ihara et al., 1991). IlonoOHbIe
pas3iuuusi MEXay SMOPUOHAIILHBIMU W TOCTHATAJIBHBIMU KJCTKaMH HaOt0-
JIAIOTCS TAK)KE MPH MOJIYUYCHUHU 3a4aTKOB 3y0a. BO3MOXKHO MONy4HTh B KYJjib-
Type Pa3BUBAIOIIMICS MOIHOICHHBIN 3y0 M3 3MOpuoHaNbHBIX TKaHe# (Nakao
et al.,, 2007; Oshima et al., 2011), ogHako TMOCTHATaJIbHEIC CTBOJIOBBIC KICTKH
HE pa3BUBAIOTCS B TOJHOIEHHBIH 3y0 maxke mocie TpaHciuiaHtanuu (Jiang
et al., 2014). HecnocoGHOCTH MOCTHATANBHBIX KJIETOK BOJIOCSHOTO (OJIMKYJIA
Pa3BUBaTh MOJIHOICHHBIN (DOJUIUKYIT OOBSICHSICTCSI HE TOJLKO BBICOKMM MOTCH-
nuajsoM quhGHepeHIIMPOBKH SMOPUOHANIBHBIX KJIETOK, HO M Pa3HBIMU MEXaHM3-
MaMH, KOTOPbIMH (OJUTMKYJISIpHAS ME3EHXHMMA, B3pOcCias HIM SMOpPHOHAIb-
Has, peryiaupyet HeoreHe3 (omnukyna. B nccnenoannu Muaamarcy (Inamatsu
et al., 2006) cpaBHHBaJIHM TPOIIECCHI HHAYKIHH (DOJLTUKYJIOTeHE3a MOCPEACTBOM
TPAHCIUIAHTAIMK KJIETOK MocTHatanbHou JII1 MbImu M SMOPUOHAIBHOTO Jiep-
MaJBHOTO KOHJeHcaTa. VccnenoBaTenn nokas3aiu, 4To AepMallbHbIH KOHICHCAT
3ammycKaeT Ipoliecc pereHepannu (HoTuKysia MoX0oKUH Ha ero SMOPHOHAJIBHOE
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passutue. [loctnaranbhas [A11 perynupyet npouecc MopdoreHesa no-1pyromy:
OHA WHAYIHPYET HAYaI0 HOBOT'O IIMKJIA BOJIOCSHOTO (POJUIMKYIIA, CTAIUIO aHa-
resa. [Ipu 3Tom sMOpHOHAIBbHBIE CTaUU Pa3BUTUA (HOJUIMKYJI HE IIPOXOIUT.

MBI HCTIONIB30BaNIM 2 MOZIGNIM arperaTtoB: CMelIaHHble U MOKpeIThie. Hanbo-
niee MPHOJIMKEHHON MO CBOUM XapaKTEPHUCTUKAM K Pa3BUBAIOIIEMYCS] BOJOCS-
HOMY (DOJITTHKYITYy OKa3ajlach MOAEIb CMEIIAHHBIX arperatos. B aTux arperarax
MBI 0OHAPY UM JIOKYCHI C YeTKHUM paszeneHueM kiaetok 1 n kepaTnHOnHTOoB,
B KOTOPOM KEpaTHHOIUTHI AKCIPECCUPOBANIN MapKepbl PaHHUX cTaiuii Qo-
nmukynorenesa: Lefl, EpCam u P xanrepun. [lo Bcelr BumuMocTH, Gpopmupoa-
HUE YETKOTO Pa3/eeHNs IPOUCXOANIO UMEHHO B MOMEHT HETIOCPEACTBEHHOIO
(hopMHpOBaHUs arperaTos, Tak Kak Mbl He HAOIIOAATN MUTPUPYIOIINX KIETOK.
CrnenoBaTtenbHO, CyIIECTBYET 3 BO3MOXHBIX BapuaHTa arperanuu: 1) cHavana
arperupyet 11, 3arem BTOpUYHO ¢ HEH arperupyroT KepaTHHOIUTHL; 2) cCHavyaa
arperupyoT KepaTHHOINTHI, 3aTEM BTOPUYHO C HUMH arperupyrot kietku JI1;
3) arperamus AT OMHOBpeMeHHO. llepBhIli BapHaHT IpenroyiaraeT IepBoHa-
ganpHOE (JOpMHUPOBAHKE GONBIIOro arperara u3 kietok JI1. Men ¢ komneramu
(Yen et al., 2010) coBMecTHO KynsTUBHpOBa KieTku 111 1 KepaTHHOLMTHI HA He-
aJre3uBHON MOBEPXHOCTH M TIOKA3aJl, YTO TAaKOH CIOCO0 KyJIBTUBHUPOBAHUS IPH-
BOAMT K NEepBUYHON arperauuu kietok JII, arperat koTopoil CHapy>ku NOKPBIT
TUIOTHONH MYy(TOH KepaTHHOMHUTOB. [loMydeHHBIN pe3yIbTaT He COOTBETCTBYET
TOMY, 4TO NOXY4rIH MbL. [lepBruHas arperanus KepaTHHOLUTOB IPUBOAKIIA ObI
K (OPMUPOBAHUIO TJIOTHBIX CKOTUICHUH MJIM TSKEH KEPaTHHOLMTOB, OKPYKEH-
Hbix knetkamu 11. [TonoOHyo cuTyanuio Mbl 1 HabnrogaeM. BeposiTHo, TpeTHit
BAapHAHT TaKXke BO3MOXKEH, TOCKOJIbKY MHOT/Ia CKOIJIEHU I KepaTHHOILMTOB OYEHb
HeOOBIINE 1 TUIOTHO TOTpY’KeHbI B cTpoMy arperara J{I1. Ckopocts arperamuu
KEepPaTUHOLIUTOB, BEPOSITHEE BCETO, 3aBUCUT OT JOHOPA KEPATHHOLUTOB.

Ha mponecc opraHn3anuu arperatoB BAUSIOT HHAYLHPYIOIINE CBOMCTBA
knetok JI1. ImenHo oT uHAynMpyromux cBoicTB kietok 1 3aBucut pazmep
arperata. Ecnu ydects, uto kyetku I arperupyroT BTOPUUHO U UT'PAIOT POJIb
CBOEOOPA3HOTO Telis, CIeJOBATEeIbHO, MOXKHO MPEIINOJI0KHTh, YTO B MPOLEC-
CE€ CHIDKEHHS WX WHIYIUPYIOIINX CBOMCTB OHU TEPSIOT CBOM MOBEPXHOCTHBIC
crienu(rUecKne KOHTAKThI, 32 CUET YEro OKa3bIBAIOTCS HECIOCOOHBIMHU CKpe-
[IATH BCE arperaTsbl KEPaTHHOLUTOB.

[lonyuenHnass MOJeNnb CMEUIAHHBIX arperaroB OTOOpa)kaeT paHHUE CTATUU
pereHepanuu BoJOCSHOTO (DOJITMKYJIA B YCIOBUSX KYJIBTUBUPOBAHUS. DTO TO-
3BOJISIET HAWTH JalbHENIINE TIOAXObI K YIIPABIEHUIO 3TUM YHUKAIBHBIM IPO-
reccoM. B paGoTe MBI HCIIONB30BAIM KOJIJIAT€HOBBINA T€llb, KOTOPBIN YCIEITHO
WCTIOJB3YeTCs 715 pa3BUTHS TIOYKH pa3BuBaromerocs 3yoa (Nakao et al., 2007).
OnHaKko ero MCHoJIb30BAaHUE HE MPUBENIO K KEIAEMOMY JalbHEHIIEMY pa3BH-
THIO 3a4aTKa BOJOCSHOro Qoiukyna. Mcnonp3oBanue Ipyrux reieodpasHbix
CHCTEM B HMCCIIEIOBaHUSAX MPHUBOJAMIO K MEHBIIEMY YHOPSIAOUMBAHUIO KJIETOK
pasHbix TKaHed B arperarax (Havlickova et al., 2004, 2008). CnenoBaresibHo,
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HCIOJIb30BAHUE KOMIIOHEHTOB BHEKJIETOUHOI'O MAaTPUKCA 3aTOPMAKUBAET IIPO-
LIeCChl pa3BUTHUS BOJOCAHOro (oOJIUKyIa B KynaeType. Llupoxuit mpoctop
IUIsL TIOMCKA OCTAeTCsl B MCIHOJIb30BAHMU (DAKTOPOB POCTA, CTUMYIHPYIOLIIUX
kytetku A1 niay perynaupyromux MUK BOJIOCIHOTO (HOJIITUKYIA.
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Hair follicle regeneration in vitro
E.P. Kalabusheva, E.A. Vorotelyak

Hair follicles are skin appendages, which develop in result of epithelial-mesenchymal
interaction. Hair follicle mesenchymal compartment, dermal papilla (DP), has an ability
to induce hair follicle growth after transplantation in afollicular epidermis, and this abil-
ity maintains through several passages in culture. In current research we design the hair
follicle early regeneration events in vitro, using DP cells and skin keratinocytes. We de-
veloped artificial hair germ model to study primary steps of stem cell self-organization
during hair follicle regeneration.
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MOP®OJIOI'NYECKUE PA3PBIBbBI TPAEKTOPUU 3BOJIIOLIMU EJIN
IO ®PAKTAJIBHOMY ITAPAMETPY

B.B. I'nanuknii

Hnemumym @uszuko-xumuueckux u 6uoioeuueckux npobiem nougogeoenus PAH
galvv@rambler.ru

[IpencraBienHast panee CeKIIMOHHASI MOJIETh CUCTEMBI BETBEH €11 0OBIK-
HOBEHHOM, KOTOpasl KPOME CHCTEMBI PEryJISIPHBIX BETBEH 00s3aTENBHO
JOJKHA YYUTBIBATh HAa4YaJIbHOC TOPMOXKCHHC pPOCTa U MCKMYTOBOUYHBIC
BETBH, pacnpocTpaneHa Ha auana3oH (0,3) ¢ppaxTanbHOTO MapameTpa Mo-
JIETIN (4, CBSI3BIBAIOIIETO BEIMIMHY 3€JIEHOI OMOMacchl iepeBa 1 ee pa3Mep
(nst cobcTBeHHO enu 1 ~1.8). [Toka3zaHo, 4TO MOJICIIBHBIC (C yUETOM TOJIBKO
HayaJIbHOT0 TOPMOYKEHHSI pOCTa M ITPU OCTAIBHBIX <<6J'IOBI>IX» napaMeTpax)
TPAEKTOPUH BPEMEH XKU3HH BETBEH 2-TO U 3-TO TIOPSIKOB — £, (1) N ¢ (ﬂ)
MpeTepneBaroT Pa3pbIBel 1-ro poaa (CKayku) B OerCTHOCTI/I M,

M [, = 2.9 COOTBETCTBEHHO. PasphiBbI HCUe3al0T IIpH yueTe B Mo,uenn
TaKIKE X MCXKMY TOBOYHBIX BeTBeil. Kak crieryer u3 1peBecHoi apxuTeKTy-
PbI 1 MOJCIIBHBIX JTUHAMUK 3eJICHOM OMOMacChl BETBEH BCeX TOPAAKOB €J1H,
TIPUYUHON Pa3pBIBOB SIBIISIETCSI MOJLYJIFHOE CTPOEHHE JIepeBa U HadaIbHOE
TOPMOKEHHE €T0 POCTa, KOTOPBIE SIBISIOTCS BPOXKACHHBIMHU CBOICTBAMHU
pactenuii. 13 aToro cieayert, 4To mogoOHbIe pa3pbiBbl TPACKTOPHI MpH
HEKOTOPBIX 3HAYCHUAX [, ~MOTYT HMETh MECTO, N0 KpaifHel Mepe, 1l
JPEBECHBIX PACTEHHH C TIEPHOAMYECKHM pocToM. Kak moka3siBaeT MoO-
JIeJIbHBIM aHAJIN3 CUCTEMBI BETBEH €111, pa3pblB TPAEKTOPUH IIPEOL0JIEBA-
€TCs C BOSHUKHOBEHHEM MEXMYTOBOYHBIX BETBEH. I3BecTHO MHOTO 1py-
TUX XBOHHBIX BUJIOB, HE UMEIOIINX TAKMX BETBEH. DTO MO3BOJISET MPEIIO-
JlaraTb, YTO MEKMYTOBOYHBIC BETBHU — HEC CIMHCTBECHHOC CPEJICTBO. Takum
00pa3oM, pa3pbIBbl TPAEKTOPHI B IPOCTPAHCTBE IMapaMEeTPOB MOJEIH
MOHO pacCMaTpPUBATh KaK HCTOYHHK MJIN CITYCKOBOH KPIOYOK JUIsL TUBEP-
TCHIIUU BUAOB, pa3jINvYaromnuxcs Kak MOp(bOJ'IOFI/I‘-IeCKI/I, TaK U BO3MOXHO
HCIIONIb30BAHUEM JIPYTHX MEXAaHN3MOB «HCHPABICHUS» TPACKTOPUH CO-
OTBETCTBCHHO KOHKPETHBIM 00CTOsITENIbCTBAM. [IpuBEICHBI 3aBUCHMOCTH
XapaKTePUCTHK Pa3PhIBOB OT MOJICIBHBIX NAPAMETPOB: MONOKCHNUE /L,
W BEJMYMHA paspbiBa At , BIOJIb HANPABIEHHH, KOTOPBIE KOJTMHEAPHBI
COOTBETCTBYIOLIUM 0CAM. napaMeTpOB 3aBUCHMOCTH TOKa3bIBAIOT HAJIH-
YKe pa3pbIBOB B ITMPOKHX JIUANTA30HAX.

Kniouesvie cnosa: cekMOHHAs MOZIEIIb AE€PEBA, €J1b, CUCTEMA BETBEH, BpeMs
KU3HHU, HAYAJIbHOE TOPMOXKEHHE POCTa, MEXKMYTOBOUHAsl BETBb, (DPAKTAIIbHBIH
napamMeTp, IPOCTPAHCTBO MAPaMETPOB, Pa3pbiB TPACKTOPUH, TUBEPrEHIIHSL.
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BBEJIEHUE
B pabotax (I'anmuukwuit, 2006, 2010) Obuta BIIEIEHA CEKIIMOHHAS CTPYKTYpa
JiepeBa ¢ MePUOANYECKIM POCTOM M OMHCaHa MOJENh JMHAMUKHA OMOMacchl | cek-
[N KaK Pa3HOCTb 3€JIEHBIX OMOMAcC COOCHBIX CMEXKHBIX GUPMYAIbHbIX JIEpe-
BBEB, BIIOKEHHBIX APYT B Apyra. Ha puc. 1 cxeMaTH4HO M300paxeHO MOI00HAs
cTpykTypa. Takol cmoco0d BbIAENEHUST CTPYKTYPbI MO3BOJIMI IPU AOCTATOYHO
MPOCTHIX MPEATNOJIOKEHUAX O JUHA-
MUKE 3eJIeHOM Onomacchl aepeBa U
T=1 T=2 T=3 XOJIE POCTa €ro BBICOTHI Pa3JI0KHUTh
IWHAMUKY OWOMacchl JepeBa Ha
JMMHAMUKY OMOMAacChl CEKIIUU | Ta-
KHM 00pa3oM MOJYyYHUTh AUHAMUKY
pacrperneseHusi 3eJeHol Ouomac-
Chl TIO CEKIUsIM (BBICOTE IEpEeBa).
C HCroNnbp30BaHNEM €CTECTBEHHOTO
MPEANOI0KEHUSI O MOHOTOHHOCTH U
OTPaHUYCHHOCTH AMHAMUKHU 3eJIe-
HOH OMomacchl iepeBa MOJIeNb MPo-
Puc. 1. Cxema JOMHAMMKM CEKUHOHHOH JIEMOHCTPHUPOBAJIA KAK PsIJl CBOMCTB,
CTPYKTYPBI A€PEBA. HECKOJIBKO IMEPBBLIX CEKIUU MMCIOIIMX aHaJIOTh B peaHLHOCTI/I,
1 BHPTYRIBHBIX ACPEBLEE. U TaK U BO3MOKHOCTb IOJYYECHUS
BAPBUPOBAHUEM TpPEX MapaMeTPOB
MOJIETI PAJia pacipeaesieHIi OnOMaccChl MO BHICOTE (CEKLUAM) IepeBa, KOTOPbIE
MOT'YT OBITh aCCOIMMPOBATHCS C JIOBOJIBHO JaJIEKUMHU APYT OT Apyra BUIAMH
JIEPEBBEB.
CEKIIMOHHA S MOJIEJIb 3EJIEHOM BUOMACCHI JIEPEBA
[lonmaras nuHAMHUKY (OTOCHHTE3HpYIOIIEH OMOMAacchl JepeBa M3BECTHOM,
JUIsl OTIMICAHMS AMHAMUKH OMOMAacChl CEKIUHU, OBIJIO HMCIOJIB30BAHO MPEACTaB-
JICHUE O BUPMYATbHOM Oepese — BEpXHEH 4acTH peajbHOro JAepeBa, KOTopas
HAUMHAETCA C paccMaTpUBaeMoi ceKuuu. Kaxol i-ceKIuu, TakuM o0pas3om,
COIOCTABJIAETCS CBOE BUPTYAJILHOE i-1€PEBO ¢ OMomaccoit B,. B pesynbrare nu-
HaMUKa OMOMAcCCHI i-CEeKI[UH JIepeBa MOXKET OBITh MPEJCTAaBIICHA KaK Pa3HOCTh
buomacc CMEeXHBIX 8UPMYAIbHbIX AEPEBbEB, BIOKEHHBIX IPYT B JIpyTra
"b(T) = B(T) - B,,(T). ()
a JWHAMHKa OMOMAacChl JiepeBa COOTBETCTBEHHO MOXET OBITh pa3JIoKeHa Ha
CYMMY JIMHAaMHUK OMOMACCHI CEKIIMH, COCTAaBIISIOIINX JIEPEBO.

! Bomacca noHMMaeTcst Kak (PM3MOJIOTHUECKH aKTHBHAS YaCTh MOJIHOM MacChI iepeBa, 4acTh
OroMacchI ABIAETCS POTOCHHTE3UPYIOMICH (3eJICHOI), OCHeNHAS U QUTYPHPYET B TEKCTE;
¢uTomMacca — pU3HOIOrNIECKH TACCHBHAS YaCTh ITOTHON MaCCHI.
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Ecnu cexnuy u BUpTYyasbHBIE JEPEBbS MOSIBISIIOTCS C IIATOM 10 BPEMEHU
AT, To i-cekums, KOTOpas MOSBUIACh B MOMEHT T, OyleT UMETh 3aBHCUMOCTD
6uomaccel *h, oT Bo3pacTa aepesa I’

0 —

b(T~T)=B(T~T)~-B, (T~ T,-AT), 2)
rae B(x) — nuHamMuKa BUPTyanbHOro i-nepesa (i=0, 1) u mobas u3 QyHkui
paBHa HYJII0, Korjia ee apryMenT x < 0.

B pa6ote . A. IToneraesa (1966) miist H30METPHIECKOTO AepeBa Oblia MoJTy-
YCHA POCTast OanaHCoBAs MOLCIb YBEINICHHS €TI0 BRICOTHI H | :

H (T) = H, th(T/4), 3)

rze th(...) — runepbonnyecknii tanrenc, a H u A napamerpsl. [Ipu annomerpu-
9eCKOM pOCTe Onomacca JiepeBa CBsi3aHa C IMHEHHBIM Pa3MepoM JepeBa:

B(1)=B,, (H(T)/H,)*, @

e 4 — aJJIOMETPUUYECKUH mapaMeTp, pacCMaTpuBaeMbli 1ajiee Kak ppakTalb-
HbIi1. BeipaxkeHune (4) ncrnonb3yercst jajee ¢ 3aMCHON B, Ha B 1isl BUPTyalib-
HBIX i-IepeBbeB. [Ipu MoeInpoBaHNM aKpOTIETAIBHOTO OTOJIEHUS CTBOJIA JIepe-
Ba MCIOJIb30BaIach GyHKIHs f,(x)

B, =B x=H/H_f0)=1/(1)=0, 5)

HMUTHUPYIOIAst 3aBUCHMOCTH OMOMAaCChl BUPTYaJIBHOTO i-I€PEBa OT BBICOTHI €T0
nosisnenus H=H_ ., nus enu f(x) = (1 —x) " (lTanuukui, 2010).

ap,i

CUCTEMA BETBEU JIEPEBA

B pa6ore (Ianmuuxwii, 2012) cekuuoHHasi MOJENb AepeBa Oblia pacmpo-
CTpaHEHa Ha CHCTEMY BETBEH JlepeBa, KOTOPHIE HECYT 3eJIeHyI0 OnomMaccy co-
OTBETCTBYIOIMUX CeKUUh. [Ipuiioxkenue 3TOH MOAEIM K HATYPHBIM JaHHBIM
(LlenmpaUKEp, 1994) 0 BpeMeHax JKM3HU BETBEH MMEIOIINXCS YETHIPEX MOPSII-
KOB €11 OOBIKHOBEHHOH MMOKA3aJI0, 4YTO B ATOM Clly4ae KpOME CHUCTEMBI pecy-
JIAPHBIX BETBEH, OMUCHIBAEMOM ATON MOJIEIbIO, HEOOXOAMMO YUUTHIBATh TAKKE
JIB€ 0COOCHHOCTH POCTA CJIH.

OnnHa W3 HUX — HadaJbHOE TOPMOXXEHHE POCTAa — MOXET OBITH CBSI3aHA
C MCTOpHUel BUa, BTOpas — HAJM4YMe MEKMYTOBOUHBIX BETBEH — ¢ Bapuadeb-
HOCThIO ocBenieHHocTH (Kasumupos, 1971; Llensuuxep, 1994; Tpeckun, 1973;
Kpamep, Koznosckuit 1983). Mozaens nmokasaa xopoliee COOTBETCTBHE HATYP-
HBIM JIJaHHBIM.

B nmanHO#l cTaThe paccMarpuBaeTcs IMOBEACHHE MOJIEIH CHCTEMBI BET-
Bel JiepeBa (YMCI0 MMEIOIMXCS IOPSIAKOB BETBEH U UX BpPEMEHA JKU3HU) IIPU
BApbUPOBAHUU TapameTpa 4 U 00CYXAAIOTCS BO3MOXKHBIC WHTEPHpPETALUH
B CBSI3U C HEKOTOPBIMU M3BECTHBIMH JAHHBIMH O IIPOUCXOXKJEHUU U 3BOJIIO-
LU PACTECHUMN.
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MOJIEJIb JMHAMUKM BUOMACCHI CUCTEMbI BETBEM JIEPEBA

PeanpHas cexuust nepeBa BKJIIO4aeT B ceds (pHc. 2) MexI0y3ine (4acTb
CTBOJIAa) U MYTOBKY BeTBeH 1-ro mopsmka (IJIsl v OOBITHO W3 TSATH BETBEH).
CtpyKTypa BETBH JI000T0 TOpsaKa, BOOOIIE TOBOPS, TaKasl ke, KaK BCEro Je-
peBa — BETBb MOXET OBITh MPEJICTABIIEHA MTOCIIEIOBATEIEHOCTHIO CEKIIHMA, KaXk-
Jasi ¥3 KOTOPBIX TOPOXKAAETCS MapOil CMEXKHBIX GUPMYATbHbIX 6emEell TOTO
e MOpSAJKA U COCTOUT U3 MEXJIOY3JIUsl U MYTOBKH U3 JIBYX (14 €M) BETBei
CJIC/TYIONIETO MOpsiIKa, TMOsBIIsIoNeiics yepes roj. s mpocToThl GopMyir 1mo-
JlaraeM, 9TO CBOMCTBA BUPTYaIbHBIX BETBEH j-TTopsaka (j > 1) ¥ OpOKICHHBIX
VMM CEKIIHH j-BETBU HE 3aBHUCAT OT UX MOJIOKECHHS Ha j-BETBU (KPOME CIIBUTA IO
BpEMEHH, T. €. MHJIEKCa k, KOTOPBIi gaee npuHuMaeM k = 0). Jliist BUpTyaibHBIX
[-IEPEBbEB BU 3aBUCUMOCTH B . OT BBICOTHI X MOsBICHHUS (OT i) (5) BiuseT
SIBHO Ha pacrpenencHue ouomaccsl nepesa mo soicote (lamuikuit, 2010).

- .
- i=

o T mm o

Puc. 2. Cxema cekiuu (i) 1epeBa u pecyispHvle BETBH 1-r0 U BBICIINX
nopsiakoB (7). BeieneHbr kKoHTYypaMu: a — cekius (=0 gepeBa ¢ MyTOBKOM
BeTBel 1-ro mopsiaka, 6 — cexuus k=0 BeTBU 1-ro mopsiaka 0-cexuu aepe-
Ba C MYTOBKOH BEeTBE#l 2-ro mopsjka, 6 — cekius k=0 BeTBH 2-ro mopsijika
C MyTOBKOM BeTBeH 3-ro mopsijaka.
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Mopenb AMHAMHUKY 3€JICHOH OMOMACCHI PETYISIPHONH CUCTEMBI BETBEW CBO-
00HO pacTymiero Jepena MpPOoJENTHYECKOrO THIIA MOXKET OBITh Mpe/CcTaBIeHa
B cnexytomieit popme (Iammkuit, 2012):

Wb (T—T — AT) = (b (T = T) = bi (T - T))/5, ©6)
Ib(T— T, —(j + HAT) =br(T— T — (j + HAT) —br (T — T— (j + k+ DAT), (7)
Fpr(T—=T = (j+ k+ DAT) = (/b (T— T — (j + KAT) —bi(T— T — (j + HAT))2 , (8)

rmue fbl. — OuoMacca k-CeKIIMU BEeTBH j-TO MOPsIIKa MYTOBKH i-CEKIIUU JIepPeBa, T -
MOMEHT TIOSIBJICHHUS i-ceKluH, AT — mar 1o BpeMenu; /"'br, — Guomacca BETBH
nopsiaka j +1 , ABJISIOIENCS YaCThI0O MyTOBKH A-CEKIIMH j-BETBU U COOTBETCTBY-
IOIIMX BETBEH i-CEKIIMHM IePEBa MOPAIKOB OT j 110 1;/bi, — Grnomacca Mex 10y 3711
i-CeKINH, eclTi TakoBas (0momacca) mMeeTcs (majiee Be3e JICBBIN BEpXHUH MH-
JIEKC — TIOPsIIOK BeTBU U 0 1151 CTBOJIA JIepeBa, IPaBblii HIXKHUH — HOMEP TTOP0K-
JIAIoIIe CeKUUHU cTBOJA). Bece QyHKIMU paBHBI HYINIO AJISI HEMTOJIOKHUTEIBHBIX
3HAUEHUW apryMEHTOB.

JuHaMuka OMOMacchl BUPTYaIbHBIX JIEPEBbEB, TIOPOKIAIOIINX CEKI[UU Je-
peBa ¥ MX MYTOBKH, OIHCHIBACTCS 0-00pa3HOM > (QDYHKIMEH U, COOTBETCTBEH-
HO, TMHAMHKa OMOMacCChl CEKITMU JepeBa, cormacHo popmyte (1), onmmceiBaeTcs
KOJIOKOJIOOOpa3HO# (PyHKIMEH, KoTopasi, YyMEHBIIasCh CO BpEMEHEM, OCTAETCS
MOJOKUTETbHOH. COOTBETCTBEHHO, CKEJETHBIE BETBH (1-ro mopsiaKa) MyTOBKH
9TOM CEKIUU JiepeBa coriacHo (6) MpU JOCTATOYHO MAJIOH MEXKMYTOBOYHOMH OMO-
Macce, BOOOIIEe TOBOPS, BECbMa J0JIT0€ BPEMS MOTYT HE OTMHUPATh (CM. HUXKE).
B otnuune ot qunamuku 6momaccel nepeBa (0-BeTBb, o-(yHKITHS) THHAMUKA
Oromacchl BUPTyaTbHOM BETBH 1-T0 MOpsIKa, TOPOXKIAIOIIAsi CeKIIUU C sipyca-
MH BETBEH 2-TO TIOPsIAKa, OMMHUCHIBASTCS KOJOKOIooOpasHoii (pyHkiuei. [ToaTo-
MY BETBH 2-TO M CJIEAYIOUIMX TOPSIKOB, OMOMacca KOTOPBIX BBIUYUCIIACTCS IO
aHaJoruvHoi gopmyse (7), IPUHIUIIHATBLHO UMEIOT, B OTJIMYUE OT BeTBEH 1-ro
MOpsAJIKa, KOHEUHOE M YMEHBIIIAIONIEECs] C POCTOM j BpeMs KHU3HH U COOTBET-
CTBEHHO BO3MOXXHBII MaKCHUMAJIbHBIN MOPSIOK BETBEH HEBEIIUK.

3amMeTnM, 4TO peKyppeHTHbIe BeipakeHUs (7) u (8) UMEIOT PU3NYECKUi U
OHMOJIOTMYECKUN CMBICIBI B TEUCHHUE MEPBBIX WHTEPBAJIOB BPEMEHH, KOTAa 3TH
BBIPA)KCHU S ¥ YWICHBI B X MPAaBBIX YaCTSIX MOJIOKUTENbHBL [Ipogomkenne aTux
BBIpAKEHUH MOCJIe TAKUX MHTEPBAJIOB OOBIYHO 3HAKONIEPEMEHHOE U HE JIOJIKHO
MIPUHUMATHECS BO BHUMaHue (puc. 3, TPUXOBbIe TUHUN). B wacTHOCTH, eciu
Odromacca Kakoi-TH00 j-BETBH B KaKOH-TO MOMEHT TIOCJI€ WJIH MPH MOSBICHUH
BETBH, CTaJla MEHBIIIC WIIM PaBHA HYJIO, TO CaMa BETBb M BCE BETBU BBHICIIUX
MOPSIKOB HAa ATOW BETBHU C ATOIO MOMEHTA OTCYTCTBYIOT, AK€ €CIIH IIPU dTOM
COOTBETCTBYIOLINE BhIpaxkeHus (7) U (8) A1 HUX TOJOKUTEIBHBI.

2 TToJI0KUTEIIbHBIC MOHOTOHHO pacTyIue orpannueHubie Gpynkunu tumna (3), (4). Tepmun npen-

noxeH J[.0. Jloroperom kak 00001meHe S-00pa3HbIX QYHKINH.
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Puc. 3. lnnamuka 6uomaccsl j-BeTBeil Mopenu enu (Famuukuit, 2012); mTpuxoBble THHUU
— (DUKTUBHBIE TPOJOJDKEHUS KPUBBIX (CM. TekcT). Ha pucyHke B ckoOKax yka3aHbI MaculITa-
Oupyromue MHOKHTEIHN JUUISl OTAETBHBIX KPUBBIX, @ — TOJIBKO PETYJISIPHBIC BETBH (BBIPAXKCHUS
(6)—(8)). ITapameTpsl MonenH — A, 7, y; 6 — MOIEb PETYIAPHBIX BETBEH (6)—(8) ¢ yueToM TONIb-
KO TOPMOXKEHUSI Ha4aJIbHOI'O pocTa (+2 mapameTrpa); 6 - MOJeJb PEryIsipHbIX BETBEH ¢ yUeTOM
TOJIBKO MEKMYTOBOYHEIX BeTBEH (+2 mapameTpa); ¢ — IIoJIHast MOJENb, OKa3aHa d¢hpexmuenas
(coBMecTHas) TMHAMHUKA PETYISIPHON M MEKMYTOBOYHOM OnoMacc (KUpHAs JIMHHS) CEKIHH U3
nATH 1-BETBEH, 10CIe OTMUPAHUS PETYISPHBIX BETBEH (MOMEHT /), ) NMHAMUKA NPOJOJIKAETCS
HOBBIMU MEXMYTOBOYHBIMU. Ha Bpe3kax HavaJIbHbIC yIaCTKU JTUHAMUKH.

Ha puc. 3 npuBeneHs! npuMepsl MOICIBHBIX AMHAMUK OMOMACCHI €U IS
CHCTEMBI TOJIBKO PEryJISIPHBIX BETBEH (@) U 1151 TOMU e CUCTEMBI, IOTIOJTHEHHON
JIBYMSI CyOMOZETSIMU — HAYaIbHOTO TOPMOKEHHS pocTa (0) U MEKMYTOBOYHBIX
BeTBel (). 3HaUeHUSI CeMU MapaMeTpoB MOAENH (2) Mogo0paHbl TaK, YTO MO-
JIeJIbHBIE W HATyPHBIE JITUTEIHHOCTH )KU3HU BETBEH MMEIOINXCS 4-X TIOPSIAKOB
emn oOsrkHOBeHHOH IlogmockoBes (Llenmpaukep, 1994) ornuyanuce He Oonee
eIMHULBI TPOLEHTOB Kaxaast. [Ipu 3ToM ObLIO MOMTy4EHO 3HAUEHHE ITapaMeTpa
4 =~ 1.8. B tabaunax 1 u 2 npuBeneHsl ABa HA0Opa HATYPHBIX JaHHBIX U COOT-
BETCTBYIOIIUX MOJENBHBIX BEITUYHH U COOTBETCTBYIOIIMX 3HAYCHHUU IMapame-
TpoB mosHOM Mozenu (puc. 32). bonee moapoduo — cm. [amuikuit, 2012.
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Tadauna 1. HaTypHble U MOJENbHBIE 3HAUYEHHUsI BO3pacTa OTMHUPAHMS
j-BeTBeM €11 0OBIKHOBEHHOM 7)) J
Bapuant mogenu . t, t . t,
HatypHble nanHbIe, BEIOOpKa 1 31 15 11 «T»
MonaenbHble 3HaYeHUs, #31 31.30 14.86 11.25 7.306
HatypHble nanHbIe, BEIOOpKa 2 26 12 8 «5»
MopaenbHble 3HaYeHUS, #19 26.14 11.64 7.578 5.089

IIpumedanue: HaTypHble fanHbIe, BbIOOpKH 1 1 2 (LlenbHukep, 1994); kKaBBIYKH - KOPPEKTUPOBKA
HATYPHBIX BEJIMYHH; BO3PACT BETBEH OTCUMTHIBACTCSI OT MOMEHTA MOSIBJICHHS COOTBETCTBYIOMICH CCKI[HH
nepesa; cekuus aepesa i = 10.

Tabauua 2. [TapaMeTpsl MOTHBIX MOJIETIEH CUCTEMbI BETBEU €U

ITapameTpsl A, r H T w t, p
#31, BetOopra 1 | 2191 | 0.6649 | 1.830 | 8.994 | 2.637 | 8700 | 1.235
#19, Be1Oopka 2 | 344.6 1.120 1.861 5.383 | 3.021 | 7507 | 1.326

[pumeuanue: 4, — napamerp moaenu M. A. Tloneraesa (1966), (3) u (4), Hp“=Hm th(7/A,); r — mapawmertp,
CBA3BIBAIOIIM MaKCHUMaJIbHy10 GMoMaccy B, BUPTyalbHOTO i-1€peBa C BBICOTOM /1, ero nospienus,
B, =B, * 1,00, fo(x) = (1 =), x=H/H ; u — GpakTansubiii napametp (1); 7, ¥ w — apamMeTpbl MOJIETH
HayaJIbHOTro TopMoxxkeHus pocra H(T) = le * (th(T/z)"; t, u f — mapaMeTpBl MOJIETH MEKMY TOBOUHBIX
BeTBel (IManuuknii, 2012).

BBOJIFOLIM I MOJEJIBHOM CUCTEMBI BETBEI I10 [IAPAMETPY 4.
AN ATIIA30H (0,3)

Ha pucynke 4a npuBeJeHbI 3aBUCHMOCTH MPOJOIKHTEIBHOCTEH JKU3HH 1),
OT ( JUISl peryJIsipHBIX BETBEH BCeX CyIIECTBYIOMMX nopsakos (1 <j<4) B aua-
na3one 0 < u < 3 npu 3HAYEHUSX OCTAIBHBIX apaMeTpoB Mozenu 4, = 102.69 u
7= 1.1243, ucxoqHo HaAWIEHHBIX JJIs TIOTHOW MOJEITH e OOBIKHOBEHHOM (T10-
no0HO puc. 46). BeTBb mopsinka 1 mosBisiercst mpu u =~ 0.9952, He oTMupaer 3a
mozensHoe BpeMs (7 < 360) 1, COOTBETCTBEHHO, HE 0TOOPaKAETCsl HA PUCYHKE.

Pucynok 4a neMOHCTpUPYET MHTEPECHBIE 0OCOOEHHOCTH MOJEIH CHUCTEMBI
peryispHbIX BeTBel JiepeBa. Bo-nepBrix, B nHTepBaje 3Hauenuit u [0, 0.9952)
OTCYTCTBYIOT BETBH JIFOOBIX MOPSIKOB, YTO MOKET 03HAYaTh, YTO OMoMacca pas-
MEILAETCsl HEMOCPEACTBEHHO Ha CTBOJIE JepeBa. BeTsp 1-ro mopsiaka uMeeTcs
npu Beex u >~ 0.9952. Ilpu x4 > 0.9952 u no u = 1.0 umeroTcss BETBU 2-T0 MO-
psaka, mpuyeM npu 4 — ~1.0 JIUTENBHOCTD )KU3HH BETBH 2-TO MOPSAKA IIOCTE-
MIEHHO YMEHBIIIAETCS U BETBh Hcue3zaeT. B uatepsane u [<1.0, =1.9876) umeetcs
TOJIBKO BETBb 1-ro mopsaka, mpu u > 1.9876 ectb Takke 2-BE€TBb, a B UHTEpBAJe
[1.9876, = 1.998] umeeTcs BeTBb M 3-r0 mopsiaka. [IpogomkuTenbHOCTD KU3-
HU BETBU 3-T0 nopsaka npu 4 — <~1.998 nocteneHHO YMEHBIIAETCS U OHA UC-
yezaeT. Janee no u = 2.9825 umeroTcss BETBU TOJBKO 1-ro M 2-ro mMOpsAKOB,
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Puc. 4. 3aBMCHMOCTH MOJENBHBIX TPOAOJKUTENBHOCTEN JKU3HHM 7,  BETBEH JepeBa OT Ta-
pameTpa u (3HaYCHHUS OPYTUX MapaMETPOB MOAYUYCHBI Juisl enu, [amuikwuii, 2012): a — TOIbKO
peryisipHbBIC j-BETBH; Ha Bpe3Kax B KPYIHOM MacmiTabe HHTEpBAJbl j-BeTBEW BOTU3U LENBIX
3HAYCHUIT 1; O — 3aBUCHMOCTH {,, OT 4 NPU JLOMOIHCHHH MOJCIH @ CyOMOIEIBIO HaYaIbHOIO
TOPMOKCHHS POCTA JCPEBA; HA BPE3KE YBEIIMUCHHBIN MacIITab BOJIM3K MeCcTa pa3pbiBa GyHKIIHH
th(ﬂ)’ IMITPUXOBBIMH CTPENKAMH TIOKa3aHBl MECTa Pa3pbIBa; 6 — 3aBHCUMOCTH th(/‘) pH 10~
TTOJTHEHUH MOJIEJIH a CyOMO/IENIbI0 MEKMYTOBOUHBIX BETBEH; Ha Bpe3KaX YBEIUUYECHHBIH MacTad
BOJIN3M LENBIX 3HAUCHHUH 15 & — 3aBUCUMOCTH I,,; OT {4 TIH OJTHOBPEMCHHOM JOTIOTHCHHH MOJICIIH
a cyOMoIeIsIMHA Ha9alIbHOTO TOPMOYXKEHHS POCTA U MEIKMYTOBOYHBIX BETBEH.

npu ¢ > 2.9825 ectb Takxke 3-BeTBb M. B MHTepBase [2.9825, 2.9941] umeercs
TaKk)Xe BETBb 4-r0 Mmopsaka, Kotopas npu 4 — ~2.9941 ncuezaet. Ha puc. 4a
3aBUCHUMOCTH ISt BeTBe# 1-ro, 2-T10, 3-r0 1 4-ro mopsaakos (j = 1, 2, 3, 4) moka-
3aHbI Ha BpPE3Kax UX «3(eMepHbIe» BEPCUH B KPYITHOM MaciiTabe BOIHU3H LEIbIX
3HaueHui mapameTpa u. IIpu 1pyrux Habopax mapameTpoB A, U r peryiaspHOi
MOJIEJIM 3TH 3aBHCHMOCTH MOTYT HECKOJIbKO MEHSAThCS, HallpUMep, OTCYTCTBO-
BaTh BETBb 4-TO MOPSAKA, HO XapaKTep 3aBUCIMOCTEN COXpaHIeTCs.

[IpencraBnseT MHTEpPEC PACCMOTPETH, KAK MOYKET MEHSITHCS IBOJIONHUSA T10
napamMeTpy 4 JJIMTEIbHOCTEH JKU3HM BETBEH, €ClIN IONOJHUTH MOJEIb CHCTE-
MBI PeryJsIpHBIX BETBEH JepeBa CyOMOIENISIMH, MCHONb30BAHHBIMH B MOJACIH
enu (Iamunkwii, 2012) 1 ynomsiHyTeIMuU Bbilie. Ha puc. 46 npexncrasieH npu-
Mep COOTBETCTBYIOLIMX 3aBUCHMOCTEH /), (44) JULsl CIlydas JOMONHCHUs MOJCITH
CHCTEMBI PETYJISPHBIX BETBEH TOJBKO CyOMOENbI0 HAYaIbHOI'O TOPMOKEHUS
pocta nepeBa. B oTnnume oT perynspHOro BapuaHTa MOJIETH TETeph MOSBIsSET-
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cs1 1-BeTBb TOpasno pasbie (4 = 0.2595) u He oTMUpaAET 32 MOJEITHLHOE BPEMS
(360 net mpu u > 0.3910). BeTBu mopsiakoB j>1 TakxKe MOSBISIOTCS CYIIECTBEH-
HO pasbIre. «DdeMepHbIe» WHTEPBAIBI CyIIeCTBOBaHUS (j>1)-BeTBEH OTCYT-
CTBYIOT, HO TIPH HEKOTOPBIX 3HAUCHUSAX 4 JIINTEIHHOCTH CYIECTBOBAaHUA 2-
1 3-BeTBei BecbMa pe3Ko (BOZMOXKHO CKaYKOM) 3HAYNTEIHHO YBEIIMUNBACTCS.

Ha pucynke 46 npuBesieH pe3yabTar JOMOTHEHHUS MOJIETN PETryIspHBIX BET-
Beli TOJIEKO CyOMOJIEIbI0 MeKMYTOBOUHBIX BeTBeH ([ anuikuii, 2012). « ddemep-
HBIe» MHTEPBAJBI COXPAHSIOTCS, a JUIMTEIBHOCTh KU3HHU PETYISpHON 1-BeTBH
3/1eCh OTpaHWYeHa Ha BCEM MHTEPBAJIC 3HAUYCHUH { U 3HAYUTEIHHO MEHBIIIE, YeM
B nipeapLayiemM (puc. 46) Bapuante Moneinu. CoOCTBEHHO 3TOT 3D deKT Mexmy-
TOBOYHBIX BETBEH U MCIIOIH30BAJICS B MOJICJIM CHCTEMBI BETBEH €l OOBIKHOBCH-
voit (Famumkwii, 2012; LensHuKEp, 1994).

PesynbraT 0THOBPEMEHHOTO JTOTIOTHEHU S MOJICITA PETYIISIPHBIX BETBEH CyO-
MOJICTIIMU HAa49aIbHOTO TOPMOXKEHHSI POCTa U MEKMYTOBOYHBIX BETBEH Mpel-
CTaBJicH Ha puc. 4e. B 3ToM ciydae «3¢eMepHbIe» MHTEPBAJIbl OTCYTCTBYIOT
Y BETBU BCEX BO3MOKHBIX TOPSIKOB TOSBISIFOTCS IPH 3HAYUTEITHHO MEHBITUX
3HAUEHUSIX i, a IPA u > = 2.0 MOSABIISICTCS U 5-BETBb. 3aBUCIMOCTH tDJ_(,u) MOHO-
TOHHO PacTyT C U.

Kax nokazano B paborax [amuikoro (2013, 2015), B Hadane auama3oHa u
(0,1) BcencTBUE TTPOUCXOKICHHS PACTEHUN MyTEM 3HIOCHMONO03a IMHaHO0aK-
TEpHil M MPOTUCTOB 3eJieHass OroMacca MOXKET pacCMaTPHUBATHCS KaK CHCTEMa
(hOTOCHHTE3UPYIONIMX «TOYEK» Ha OTpe3ke. B CB3M ¢ TaKUMM peaibHOCTIAMU
MIPOUCXOKJICHUS U (PpaKTaIbHBIMH CBOMCTBAMH MHOXXECTBA TPYII TOYCK Ia-
paMeTp y B 3TOM AMAma30He PeallbHO MMeeT crenupudecKkyto GopMy 3aBUCH-
MOCTH OT YHCJIa TOYEK U UX TPYIII, YTO MPHBOJUT K HAYaJTFHOMY TOPMOXKEHHUTO
pocra pasMepa (JJITMHBI) CUCTeMbl (POTOCHHTE3UPYIOIIUX TOUYEK, KOTOPOE B XOJI€
SBOJIIOLMK 3HJIOCUMOUOTHYECKOW CHUCTEMbI CMEHSETCS SKCIOHEHI[UATbHBIM
poctom. Kak BugHO U3 puc. 36, HauadIbHOE TOPMOXKEHHE POCTa UMEET MECTO
Kak 00s13aTebHBI aTPHOYT OHTOIEHETHUYECKON NWHAMUKHA MOP(OJIOTHU eIu
(cm. puc. 4a, 6 u l'amunkuid, 2012). Takum 00pa3oM, MOXKHO TIOJIaraTh, 4To «dde-
MEpHBIE» TpaeKTOpuu (pUC. 4@) peaanu30BaThCS HE MOTYT B MPUHITUIIE, TaK KaK
HavaJIbHOE TOPMOXKEHIE BCEr/ia MPUCYTCTBYET B OHTOT'eHE3e pacTeHus. B cBs3u
C OTHM BapUaHT MOJIETH CHCTEMBI PEryJspHBIX BETBEW, JOMOIHEHHON TOIBKO
CyOMOJIENTBI0 MEKMYTOBOYHBIX BETBEH (pHUC. 46) TAK)KE HE MOKET Peain30BaTh-
csi. PeanpHBIME BapuaHTaMU SBISIOTCS BAPHAHTHI pHC. 40, 2.

O PA3PBIBAX 3ABUCUMOCTEN ¢, (1)

CornacHo puc. 36, 2, BpeMeHa KU3HH BETBEH ONMPECIIIOTCS MEPBBIMH WH-
TepBaJlaMHU HOJIOKUTEIBHOCTH 3HaKoNepeMeHHBIX (yHknuii. C 3TuM cBs3a-
HBI BO3MOYXHOCTB MOSIBIICHHS X U OCOOCHHOCTH KHHEMAaTHKH CKaYKOB TOUCK
repecedyeHus ITUX PYHKINH ¢ 0ChIo abcmuce (KOpHEH QyHKIHIT) Tpu nu3MeHe-
HUHM MapamMeTpoB 3Tux ¢yHkumii. Ha puc. 5 npeacrasieHa MonenbHas UILITIO-
CTpaIus 3Toro Mexanusma. [Ipu HeOOIbIIOM H NIJIABHOM M3MEHEHHUH [ KOPEHb
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2p | ' (GyHKIMHM U3MEHSETCs CKad-
1'2)(11“‘1 . KOM B 8§ pa3.

Kakx BugHO M3 OnmmcaHUs
MOJENH JUHAMUKHA Ouomac-

8.0x19 Cbl CHCTEMBI BETBCH JepeBa,
3HAKOMIEPEMEHHBIN XapakKTep

4.0x19- JMHAMUKNA BETBEH TMopsaKa
BBIIIE TIEPBOTO (CKENETHBIX)

0.0 ABIISIETCS  CIICACTBHEM JIBYX

| (haxropos. IlepBpiii — Hamu-
-4.0x10 | 1, =20.6297 YHe CHUCTEMBI PErYJISPHBIX
0 40 80 T 120 160  BETBEH, KOTOPOE B CBOIO OUe-

Peab €CTh CICACTBUEC MOAYJIb-

Puc. 5. CkaukooOpa3HOe U3MEHEHUE KOPHEH QyHK- HOTO CTPOEHHsS PACTEHHs, 1

uuMu ¢, (1) 3aBUCUMOCTH BPEMEHM JKM3HH 2-BETBH; .
2b,, — Onomacca BeTBH 2-ro nopsijka 10-ii cekuun crpo- ~ BTOPOH — HAYaJIbHOC TOPMO-
J1a eI IS IBY X 3HAUCHUH L. JKEHHE POCTa, NPOABIIAIONICE-

csl y’Ke Ha CTaJluN BO3HUKHO-
BeHust 3H0cuMOuno3a ([amuikuii, 2015). Takum 00pa3oM, CKaYKH BPEMEH KU3HH
BeTBEH 2-T0 U 3-r0 MOPSAKOB €CTh BPOXKJIEHHOE CBOMCTBO JPEBECHBIX CTPYKTYP
1, COOTBETCTBEHHO, [10-BUIUMOMY, JOJKHBI IIPOUCXOIUTH IIPU HEKOTOPBIX 3HAUE-
HUSIX /L B XOIE 3BOJIIOLMH I10 3TOMY NapaMeTpy KaKA0ro BUa AepeBa ¢ IepUOAn-
YECKUM POCTOM B CPEZE C HECTAOMIILHON OCBEIICHHOCTBIO.

PaspeiBbl hyHKINT tDJ(,u), Kak IokazaHo B pabore ['anuukoro (2013), Bo3-
HUKJIA y TpeIKa e1u W ObUIM KyNHPOBaHBI IMyTEM BO3HUKHOBEHHS MEXKMY-
TOBOYHBIX BeTBEH (puc. 40, e), T. €. B pe3yjbrare MpeBpalleHus 3TOro Mnpej-
Ka Mop(dosoruuecku B cOBpeMEHHYIO €1b. B padote ['amumkoro (2012) 6su10
BBICKA3aHO IPEIIOI0KEHHE, YTO BO3HUKHOBEHHE MEXMYTOBOYHBIX BETBEH
y €IM SIBUJIOCH OTBETOM Ha BHe3alHOe yBenudeHue ocBemmeHHocTH (Kpawmep,
Octposckuil, 1983), T. K. peryJsipHble BETBU TEKYILETo roJa, BEIPOCIINE U3 I10-
YeK, 3aJI0)KEHHBIX B MPEABIYIIEM IO/Ty, CO3JAI0T COCYAUCTYIO CUCTEMY C MpO-
ITYCKHOW CITIOCOOHOCTBIO, HEIOCTATOYHOM ISl yBEIMUUBILEHCS OCBEIIEHHOCTH.
BHOBB npoOynuBmIzecs MOYKM ¥ MEKMYTOBOYHBIE BETBU CO3/1al0T HOBYIO CO-
CYAUCTYIO CHUCTEMY, COOTBETCTBYIOIIYIO TEKYIEMY HOBBIIICHHOMY JIaBJICHUIO
ACCHUMMJISITOB, U NIPH 3TOM, KaK CJIEAYET U3 MOJCIU M U3 HATYPHBIX TaHHBIX
(Tpeckun, 1973) ¢gaxkTHUecKn BHICTYNAIOT B KayecTBE JIMKBUAATOPOB CTapbIX
peryisipublXx BeTBel. IloaTBep:kAcHMEM TaKOH MHTEPIpPETALUU MOAEIBHBIX
W HATYpHBIX (PAKTOB CIIy)ar pe3yibTaThl MO ACKAMUTALUN BETBEH BOJIEMHUH
(Wollemia nobilis), B pe3ynsrate KOTOPOW MPOU3OIIIO MPOOYKICHUE CITSIITIX
mouek (Tomlinson, Haggett, 2011). B o6oux cirygasix HHUITHATOPOM TPOOYIKIe-
HUS CISIIIMX MOYEK BBICTYIIAJIO MOBBILIEHHOE IaBJICHUE aCCUMUIISITOB, KakK Clie-
IyeT u3 HaTypHbIX HaOmonaeHuit (Kypcanos, 1976) u MonenupoBaHust JaibHETO
TpaHCHOpTa acCUMUIIATOB y fepeBbeB (amumkuii, 2009).
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IMAPAMETPUYECKUE 3ABUCHUMOCTHU XAPAKTEPUCTUK
PA3PBIBOB ®YHKI[U T’ /M)

PaspeBbl 7, ,(11) SBISIOTCS [0 MATEMATHICCKOH TCPMHHOIOTUN Pa3pbIBAMH
1-ro poma, Korja CymecTBYIOT KOHEUHBIE MTPEeNbl CTPEMIICHUS K TOYKE Pa3phl-
Ba C 00EHMX CTOPOH, U XapaKTEPU3YIOTCS MOJIOKEHUEM My ¥ BEIMHMHON CKAYKa
At), ,. Ha puc. 6 nmpeacTaBieHbl 3aBUCHMOCTH 9THX XapPaKTEPUCTUK OT HEKOTOPBIX
napaMeTpOB MOJICJIM CUCTEMbI PETYJISIPHBIX BETBEH C JI00aBIeHUEM CyOMOCIH
HayaJbHOTO TOPMOKCHHMSI. 3aBUCMMOCTH BBIYUCIICHBI JIJIs1 HAOOPOB MMapaMeTpPOB,
HaWICHHBIX 71 €JTH 110 HAaTYPHBIM JaHHBIM BBIOOPOK 1 1 2 (Tabmurer 1, 2), mis
KOTOPBIX BETMYUHBI [, U U, TOBOJIBHO Oim3KK. Kakp1ii rpaduk npencrapiser
3aBHCUMOCTH OT OJTHOT'O U3 MTApaMETPOB, T. € BBIYHCIICH B/IOJIb IPSIMOM B TPOCTPaH-
CTBE IMapaMETPOB MOJECIH, KOJUIMHEAPHOH OCH COOTBETCTBYIOIIETO Tapamerpa.
[ITpruXOBBIMU TUHUSIMU YKa3aHbI COOTBETCTBYOIUE 3HAUCHHUSI U3 TAOJIUIIBI 2.

[IpuBecHHBIC 3aBUCUMOCTH TIO3BOJISIFOT MPEICTABUTh HEKOTOPhIE 0COOCH-
HOCTH TIOBE/ICHU ST MOJIEITPHOM XapaKTePUCTUKH e (HallpumMep, tD,j) B IIPOCTpaH-
CTBE TMapaMeTPOB MOJIENH, T. €. MOTYT OBITh pacCCMaTpPEHBI B KOHTEKCTE TIPE-
CTaBJICHUSI O Mopponocuyeckom ranowagdme (ManamadT MPUCIIOCOOICHHOCTH,
Niklas, 1995) u kak Hekast aHaJIOTH T. H. MUTeHeTHUYeCKoro JanamadTa (You-
quHTTOH, 1947). IlpuMeHUTENBbHO K OOCYKJaeMON MOJEIN Takod JaHmmadT
LIEJIeCO00Pa3HO paccMaTPUBATh JIJIsSE MOJICIIHM PErYJISIPHBIX BETBEH ¢ Ha4aJIbHbIM
TopMOXkeHHeM (puc. 46). Takoe paccMOTpEHNE HHTEPECHO caMo TI0 cede, HO 0Co-
OCHHO MHTEPECHO MPU Pa3MENICHIH B 3TOM IIPOCTPAHCTBE MOJIENeH pa3HbIX BU-
JIOB, YTO TMO3BOJIUIIO OBI HATJISTHO OIIEHUTh UX POJICTBEHHBIC CBs3H. [l aTOrO,
OJTHAKO, HEOOXOIMMO MMETh ISl HUX, 110 KpaiiHel Mepe HaTypHBIC JaHHBIC, KO-
TOpBIE B HACTOSIIIEE BpeMsI UMEIOTCS TOIbKO i enu (LlenpHukep, 1994).

3AKJIFOYEHUE

Kak mokazanio MojenupoBaHue TMHAMUKH CUCTEMbI BETBEH €J1H, Habop Be-
JIWYUH TPOJOKUTEIBHOCTEH JKM3HU BETBEH BCEX IMOPSAIKOB OJHO3HAYHO W B
KOMIIAaKTHOHM (hopMe XapaKTepU3yeT NMHAMHKY CHUCTEMBbl BETBEH jaepeBa, T. €.
CTPYKTYPBHI €T0 3eJICHON OMOMAacChl M IPU STOM SBIISICTCS €T0 BEChMa 4yBCTBH-
TEJBHON XapaKTEPUCTUKON. DTO MO3BOJISAET IPEAIOIararb, YTo MOJ00H0e CBOM-
CTBO MOXET OBITh IIPHUCYILIE U APYTHUM (IO KpaitHel Mepe, XBOIHBIM) I€PEBBSIM.

AHan3 MOHOTIAPaMETPUUYECKUX TPAeKTOPUH (10 ¢ U HEKOTOPBIM JPYyTHM
rmapaMeTpam) B IMPOCTPAHCTBE MapaMeTPOB MOJIENH CUCTEMBI pe2)ispHbIX BET-
Bel ¢ HaYaJIbHBIM TOPMOXXEHHEM POCTa JIJIsl €M NOKa3bIBaeT HAJTUIHe 0cOOeH-
HocTH Takux Tpaektopuit (Famumkwmii, 2013, 2015) — nosiBiIeHHE B X0O/I€ IBOJIIO-
MU 110 (PpaKkTaIBEHOMY MapaMeTpy pa3pbiBa TPACKTOPUH MPU HEKOTOPOM 3HAYE-
HUHM 3TOTO MapaMeTpa, CBI3BbIBAIOIIETO BETMYUHY 3€JI€HOM OMOMacChl U pa3Mep
nepeBa. B cimydae enm, Kak MOKa3pIBAalOT HaTypHble HabOmoneHus (TpeckuH,
1973) u Mmomens cucTeMbl BeTBel aepeBa ([anumkwmii, 2012), 3TOT pa3peIB MyTEM
MyTaluii ObLT KOMIIEHCHPOBAH, U HEMPEPBIBHOCTh TPAEKTOPHH COXPAHMIIACH B
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Puc. 6. 3aBnCMMOCTH XapakTEPHCTHK CKauykoB (DYHKLHH [, (1) OT MapaMeTpoB IOJIHOH

MOJIE/IM JINHAMUKH CHCTEMbI BETBEH €JH: MOJIOKEHUE i, ~CKAYKOB OT MapaMeTpoB cyOMose-
T HaYaJIBHOTO TOPMOKEHUS ,ujmp(TC) —(@un ,ujmp(rc) — (6) mist HabopoB #19 u #31 ocrambHBIX
HapaMeTPOB; BENMYMHA CKAuKoB Af . OT HMapamMeTpoB CyOMOJIEIH HadajbHOIO TOPMOKEHHS
Aty (o) — (6) 1 Aty (1) — (2) st HADOPOB OCTANBHBIX HApaMeTpoB #19 u #31; TIOJIOKEHHE (1,
U BeIM4uHA Af, , CKauKOB OT HapamMeTpa A, MOJEIIH CHCTEMBI PETyIISPHBIX BETBEl 1711 HaOOpOB
#19 — (0) 1 #3Ha4eHUsI OCTAJIBHBIX TApaMEeTPOB MOJeNH (CM. Tab1. 1 u 2).
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pe3yabTaTe MOSIBICHUS Y MpeaKa €I MEKMYTOBOUHBIX BETBEH, T. €. MpPEeBpa-
IICHUS 3TOTO MpeKa MOPHOJOrHISCKH B COBPEMEHHYIO €J1b. MEXMYTOBOUHBIC
BETBH OJIHAKO OTCYTCTBYIOT® HJIM OOBIYHO HE MPOSBISIOTCS y APYTUX XBOWHBIX
(cocHa, TMCTBEHHMIIA, BOJIJIEMHSI M JPYTHE), XOTS COTIACHO MOJIEIH Pa3phIB,
M. 0. IIpU IPYTUX 3HAUYEHUSAX PPAKTAIBHOTO U IPYTUX TAPAMETPOB, TAKIKE JIOII-
JKEH OBLJ BO3HUKATh. JTO MOXKET O3HAYaTh, UTO I TAKUX BHJIOB MEXaHU3MBI
KOMIICHCAIIMHM MOTYT OBbITh JIPYTHMH,

Pa3peiBel TpaekTopuii B MPOCTPAHCTBE MapaMeTPOB MOMETH SBIISIIOTCS
CIIEZICTBHEM MOIYJIBHOW OpraHW3allid POCTa JepeBa M €ro HAa4albHOTO TOp-
MOKEHUS, T. €. BPOXKJICHHBIX CBOMCTB aepeBa. OHU SBIAIOTCS BHYTPCHHHUM H
BECbMa CYIIECTBEHHBIM HCTOYHHKOM PA3BUTHUSI HE TOJBKO MOP(OIOTHIECKOM
CTPYKTYPBbI, HO U MOSIBJICHHS U U3MEHEHUSI PAa3HOOOPA3HBIX CTPYKTYP, PYHKIIUN
1 MEXaHU3MOB, C TIOMOIIIBIO KOTOPBIX PACTEHUS MOTYT PEryJIHPOBATh COOCTBEH-
HOE Pa3BUTHE W MPUCIIOCAOIUBATHCS K HECTAOMIBHOCTH CPEAbl. DTO OMpene-
JIIeT HEOOXOUMOCTh ITOMCKA COOTBETCTBYIONINX MEXaHHU3MOB H CIIOCOOOB MX
peanu3anuu B MPUPOAE A APYTHX BUAOB JIEPEBHEB U Pa3padOTKU U aHAIIH3a
COOTBETCTBYIOIIUX MOJAENICH AUHAMUKH CUCTEMbI BETBEH.

OueBuaHO, YTO 3TH MOPQOIOTHYECKHE MPOOIEMBbl M MOJCIbHBIE CIIOCOObI
UX PENICHHUS, TI0 CYTH, HEMTOCPEICTBECHHO CBSI3aHBI C AHAJIM30M DBOJIOIIMOHHBIX
TPAeKTOPUH B IPOCTPAHCTBE MAapaMeTPOB 00CYXKIaeMbIX 3/1eCh Mop(oornye-
CKHMX MOJIeNIeH, T. €. C u3y4eHneM Mopdoiornieckoro JaHamadTa B IpocTpaH-
CTBE IMapaMeTPOB MOJIENIeH, KaK B OIPE/ICICHHOM CMBICIIC aHAJIOTa COOTBETCTBY-
IOIIET0 3MUreHeTu4eckoro yanamadra (Yonauurron, 1947). Moxeneit snure-
HETHUYECKHUX JIAHIMA(PTOB OpraHu3Ma MOKa HET W, MMO-BHJIMMOMY, MYTh K HUM
JOJTHH, HO 00Cy ) aaeMbie 371eChb MOP(OIIOTHUYSCKUE MOJICIH MOI'YT OKa3aThCs
MTOJIE3HBIMH, TI0 KpaifHeW Mepe, NI IOHWMaHHs COOTBETCTBYIOMIMX MPOOIIEM.
Tak, B HemaBHeii ctarbe (Nystedt et al., 2013) Obu1 BriepBbIe IpeCTaBICH TOJ-
HEI reHoM et (Picea abies), HEOKUTAHHONW 0COOCHHOCTHIO KOTOPOTO SIBHJIOCH
HaJIMYUe B HEM HEOOBIYHO OOJBIIOTO KOJIMYECTBA T. H. MOJTYAIIUX I'EHOB. DTH
I'eHbI HUKAK ce0s He MPOSBISAIOT B QYHKIIMOHUPOBAHUM OPTaHU3Ma U KX CMBICIT
1 UCTOPUS TOSIBJIICHUS HE sICHBI. Vcxomst m3 Momenu cuctembl BeTBei enm (['a-
munkwi, 2012), He06XOTUMBIM 3JICMECHTOM KOTOPOH SBJISIOTCS MEXMYTOBOUYHBIC
BETBH U HX IMOSBJICHIE B OTBET Ha M3MeHeHue oceenieHHocTH (Kpamep, Kozmos-
ckuid, 1983), MOXKHO TPEANOIOKUTh, YTO ITU MOJIYAIINE TeHBI €CTh PEe3yJIbTaT
HUCTOPHUH HEKUX, BO3MOXKHO MEPUOAUICCKUX, MAHUITYIISAIUN C TCHOMOM, CBA3aH-
HBIX C PETYJIMPOBAHUEM CBOMCTB CIISAIINUX MOYEK, U3 KOTOPBIX BEIPACTAIOT MEXK-
MYTOBOYHBIC BeTBU. T.e. MOpdoornueckoe MoAeINPOBaHNE POPMYITHPYET IS
WCCIIEZIOBAaHNH TeHOMa TUIIOTe3y, OCHOBAHHYIO Ha PEAJIbHBIX JAHHBIX W Tpe-
CTaBIICHUSX, KOTOpas, BOOOIIIE TOBOPS, MOKET OBITh TIOABEPTHYTA aHAIH3Y.

3 OHAKO MEKMYTOBOYHAS 3eJIeHas Ornomacca B BUjie OpaxubiacToB OOBIYHO MPUCYTCTBYET y
MHOTHX XBOHHBIX (M HE TOJIBKO) B TCUCHUE HECKOJIBKUX JIET.
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B atoii cs3u ciiegyer ormetuth noaxos (Niklas, 1995), koTopslii, UCTIONB3YS
MaJICOHTONOIMUECKIE JAHHBIC M UX JaTHPOBKH, OOIIHE TPECTABICHUS O (QU3HO-
JIOTMYECKUX U IKOJIOTMYECKUX IIPOLECCaX B PACTEHUSIX U UX COOOIIeCTBax, M0-
3BOJINTI UMUMUPOGamyb TaHAMA(T MPUCHOCOOICHHOCTH PACTEHUH SM0XU PaHHEH
9BOJIOLMHU M MOJIYUYUTH 0oOllee MpencTaBieHue o nmpodieme. YKa3blBaeMble ca-
muM aBTopoM ctathu (Niklas, 1995) HemocTaTKu 3TOr0 MOAXO/A SIBISIOTCS CIIEI-
CTBHEM €ro MPaKTHYECKH MTOJTHOCTHI0 UMUTAIIMOHHOTO XapakTepa. B yactHocTH,
ABTOPOM CTaThU OTMEUAETCS, UTO «K020d (hopManbhble MAMeMAmuyeckue Mo-
oenu cospesarom, 1 Ko20a OHU NOOGEPSHYMblL U NPOMUGOCIOAM HANAOEHUIO UC-
NLIMAHUAMY IKCNEPUMEHMATLHLIMU MECAMU ¢ UCNOTb308AHUEM JHCUBBIX Opea-
HU3ZMO8, 980JIOYUOHHBIE DUOL02U MOV ROJOAHCUMBCSL HA MU MOOeRU ¢ OOoNbuell
yeepernnocmoio. Tloka, o0Hako, mooenu s I60AOYUU, MAKUE KAK 00CYAICOArom-
csl 6 Mot cmamve, 00NJICHBL PACCMOMPUBAMbCS. CKenmudecku. B nyuwem cuy-
uge OHU MO2Ym 6 HACMOAWee GPEMsL UCTONb306AMbCS KAK YUCTI08ble Memadopbl
0718 Mo2o, 4moobl UCCIE0068aAMb NPEONONONCEHUS O CIOHCHOCTU IBOTIOYUOHHBIX
npoyeccos u mexanuzmogy (nep. B.I)). MoxxHO 3aMeTHTb, YTO NpEACTaBICHHA
3nech U B padortax (lanmuxwuii, 2012, 2013) Monens aepeBa BIOJIHE yIOBIETBO-
pSIET 3TOMY KPUTEPHIO «3penocmu modeau». OHa TOCTATOUHO MPOCTa, OTPaXKaeT
OCHOBHBIE MOP(]OJIOrTUECKUE TIPOIIECCHI, T1aeT MPAaBUIBHYIO H OTYECTIIMBYIO pe-
aKITMIO Ha peabHbIC HATypPHBIC JaHHBIC 0 coBpeMeHHoH eu (Llempaukep, 1994)
U IIPU PacIIpOCTPAHEHUHU €€ Ha CUTYalLUIO HOsIBICHUS NepBbIX pacTeHui (lanum-
kuii, 2015) moka3pIBaeT COOTBETCTBUE MPEACTABICHUSM COBPEMEHHOH TEOPHH
cumbuoreneza (Maprenuc, 1983) u nauanam ¢pakrtanbHoli reometpun (Penep,
1991). Ocraetcst nuib eme pa3 yka3aTb Ha OTCYTCTBHE HAaTypHBIX JAaHHBIX O
BpEMEHAX KU3HH BETBEH BCEX MOPSIJIKOB JIEPEBBEB, B IIEPBYIO 0YePE/[b XBOWHBIX,
TUIST KOTOPBIX MOTJIH OBI OBITH ITOJTYUEHBI OTUCTIUBBIE MOP(hOIIOTHUECKHE, (DU3H-
OJIOTUYECKHE, DKOJIOTHUECKUE U T. 1. JaHHBIE 00 0COOEHHOCTSIX MX OHTOIeHE3a
IUTsl MACHTU(QUKALNN UX TIOJIOKEHHS B TPOCTPAHCTBE apaMeTPOB MOJCIH.

ABtop npuzHartesnieH A. AnekceeHko (A. Alexeyenko) 3a mose3Hble KOHCYITb-
TalllU U 00CYIKJIEHUE BOIIPOCOB, CBA3aHHBIX C TEHOMOM €11 HOPBEKCKOM.

PaGora Oplma wactuuHO momnepkana Poccuiickum ¢onmom (yHa-
MeHTaJbHBIX HccnenoBaHuil (rpant Ne 06-04-49366). Matepuaiibl cratbu
MIPEACTABISIIIUCH HA KoHpepeHnuaX: 5-if MexayHapoaHoi « MaTemaTnaeckast
ononorus n ononadopmarukay (Ilymmno, okt. 2014), « MopdoreHe3 B HHIHBH-
JIyaJIbHOM U MCTOpHYEcKOM pa3Butum» (MockBsa, amp. 2015), 4-if Harmonasis-
Holi «Maremarnyeckoe MmozaenupoBanue B skonorum» (Ilymmumnuo, 18-21 mas
2015 r.). BeruncnurenbHble peCcypChbl IPEAOCTABIIAINCH MeKBEIOMCTBEH-
HBIM CyNepKOMIbIOTEepHBIM LIeHTpoM (MCI).
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Morphological discontinuities of evolutionary trajectories
of spruce along the fractal parameter

V.V. Galitskii

Presented earlier the sectional model of spruce branches system, which in addition
to a system of regular branches have to take into account the initial braking growth and
inter-verticil branches extended to the range of (0.3) of a fractal model parameter p,
linking the value of the green biomass of a tree and its size (for proper spruce x ~1.8).
It is shown that the model trajectories of the lifetimes of tree branches of 2nd and 3rd
order — 7, (1) and ¢, () have discontinuities of the Ist kind (jumps) in the vicinity
of Hoipr = 1.4 and T 2.9 respectively, taking into account only the initial brak-
ing of growth and for the rest "spruce" parameters. Discontinuities disappear if also
inter-verticil branches accounted for in the model. As it follows from the wood archi-
tecture and model dynamics of green biomass of branches of all orders of spruce, cause
of discontinuities is the modular structure of the tree and the initial braking of growth
that are inherent properties of plants. It follows that such discontinuities of trajectories
for certain values 1, May occur, at least for woody plants with periodic growth. Model
analysis of spruce branches system shows that the gap is overcome with the emergence
inter-verticil branches. There are many other species of conifers that do not have such
branches. This suggests that inter-verticil branches — not the only means. Thus, discon-
tinuities of trajectories in space of the model parameters can be considered as the source
or the trigger for the divergence of species, differing both morphologically and possi-
bly by using other mechanisms of correction of the trajectories with respect to specific
circumstances. Dependencies of the characteristics of the discontinuities of some model
parameter are shown: position JT. and size 41, of the gap in the directions that are
collinear to axes of corresponding parameters. Dependencies show the presence of dis-
continuities in a wide ranges of parameters.
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SIIUT'EHE3 KAK TEJEOJIOI' TYECKA S (MPPALIMUOHAJIBHA 1)
OCHOBA BHOJIOT MTYECKOM 3BOJIIOITAM:
INPUYUNHA «CBEPXY BHU3»

C.C. Jlazapes

llaneonmonozuuecxkuti uncmumym um. A.A. Bopucaxa PAH
marianna@paleo.ru

Hcropuyeckas (=kauecTBeHHas)) (opMa IBMKCHHSI COOTBETCTBYET 4e-
pene B MOITANHOMN, SMUCUCTEMHON CMEHE LEJIIOCTHBIX CHCTEM «HEallb-
HOE€ — MaTepHaibHOE» KaK pa3HOMACIITaOHON B MIPOCTPAHCTBE-BPEMEHU
(hOpMBI JIBHIKCHUSI, CBSI3aHHOM € JEHCTBHEM HMPPALMOHAJIBHOW MPUYH-
HBI «CBEPXY BHHU3»: NPUUMHBI HapacTaHUsl OOIIEH CIOKHOCTH (MHOTO-
KOMITOHEHTHOCTH) B OOIIEel MCTOPUHU MPONECCYaTbHOCTH U OCHOBBI T€-
OpPHH OTHOCHTEIBHOCTH Ka4eCTBEHHO 3HaYMMOM (opmbl nBrkeHus. Ee
nuTor — GOpMUPOBaHNE MAKCUMAJILHO CIIOXKHOTO Ipo1ecca (YeI0BEIeCcKOi
JImgHOCTH), OCO3HABIIEr0 ce0s KaK THOCEOIOTHYECKH TBOPUECKYIO JIMU-
HOCTb I10 3aBEPIUCHUI0 BCEH UCTOPUHU, HAYATOW OHTOJIOTMYECKON aKTUB-
HOCTBIO MeTapu3n4ecKoro « BpemeHm».

Heunb3s roBOpPUTS, UTO LiesI0e OOIIbIIe, YeM CyMMa
yacTell... Opranusm — He cyMMa, a CUCTeMa.
UHA. HImanveayszen

MBI 10OJIKHBI IPU3HATH TBOPUECKUH UK
n300peTaTeNbHEI XapakTep BeeneHHOI. ..
JleTepMHUHU3M MOMPOCTY OIIHOOYEH. .
TeHaeHU MU U IPEIPACIIONOKEHHOCTH. ..
MIPUBEIH K BETUKOMY Pa3BEPTHIBAHHIO KHU3HH,
K DBOJTIOIIH KHU3HU.

K. Ilonnep

Tema HacTOsIIEN CTAaTbU Kacaercsi, NPEXKIE BCEro, METOJI0JIOrMYECKOM
OCHOBBI ITOHUMAaHUA HAYYHBIX HpOGHeM, KOTOPBIC B 3ana)1H0171 OUBUIIN3alIUH
(B AHTHYHOCTH) UCXOIHO 0a3UPOBAIIMChH HA BBICIIEM, METa(PU3NIECKOM YPOBHE
MHPOTIOHUMAHUS, YTO ¥ TIPEIONIPEACITUIIO0 ee OoJiee OBICTPHIN TEXHOIOT HISCKHH
POCT IO CPAaBHEHUIO C IIUBUIIM3ANMSMU BoCcTOKa, «3aCTpSBIIMMUY» HA PEIIUTH-

03HBIX (hopMaxX MUPOTIOHHUMAHHUSI.
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TeM cambIM, METOOJIOTHUECKUN (TEOpETHUYECKUIT) YPOBEHD peIIeHUs Hau-
00J1e€ CIIOKHBIX MPOOJIEM B JIF000M U3 HAYK, B TOM YHCJIC TTPOOJIEMbI OHOJIOTHYEC-
CKOM IBOJIOINH, HEOOXOAMMO OIpeieieH HAMBBICIINM, yKe MeTapU3NnIeCKUM
YPOBHEM WX CYIIHOCTHOTO TOHUMaHHUs. O HEOOXOIUMOCTH MeTa(pU3MIeCKOTO
MOJIX0/1a K PEIICHUI0 HanOoJIee CI0KHBIX ITPO0JIeM B HAyKe T Hayall ITucarh JAaB-
HO, HO OoJiee BasKHBIMH ceiidac MHE KaXKyTcsl CTaTbu nocieanux Jet (Jlasapes,
2013, 2014, 2015).

DTOT ypOBEHb HAYYHOW MPOOIEMAaTUKH COOTBETCTBYET OCO3HAHHIO TOTO,
9T0 J1I000€ HCTOPUIECKOE IBIKEHHE (ITPOIIECC) OCHOBAHO Ha ITOTICPEMEHHO 3Ha-
YUMOM Yepesie npeoliaaHus IByX OCHOBHBIX THUIIOB MPUYHH: 1) — BHYTPHUCH-
CTEMHOU (KCHU3Y BBEPX») U 2) — SIMUCUCTEMHOH («CBEpXY BHH3Y»), 0 YeM TOAPOO-
Hee OyIeT CKa3aHo HUXKe.

CoBMecTHOE JICHCTBUE JIBYX TIPUYMH — UX MOMIEPEMEHHOE MpeoliajaHue —
OHTOJIOTMYECKH 03HAYaeT KPaWHIOI0 HEPAaBHOMEPHOCTh HCTOPUYECKUX TIPOTIEeC-
COB, YTO THOCEOJIOTHYECKH COOTBETCTBYET NMEHHO MEpPapXHIecKoi mo (opme
PEKOHCTPYKIIMH JIFOOOH HCTOPUH, COBEPIICHCTBOBAHKE KOTOPOH €CTh MPOIECC
NpUOIMKEHHsSI K COOBITUHHO 3HAUMMON Yepezie TOro, 4YTO OBIIIO Ha CaMOM JIeJIe.

Hcropuyeckas popma IBUKEHHUS, B OTIIMYUE OT PU3NUYECKUX U XUMUYECKHX
IporeccoB (IIPOIECCOB yHUBEPCAIbHBIX), MPUHIMIHAIBHO HEHaOoqaemMa
Y HE TOMJIS)KUT SKCIIEPUMEHTAIBHBIM IIPOBEPKAM — TOMY, C Yero HadyWHaJach
Hayka HoBoro Bpemenu (c konma XVII B.).

B ucropuveckux Haykax BMECTO HAOIIOJICHHH 1 SKCIIEPIMEHTOB MBI IMEEM
JIeTI0 TOJIBKO ¢ MaTepHalibHO OCTABICHHBIMH ClielaMU HCTOPUH, OOBIYHO OUCHb
HEeMNOJHBIMM, a MHOTJa YHUKaJIbHBIMU. [I03TOMY BMECTO Mmporeaypsl u3Mepe-
HUS (OCHOBBI TOYHBIX HAyK) THOCEOJOTHYECKYIO OCHOBY JIF000I MCTOPHHU CO-
CTaBISAIOT KAYECTBEHHO 3HAYMMBbIE (MHOTOKOMIIOHEHTHBIE), TIOATAITHBIE PEKOH-
CTPYKIIUU OHTOJIOTUYECKOW CMEHBI COCTOSTHUH CHCTEM, MMEBIIUX MECTO «TaM
U TOTZIa», HO B THOCEOJIOIMUYECKOM PEXUME «3JECh U ceiluacy.

U x sToMy PyHAaMEHTATBHOMY OTIMYUIO — OTIIMYUIO MEKJY KaTeropus-
MH «KOJMYECTBO» U «KAueCTBO» — CBOJUTCS CYTh TOYHBIX HayK, OCHOBAaHHBIX
Ha MeTadusnyeckord mnoxacucteme «Yucmo — IlpocTpaHcTBO», B OTIMYHE
OT NCTOPUYECKUX HayK, OCHOBAHHBIX Ha MeTadmuinueckoil moacucrteme «IIpo-
CTpaHCcTBO — Bpems».

B mertadusuveckoil, T. €. HaWBBICIICH OCHOBE TPHEAMHCTBA IEIIOCTHOM
1 9KCTO uaeaidbHol cuctembl «Hucno — [Ipoctpanctso — Bpems» («H —I1 — By),
¢yukus «I1» — 910, ¢ OHON CTOPOHBI, — PYHKIUS YeTHIpEXMEPHOU (IIIsiIIIeH-
Csl) «CIICHBD) MTOCIOCTOPOHHETO HCTOPHUECKOTO «CIIEKTAKISNY, a C IPYTOi CTOPO-
HBI, — QyHKIHS 00BeTUHEHHS ABYX MeTadu3ndeckux moacucrem: «H — I1» (oc-
HOBBI TOUHBIX HayK) U «II — B» (ocHOBHI ncTopryeckux Hayk). C mepBoii U3 HUX
CBsI3aH PALMOHAJIBHO 3HAYMMBIH, MAaTEMaTH4YeCKU BbIPA3UMBIH (YHUBEpCAIb-
HBII) QyHIAMEHT MCTOPHH, KOTOPBIH, Oyly4Hd TaKOBBIM, COXpaHsETCS Ha BCEM
ee mpoTspkeHun. A co BTopoit («I1 — B») — mosTamHas, KadeCTBEHHO 3HAYUMAS
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(=MHOTOKOMITOHEHTHAsI) U pPa3HOMAcCIITa0Hass B IIPOCTPAHCTBE-BPEMEHU CMEHA
COCTOSIHMH CHUCTEM «HJiealibHOe — MaTepuaiabHoe» («I — My): kak cBoero poaa
MTOCTIeTIOBATEIHFHOCTH PA3HOMACIITA0OHBIX IIIar0B ICTOPUN» U KaK OCHOBA MMEH-
HO MiepapXu4ecKoil OPMBI KITACCUPHUKAIIUHN ITPOIIECCOB B ICTOPUUECKUX HAYKAX.

B neli o0benuHsIOMAas PyHKIUS — QYHKIUS [IETOCTHOCTH CUCTEMBI « I — My
(CBSI3M, OTHOIICHUS, IPUYMHHOCTD) — MIPHHAJIJICKUT KMEHHO KOMITIOHEHTY « Iy,
KOTOPBIN U OIpPENeNIHII MHOT000pa3ne MpOCTPAHCTBEHHO-BPEMEHHBIX YPOBHEH
B UCTOPHYECKOHN uepese (B MPUOCTAHOBKAX) CMEHBI COCTOSIHHH cucTeM « M — M.
A TIOCKOJIBKY OHa HE MOKET HaOII0aThCsl HETIOCPEACTBEHHO, «3/1eCh U ceifyacy
(kaK OCHOBa IKCIIEPUMEHTHPOBAHUS), TO TI0 HEOOXOAMMOCTH TIOJIJIEKUAT MPOIIEC-
caM THOCEOJIOTUUYECKUX PEKOHCTPYKLMI: MpolieccaM «CBEpXy BHU3». ITO U €CTh
0COOCHHOCTH JIFOOBIX UCTOPHUECKUX PEKOHCTPYKIIUHN, CTPAIAOIINX HEMOITHOTON
HCXOIHO OHTOJIOTHUECKHX, KAYeCTBEHHO 3HAYMMBIX TaHHBIX. MEX Ty TeM, HayKa
HoBoro BpemMeHr HauMHAIACH C U3YUCHUS YHUBEPCATBHBIX, KOTUICCTBEHHO 3HA-
YUMBIX JIaHHBIX SKCTIEPIMEHTOB KaK OCHOBBI (DH3MUECKUX ITPOIIECCOB.

MoXHO MOATOMY CKa3aTh, YTO TOYHOCTh B HAyKe OCHOBaHA Ha KaTero-
PUU «KOJIMYECTBO» — KATETOPUU JOKAUECTBEHHOM (OTBOPUYECKOM), CBSI3aHHOU
C Ipouenypoil u3MepeHus, Ho He kiaccuukannu. [lociaeaHsss — OCHOBA PEKOH-
CTPYKIIMU 000N UCTOPUHU KaK UCTOPHM KAYeCTBEHHO HEOJTHOPOIHBIX MPOIIECC-
COB: OCHOBA MEPAPXUICCKON (POPMBI HX KITACCUPUKATHH.

K »ToMy 1 cBOAMTCS CyTh OTHOCHTEIBHOCTH KAa4e€CTBEHHO 3HAYMMOH (op-
MBI HCTOPHYECKOTO JIBIIKEHUSI BOOOIIE (HE TOIBKO OMOIOTHMYECKOr0): OTHOCH-
TENbHOCTh UCTOPUUYECKOTO ABUKEHUS €CTh MPOCTPAHCTBEHHO-BPEMEHHAs OT-
HOCHUTEJIBHOCTB KakK (popMa ABMKEHHS cucTeM « M — My.

Wrak, Bce Tpm odmemeHta MeTadusmueckun ucxogHou llepBoTpuasl
«H — II — B» cCOOTBETCTBYIOT CTPYKTYpE TOU, y’kKe MOCIOCTOPOHHEN HealbHO-
CTH, BOBMOKHOCTh MOSIBICHUSI KOTOPOH BO3HUKJIA B MOMEHT BoJbIIOro B3phI-
Ba KaK MOMEHTa BO3HMKHOBEHHS MHKPOCKOITUYECKOH (popMbI MaTepun («M»),
a COOTBETCTBEHHO — U BOSHUKHOBEHUS YK€ MTOCIOCTOPOHHEH, CUCTEMHOM CTPYK-
Typbl «1I —M».

Bor mouemy s cuen HEOOXOAMMBIM CTPYKTYPHO OOOCOOHTH TOT MaKCH-
MaJIbHO WHBapHWAHTHBIN (0OIIHi) YpOBEHbh CHCTEMHO 3HAYUMOTO JIBIIKCHUS
(1 ero IOHMMaHUS) BCEH MOCIOCTOPOHHEH MCTOPHH IMPOIECCOB, KOTOPBIA BO3-
HUK B MOMEHT BoJbIioro B3psiBa — COOBITHS, pa3/IeIUBIIETO JIBA MUPA: TPAHC-
LEHJCHTHO-TPACLEHICHTAIbHBIHN (3anpe/leNbHbIN) MUP YUCTON U HECTPYKTYPH-
pPOBAaHHOM UI€aATbHOCTH, HEAOCTYITHOM HAIlIEMY MOHUMAaHHUIO, C OJJHON CTOPOHHI,
1 MPUBBIYHBIA, ()EHOMEHABHO SBICHHBIM HAM MHpP HE0003pHMOTO MHOT'000-
pasus Bcel NOCIOCTOPOHHEH pealibHOCTH, C IPYTOM CTOPOHBL S MMEI0 B BUIY
TOT HAaWBBICHINH, YK€ MeTa(M3MUECKH YPOBEHb MOCIOCTOPOHHEH CHCTEMHO-
CTH, KOTOPBIH OHTOJIOTUYECKU OOYCIIOBUJI CaMy BO3MOXXHOCTh HCTOPUYECKOTO
JBIDKEHUS KAaK OHTOJIOTUUECKON CMEHBI COCTOSIHUI CUCTEM «HACaTbHOE — MaTe-
puanbHoe» (manee «M — My) 1 Kak THOCEOJIOTHIECKYI0 OCHOBY €T0 IIOHUMAaHUSI.
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Takum obpazom, AByenuHyo cucreMy «M —M» MOXKHO paccMaTpuBaTh Kak
MaKCHMaJIbHO BBICOKHMH (ake B MaciiTade MeTapu3uKH) yPOBEHb CTPYKTYPHI
MOCIOCTPOHHENW PeabHOCTU — OHTOJOTHYECKOM M THOCeosornueckoi. B cBoro
ouepenn, «M» BkIoUaeT B cedg BCe TP AJIEMEHTA UIeaTbHOCTH MeTa(u3nyde-
ckoit cTpykTypsl «4 — I1 — B». A xommoneHT «M» B ctpykType «1 — M» 00be-
JOUHSIET HE TOJNBKO BCe (DEHOMEHANIbHO IOCTYMHOE HaM MHOrooOpas3ue mare-
pHaIBHBIX (GOPM B PEKHUME «3JIECh M CeiUacy, HO U Ty 4acTh HUCTOPHUYECKOTO
MHOT'000pa3usi MPOILIOTO, CIIEABl KOTOPOT'O COXPaHSIOTCS JIUIIb (parMeHTapHO
(aernorHO). HO MMEHHO OHM CiTy’KaT OCHOBOH JJISI HCTOPUYECKUX PEKOHCTPYK-
nuii cucreM «M — W» B pexume «3zaech u ceitdacy (3aBap3un, 2010; Jlaza-
peB, 2013) Tex mpoueccoB, KOTOPhIE UMEIU MECTO B UCTOPUHU «TaM U TOTJA»:
«I — Mpy». CTpenku MOKa3bIBAIOT AUAMETPAJIBLHO MPOTHUBOIOIOKHYIO Ha-
MPaBJIEHHOCTh AKTUBHOCTH B COOTBETCTBYIOIINX IPOIECCAX: OHTOIOTHYECKUX
(«1 — Mpy) 1 rHOCeooruuecKuX («M — »).

[Ipu 3TOM HCXOAHO 3HAYKMMAS, OHTOJIOTMYECKAsl UI€AJIbHOCTh UCTOPUU YHU-
KaJThbHA (HEMOBTOPHUMA) B OTJIMYHE OT BCET/Ia HEOKOHYATEIbHBIX THOCEOJIOTHYe-
CKUX PEKOHCTPYKLHUH HIeaTbHOCTH JTI000M UCTOPHUH.

BaxxHo Takxe MogYepKHYTh KOMIIO3UI[MOHHOE pa3jinuue B COCTaBe HJe-
AJIbHBIX KOMITOHEHTOB, UCIIOJIb3YEMBIX B TOUHBIX HaykaX («U — I[1») u B Haykax
ncropuaeckux («I1 — By). Ux o6benunseT kateropus «I1», HO pa3mmdaroT aBe
Ipyrue Meta(pu3ndeckre KaTeropiuy UCXOTHO YUCTON uaeanbHOCTH: «U» 1 « By
KaK OCHOBBI JIByX THUIIOB HayK. B KOHTEKCTE M3JI0KEHHOTO SICHO, YTO UMEHHO
UJIealIbHBI KOMIIOHEHT B cucTeMe «M — My siBisieTCst TO aKTUBHOCTBIO, KOTO-
past OblJ1a HE TOJIBKO MCXOJHO OHTOJIOTMUECKOH OCHOBOH JBHMIKEHHS KaK (YHK-
nun MeTapusndeckoro «Bpemenn» (M), HO TakKe W aKTUBHOCTH THOCEOJIOTH-
4ecKoi, T. e. BropuuHoii (U1,). Iocnennss Obluta ucTopuuecku chopMupoBana
(«BBIHOIIIEHA») B MaTepUATBHBIX HeApax ABMKEeHHs cucteM «M — My». CooTBet-
CTBEHHO, MAaKCHMaIIbHO 00mas (MeTau3ndeckas) MOJeNIb BCEH MOCIOCTOPOH-
HEel ucTopuu mpoueccos Takosa: «M, — M — W ».

B sroii cxeme U, cOOTBETCTBYET MAKCUMaJbHO PAllMOHAILHOMY Havaly
o01Iell UCTOPUH MPOLECCOB, T. €. UICAITBHOCTH (PU3MKO-MaTEeMaTHUYECKON
U YHUBEPCAJbHOM, BO3HUKIIEHW B MOMEHT bBOJbIIOro B3pbIBa: MOSIBJICHUE
cuctembl «M, — M». 3neck «M» — HCXOHO MUKpOCKONMYECKas popma ma-
TepHaJbHOT0 KOMIIOHEHTa CHCTEMBI, COOTBETCTBOBABINAs Hadaly (a TOdY-
Hee — (DYH/JaMEHTY) BCET0 UCTOPHYECKU 3HAUYMMOTO JBHKEHUS KaK CMEHBI
YCIOXKHSABUIMXCSA COCTOSAHMMI cucTeM «M — M». A «M » B obmel cxeme 110-
CIOCTOPOHHETO ABMIKEHHS, HA00OPOT, COOTBETCTBYET HJCAIBbHOCTH MaK-
CUMAaJbHO MPPALHOHAIBHOTO UTOTa HUCTOPUYECKOTO JBUKEHHS KaK HUTOTra
IIATEIbHON W TIO3TAITHOW CMEHBI pa3HOMACIITAa0OHBIX B TPOCTPAHCTBE-BpE-
MEHH cocTostHHM cucteM «M — M»: nctopudeckas ¢popma JBHIKEHHUS, KOTO-
Py sl Ha3BIBaKO YMTUCUCTEMHON (Ka4eCTBEHHOM, T. €. MHOTOKOMITIOHEHTHOM).
OTo 03HaYaeT, 4TO (PU3UKO-MaTeMaTUUCSCKUI (yHIaMEHT UCTOPUHU OCHOBAH
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Ha MeTadU3UYeCKON KaTeropuu «KOJUYECTBO», a JI000E HCTOPHYECKOE
JBUKEHHUE — Ha KATETOPUH «KaueCTBOY.

MoXHO cKa3aTh, YTO Hayajly HCTOPHYECKOr0 (MHOIOKOMIIOHEHTHOIO)
JBUKEHUSI COOTBETCTBYET TIEreJICBCKUI MEPexo]] «KOJIMYECTBA B KAaueCTBOM.
Ho koHIly BcTOpHHM COOTBETCTBYET OOpaTHBIA MEPEXO]l «KauecTBA B KOJIHMYE-
cTBO». OHAaKO 3TO BTOPUYHOE «KOJIMYECTBO» COBCEM APYroe€: OHO COOTBET-
CTBYET KayeCTBEHHO 3HAYMMOMY yPOBHIO MOJHOTHI KOHIIA BCEH MCTOPHH, T. €.
JOCTHKEHUIO MaKCHMAaJIbHO BO3MOYKHOTO KOJIMYECTBA T€X KaYeCTBEHHBIX IMPO-
IIECCOB, KOTOPHIE MMOTECHIIMATBHO YKe 00IaafoT CIIOCOOHOCTEIO K cdhepe TBOP-
YECKOM JEATENLHOCTH Kak Tporeccy «M, — M — W », HO MOTYT 0CTaBaThCst
B «KapyceJn» KpyroBbIX MpoueccoB «M, <> My». A B OCIEAHUX MIEATBHOCTD
HE B COCTOSIHMM COBEPIINTH TBOPUECKHH «IIOJIET» Uepe3 «MaTepHUaibHbII Tpam-
IJIMH» KaK JIMIIb CPEeACTBAa MO JOCTHKEHHIO TBOPYECKH THOCEOJIOrHMYECKOM
(BTOpMYHOM) Ha€anbHOCTH 10 cxeMe «M, — M — W », T. €. ueanbHOCTH, 03Ha-
Yarolel 3aMbIKaHNe BCEH TBOPYECKOM HCTOPUH IIPOLIECCOB, HAYATOW OHTOJIOT U~
YECKOM HIEATBHOCTBIO MeTadusnieckoro «Bpemenm» (U)).

OTcyTcTBHE KaYECTBEHHO 3HAYNMBIX KOMIIOHEHTOB B HCXOJHO (PH3UUECKUX
npoueccax, kak (yHIaMEHTE UCTOPHUHU, TIO3BOJISIET HAa3bIBaTh (PU3MUYECKUE CHU-
cTeMbl «ManeiMu cuctemMammy» (Cténun, 1986). U k 3TOMY CBOIUTCS, C OJHOM
CTOpPOHBI, CMBICII MPOCTPAHCTBEHHO-BPEMEHHONH YHHBEPCAIBHOCTH «MaJbIX
CHCTEMY, a C IPYTOH CTOPOHBI, CMBICI IIOHATHUSI «HEOOXOIUMOCTBY KaK «OIHO-
3HAYHOCTHY» B (PU3MYECKHUX NMPOLIECCAX, «OCHOBAHHBIX HA BELIN KaK HEM3MCHHOM
TeJne, a Mpolecce Kak NepeMelieHnn Teia B npoctpaHcTse». HaoGoport, moHs-
THE «OoJblIasi CUCTEMa» MpearnojaracT HeoOXOAMMOCTh «HOBOM KaTeropu-
aJbHON MaTPHIIBI», T. €. KATETOPUU «KAYECTBOY, I7I€ CIyHYaHOCTh 3TO «HE Kak
HEUYTO BHEIITHEee M0 OTHOIICHHIO K HEOOXOIMMOCTH, a Kak (hopma ee MmposiBiie-
HUS», 4711 KOTOPOH M HEoOXOAMMa «HOBasi KaTeropuajbHasi MaTpuia». A 3To0
U eCTh Kareropus «kadectBo». [Ipn 5TOM HamojHeHWE BEIIM pa3HBIMM Kaue-
CTBaMH — 3TO YK€ HE MOHOTOHHBIH MPOLECC, MOAOOHBII MEXaHUYECKOMY TIepe-
MEILEHHIO a0CTPAKTHOTO Tela (MAacChl) B IPOCTPAHCTBE KaK CyIIHOCTH Qu3nye-
CKOT'0 (MEXaHWYECKOr0) IBHKeHUs. Yepeaa B cMeHe KaueCTBEHHBIX COCTOSHUN
cucteMm « — M» oGmamaet o01mieit TeHIeHITUEH K POCTY X CI0XHOCTH (MHOTO-
KOMIIOHEHTHOCTH), YTO XapaKTE€PU3yeT CyTh HCTOPUUECKUX ITPOLIECCOB.

BaxxHo, 4TO BCe OHM KOHEYHBI, & KOHEYHOCTh — 3TO AHAJIOr JUCKPETHOCTH,
1 HanboJjee MHBAPMAHTHOE CBOMCTBO MaTEPUH KAK COCTABHOM YacTH JABHIKCHHS
cucteM «M — My. Uro kacaeTcst uaeanbHOro (=KOHTUHYAJIBHOT0) KOMIIOHEHTA
B cucteme «11 — My, To 3TO — Hacleane OECKOHEYHOM M BETHOMU, 3aIpeIeIbHOM
TPAHCLUEHJCHTHOCTH KaK YUCTOM M HECTPYKTYPHUPOBAHHOM H€aIbHOCTH, He-
JOCTYTHOM HaleMy noHuManuo. [loaTomy He cilydaiiHO, HABEpHOE, UTO HayKa
HoBoro Bpemenu Havyasiach ¢ pu3nKH, B KOTOPOI MaTepralibHasi COCTABISIONIAs
cuctemMbl «1 — M» penyunpoBana 10 QyHAaMEHTaIBHOTO 7151 (PU3MKH TOHSATHS
(«xaTeropnuny») «MarepuaibHas TOYKa»: CBOEro poja «MaTepHalbHasl Uieallb-
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HOCTbY», UJIN «BUAUMAs UJEaIbHOCTHY. M B 3TOM Henerno 3BydalleM COUeTaHUH
JIBYX CJIOB BbIpakeHa reHHalIbHasl CyTh aHOHUMHOCTHU (YHHBEpCaIbHOCTH) (u-
3MYECKOT0 Havaya MOCIOCTOPOHHEH OCHOBHI JIBMDKEHUS KaK HEBUAUMOTO (DyH-
JTAMEHTa BCETO BEIMYECTBEHOTO 3/MaHus [Ipuponasl: ¢pyHaaMeHTa, OCHOBAHHOTO
Ha KaTeropuu «KOJIUYECTBOM.

A Mbl camu — BeHyarouuid [Ipupoay nmuk MakCHUManabHOU CIOKHOCTH, OC-
HOBAHHOM Ha UCTOPUYECKHU 3HAUMMOM KaTeropuu «kauectBoy». [loaTomy u cyui-
HOCTbH HallleH MO3UIUH 110 PEKOHCTPYKIIMH HCTOPUIECKOTO TIPOIILIOTO COOTBET-
CTBYET B3IJISAly Ha UCTOPHIO «CBEpXY BHU3». OH O3HAYAET MPUHIIUIIHAIBHYIO
HEBO3MOXXHOCTb MIPEICKA3aHUH JTI000H HCTOPUH C TIO3UIIHH «CHU3Y BBEPX». ITO
BO3MOJKHO JIMIIb JIJI MAKCUMAJIbHO MPOCTHIX (YHUBEPCAIBHBIX, SIUHOCUCTEM-
HBIX) IPOIIECCOB — MPOLECCOB (PU3UKO-XUMUUECKHX, IBUKCHNE KOTOPBIX OCHO-
BAaHO HA OJJHOM-EIMHCTBEHHOM, BHY TPUCUCTEMHON IPUYUHE KCHU3Y BBEPX).

[TocnenHsisi COOTBETCTBYET JHOO KATETOPUU «KOJTHUYECTBO» (B (PU3UKE),
00 UCXOTHO SIUHON KaTerOpUH «KadeCcTBOY, T. €. HCXOMHO IMIPOCTEHIICH Mepe
KakK (yHIaMeHTaJIbHOH OCHOBE Hadaja TOTAJIBHOTO HETIOCTOSTHCTBA (yCIOXKHE-
HUsI) BCEHl HCTOPUH MMOCIOCTOPOHHETO JIBUKECHUS. JTa MPOCTEHIIIast, HO yKe Ka-
YeCTBEHHO 3HauMMas Mepa (Mepa elle KOJTMYeCTBEHHO BbIpazuMasi) U 00pasyeT
OCHOBY TapaMEeTPHUECKON (CeTyaTol, JoMepapxuueckoil) CUCTEMBI KaK MOPs-
Ka, OCHOBAHHOTO Ha MPUYNHE «CHU3Y BBEPX» B TAOINIIE XUMHUECKHUX dJIEMEH-
toB JI.11. Menneneena.

B Helt ucxonHO KadecTBEHHAs, HO MAKCHMAJIBHO MPOCTas (3JeMEeHTapHas),
OJTHOPOJTHO MOHOTOHHAsI Mepa ellle He MPeIoaraeT CylecTOBaHUS HepapXu-
YeCKH HEPAaBHOMEPHOTO 1 MHOT'OKOMIIOHEHTHOT'O CBOIMCTBA B ITOCJIEI0BATEIBHOM
Yyepezie UCTOPUUECKOTo IBIKEHUS KaK CMEHE Ka4eCTBEHHO 3HAYMMBIX COCTOS-
HUH cinoxHbIX cucTteM. Ho, TeM He MeHee, 3Ta MOCIeI0BaTEIbHOCTh YKE O0Tpa-
YKAeT UCTOPHUIO BOSHUKHOBEHUS IJIEMEHTOB (MMEHHO JJIEMEHTOB) KaueCTBEHHO
3HAYUMOT0 JIBMYKEHUSI KAK NICTOPUYECKOTO Havyaa (MIJIH, €CIIA YTOTHO, — «BKJIFO-
YEHUS») UCTOPUYECKH CHCTEMHOTO JBM)KEHHUS: JBHUKEHHS KaK CMEHY COCTO-
ssHu# cucteM «M — My, umeroImux oOIIy0 TEHACHIUIO K POCTY CIOXKHOCTH
1, COOTBETCTBEHHO, K yHUKAJIBHOCTH.

HTak, KOHEUHOCTh (=OUCKPETHOCTH) — HambOOJIee WHBAPUAHTHOE CBOMCTBO
MaTepuU — ONpeNesaeT TaKKe U KOHEUYHOCTh Beel cuctemsbl «M — My kak Mak-
CHMaJIbHO 00111l OCHOBBI KAYECTBEHHOH, T. €. HCTOPUYECKOM (POPMBI IBUKECHUS:
CHayaJja OHTOJIOTMYECKOH (IIpoIiecChl B MPUPO/IE), @ 3aTEM M THOCEOJIOT HUECKON
(anunpupoaHbIie Tpornecch). Ho mociennne mpoTekarT mo 0o0paTHO OPHEHTH-
poBanHO# cxeme «M — M». Tem cambim, MeTapu3ndecku o0mIas (IBYyXKOMIIO-
HEHTHAs) CXeMa BCEH MCTOPUM IPOLECCYaNbHOCTH TakoBa: «M, — M — W ».
B ne#t U, — 910 Hacieque MCXOAHO TPAHCUEHEHTHON (YMCTON) MICAILHOCTH,
KOTOPYIO B HallleM MOCIOCTOPOHHEM MHUPE MOKHO CBSA3BIBATH C UICAIBHOCTHIO
KaK ITOJICBOM HAINPSIKEHHOCTHIO B IIMPOKOM CMBICIIE CJIOBa (HE TOJIBKO HJIeaihb-
HOCTBIO (pusnueckux mpoueccos). Ho uaeansnocts M, — 3TO yikKe KOHEUHBIH
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MNpOAYKT IUII/ITCJ'II)HOI\/'I HUCTOPUHN YCIIOXKHCHH S MPOUECOB: NACAIBHOCTL BTOPHUY-
Hasl, THOCCOJIOTNYECKasA, «BBIHOUICHHAs B MATCPUAJIBHBIX HEAPaX JABUKCHU
cucteM « — Mpy.

OHTONOTHYECKH MCXONHAs WiealbHas aKTHBHOCTH, KaK TBOPYECKH IOJIeBast
AKTUBHOCTH MTPUPOIHBIX MPOIIECOB, ObLIa TI0 CYIIECTBY OCO3HaHa emle [epakiu-
ToM DdecckuM: « MyIpOCTh 3aKJIFOYACTCS B OJTHOM: ITO3HABATH MBICIIh KaK TO, UTO
paBUT BceM Bo Bcem» (Jloces, 1970, c. 47). Ho aTo /10 cux mop He oco3HaeTcs Aaxe
HEKOTOPBIMH KPYITHEHIINMHU OHOJIOTaMH COBPEMEHHOCTH, KPUTHYECKH HACTPOECH-
HBIMH Ha ujeto sMOproHanbHbIxX noneit Al ['ypsuda (JIazapes, 2014, c. 62).

HawnGonee cioxHbIe, METOOIIOTHYEKHE TIPOOJIEMBI B JTIO00H HayKe HEBO3-
MOKHO TIOHATH 0€3 00pallleHus K BBICIIEMY, YK€ METa(U3NUECKOMY YPOBHIO
WX TIOHUMAaHUs, T. €. IETEPMUHU3MY, Ha KOTOPOM OCHOBaHAa CTPYKTypa JIF000ro
HCTOPUYECKOr0 Mpoliecca, 00YyCIIOBICHHAs COBMECTHBIM JCHCTBHEM («BCTpe-
4ei») ABYX THIOB MPOIECCYaTbHBIX TPHYHH:

1 — mpuymHaA «CHU3Y BBEPX», T. €. MPUUMHA paIlMOHATIbHAs (JIOTHYECKH TIO-
HSITHas1), BHyTPUCUCTEMHAs Ha JIFOOOM U3 YPOBHEW CIIOKHOCTH CHCTEMHOU He-
papxuu: HaYWHAsL OT YHUBEPCAITBHOCTH («BE3JIe M BCEr/a») (PU3MYeCKOro JIBH-
JKEHU I, OCHOBAHHOT'O Ha KATETOPUH «KOJIUUECTBOY, U 3aKAHYNBAsI MAKCUMAJIHLHO
CJIOXKHBIM, & COOTBETCTBCHHO — YHHUKAJIbHBIM YPOBHEM TOI‘/‘I, YKC 3aKJIIOYUTECIIb-
HOW (hOPMBI Ka4eCTBEHHOTO JBIDKEHUS, C KOTOPOH CBSI3aHO JTOCTHKECHHE MakK-
CUMyMa HCTOPUYECKON CIOKHOCTH IMHOMOJIOTHIECKOTO MpoIiecca — mporecca
pedrexcun yenopeueckor JIMIHOCTH (TepMUHAIIA HCTOPHH).

2 — IpUYMHA «CBEPXY BHU3Y», T. €. IPUYUHA UPPAIHMOHAIbHASI, TBOPUCCKAS,
OMHUCUCTEMHAs, KOTOpas MNPUBOAUT K MAKCHUMYyMY OSIUCHUCTCMHBIX «HIaroB»
HUCTOPUHN KaK JOCTUKCHHUIO MAKCHUMYMa MHOT'OKOMIIOHCHTHOCTHU B CTPYKTYPC
MIPOIIECCOB.

I'Hoceonoruveckas mpuYNHA «CBEPXY BHU3» CBS3aHA C HanOoJee CIOKHBIM
YPOBHEM HAy4YHOH MPOOJIEMATHKH — MPOOJIEMATUKU MeTadU3nIeCcKOr. XOpOIIo
M3BECTHBIM ITPUMEPOM 3TOTO ObLIIa CUTYyAIlUsl, CJIOKUBIIIASCS B PU3UKE B HAYaJIC
XX B., KOTOpasi BO3HUKJIA B CBA3M C MOSIBJICHUEM KBAaHTOBOW MEXAHUKH: JUCKYC-
cus Mmexny A. DnirmreitnoMm 1 H. bopowm. Ilo cymmecTBy, oHa kacajgack mpooJie-
MBI COOTHOIIIEHUS (COBMEIEHUST) YUCTON HleaTbHOCTH — «I» (FKOHTHHYaJIBHO-
CTH) U MaTepuadbHOCTU — «M» (= muckperHocTH). [locnennsis B Kiaccuueckon
(bu3uke ObLIa penynHpoOBaHa IO YHCTON HICaTbHOCTH — 10 (PYHIaMEHTAIBLHOTO
MOHATUA «MaTCpUaJIbHAsA TOUKa».

CYTB OTOro IMOHATHUA, XOTA U OTHOCUTCA K JBUKCHUIO Q)GHOMeHaJ]I)HO SAB-
JIEHHOMY (MaTepHUalbHOMY), HO OHO MaKCHMaJbHO PEIYIHMPOBAHO JO YHCTOU
WJIeaTbHOCTH KaK (yHIaMEHTAJIhHOTO TOHATHS KJIACCHYECKOW (pru3mKu, mpes-
TTOJIATAIOIIET0 HAIMYUE MAcChl (CYIITHOCTH KOJIMYECTBEHHO BhIpa3umoii). K mo-
HATUIO «MaTepUalibHasi TOYKAa» U CBOAMUTCS CBOCTO POAA METOHAOJIOTMYCCKHUI
«(hoKyc» TOUHOCTH, MPOJCIIAHHBINA (PU3UKAMU: TICPEKITFOUCHUE THOCEOJIOTnYe-
CKOI'O BHUMAHUA B H&y‘IHOﬁ METOOOJOTHU HA YHUCTO HI[C&HBHBIIZ acriekt «M1»
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B OHTOJIOTMYECKU HMCXOJHOW CTPYKTYpE€ BCEH PEaJbHOCTH, BO3HUKILIEH B MO-
MEHT BoJblIoro B3phiBa Kak MOMEHTa BO3HMKHOBEHHUS CTPYKTYpbl «M1 — M.
Ho taxoro poma «dokyc» (0cCHOBa MEXaHUUECKOTO ABHIKECHHUS) YKE HEBO3MOXKEH
JUTS1 TIPOTIeCCa NCTOPUUYECKOTO IBMYKEHU S KaK CMEHBI IIEJIOCTHBIX COCTOSTHUH CH-
cteM «M — M», T. e. cUCTeM Ka4eCTBEHHO 3HAYMMBIX (MHOTOKOMIIOHEHTHBIX),
(heHOMEHaTbHO SBJICHHBIX.

B ocHoBe npyroil TOUHONM HayKM — XMMHHU — HAaXOJUTCS yHUBEpCAIb-
Has Mepa — Mepa KOJIMYECTBEHHO BhIpa3nuMas Kak OCHOBA MPEICKAa3yeMOCTH
B mapaMeTpuUecKkoi (ceTuaToif) ¢popMe CHCTEMBl XHMHUUYECKUX DJIEMCHTOB
.M. Menneneena.

VYHuBepcalbHOCTh MEphl B XMMHUYECKHX Ipoleccax Obljla BBIPAKCHHEM
(mpoaomkeHneM) yHUBEpcan3Ma, CBOMCTBEHHOTO TOUHBIM HayKaM, HO BMECTe
C TeM O3HayaJja Tak)ke ¥ IEPBOOCHOBY Kaue€CTBEHHO BhIPAKEHHOH, y’Ke CUCTEM-
HOW (OPMBI JIBHIKEHHS, CBSI3aHHOTO C TOSBIIEHHEM MaTepuajibHO 3HAYMMOM
nuckpeTHocTH. OgHAKO 3Ta AMCKPETHOCTH (OCHOBA CHCTEMHOCTH) ObLTa errne
KpaiiHe OeHOH, HO UMEHHO TIOATOMY H 00J1a/1ajia CBOMCTBOM IapaMeTPHIECKOM
(moucTopuueckoi) GopMbl IBUKECHUS: IBUKCHUS YKE CHCTEMHOTO, HO TIOKa YTO
JIOMepapX1uecKoro — napaMerpuueckoro. Bor nouemy meuta A.A. JlroOumiesa
0 CO3JIaHUU paIOHAJIEHO BBIpa3uMOH (IapameTpuieckoid) Gopmbl Kiaccupu-
KaIuu OMOMCTOPHUICCKUX (CIOKHBIX, MHOTOKOMITOHCHTHBIX) ITPOIIECCOB HE MO-
KeT OBITh pean30BaHa B IPUHITUTIE.

DTO O3HaYaeT, 4YTO TMOSBICHHE CBOMCTBA MEPAPXUYHOCTH — HEPaBHOMED-
HOCTH M pPa3HOMAcIITAOHOCTH B HCTOPHYECKOH CMEHE COCTOSHUN CHCTEM
«1 — M» — cOoOTBETCTBYET TI'paHHIIE MEKJy HayKaMH TOYHBIMH ((pH3HKa,
XUMUS) U HAYKAMH HCTOPUYECKUMHU, CBSI3AHHBIMHU C TMOSTAIMTHOW (MHCHUCTEM-
HO¥) CMEHOW MepapXUIeCKd OPTaHN30BAHHBIX CHCTEM — OCHOBOH HCTOPUYCCKHU
3HAYUMBIX PEKOHCTPYKITUH.

B camoii cucrteme «M — M» (B ee 3aMKHYTOCTH) UJIeadIbHBI KOMIIOHEHT
BBIMIOJIHSICT (YHKIUIO BHYTPUCHUCTEMHOW YCTOHYMBOCTH — YCTOWUYMBO-
CTH M0 «TOPU3HTAJW» KaK OPraHU3allMOHHONH (YHKUIHH MEeTa(QU3UYECKOTO
«IIpocTpancTBa». Ho B meproandeckux (1 pazHOMAacIITaOHBIX B MPOCTPaH-
CTBE-BpPEMEHH) pa3ps/iKax HUAeaJbHOW HANPSIKEHHOCTH — B ATMUCHCTEMHON
CMEHE COCTOSIHHH CUCTEM — MPOSBISIETCS WHHOBAIMOHHAS (TBOpUYECKas)
¢byuaknus komnoneHTta «My»: dynkmus metadusznueckoro « Bpemenuny». Takas
MePUOAUYHOCTh B CMEHE (PYHKIIMH KaK JBYX THUIIOB MPOSBJICHUS aKTUBHOM
HJIeaIbHOCTH U 00pa3yeT HEPaBHOMEPHOCTH (MEpapXHUYECKH 3HAYMMYIO TIe-
PUOAMYHOCTH) B SAMUCUCTEMHOM JIBMKEHUN cucteM « — M» kak depens! ux
OTHOCHUTEIHHO YCTOWYMBBIX COCTOSSHUH (IPUOCTAHOBOK B JBMIKCHUHN) — Ue-
pelbl, XapaKTepU3y Iy 00MENnCTOPUIECKY IO TeHICHITHIO K YCI0KHEHUTIO
cucteM «1 — M».

OHTONOrMYeCKH TBOPYECKYIO (YHKIHMIO MeTaduznyeckoro «Bpemenm»
oco3Haln A. beprcon (1999). U sty TBopueckyto QpyHKIHIO «BpeMeHn» Hace-
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JyEeT BBICHINI YPOBEHBb JOCTUKCHUS UCTOPUUECKOMN CIOKHOCTHU: YPOBEHB MPO-
recca peIeKCH UCTOPUH, a TJIAaBHOE — OCO3HAHUS BBICIIIUM MPOLIECCOM CBOCH
THOCEOJIOTHYECKOH POJIU B €€ 3aBEPIICHUU.

Takum oOpazom, ecnu (pu3mka — camas TOYHAsS U3 HAYK — MO CYIIECTBY
HE UMEEeT B CBOEH OCHOBE ()eHOMEHAIIBHO SIBIICHHBIX (KOHKPETHBIX) pehepeHTOoB
KaK OCHOBBI KQUeCTBEHHOU (DOPMBI JBUKECHHUS, TO XUMHUS B 3TOM CMBICJIC 3aHU-
MaeT MPOMEKYTOYHOE MOJI0KEHUE MEKy BHEHCTOPHUYECKON HayKoH (pr3HKoii
1 HAyKaMHl HUCTOPUYECKUMHU. JleficTBUTENEHO, OHA BpOne OBl YK€ MMEET MaTe-
pHaNbHO 3HAYUMEIH pedeperT. OgHako oH (PeHOMEHATHLHO HE BOCITIPHHUMACTCS
HEMOCPEJICTBEHHO M B 3TOM CMBICJIE OCTaeTcsi OeCOPMEHHBIM, HO yxkKe 00ia-
JIACT CBOMCTBOM MaTEPHAIEHOCTH — MacCOM, KOTOpasi XOTs eIle U «Oe3BUIHAY,
HO YK€ HE «ITyCTay.

Takast 0cOOEHHOCTh XUMUYECKOH (OPMBI JIBH)KEHUSI MaTepuu — (Gopmbl
YHHUBEPCAJIBHONW (XOTS B OCHOBE YK€ KadeCTBEHHOW) — IMO3BOJISET THOCEO-
JIOTUYECKHU BBIPAXKATh €€ Uepe3 KAaTErOpHI0 «KOJIMYECTBO», HO KaK JKECTKOH
(oTHO3HAYHOI) MEPBI, @ COOTBETCTBEHHO U OTHOCUTh XMMHIO K Pa3psay TOY-
HBIX HayK. KonyecTBEHHO OHA yKe CUIIBHO OTPaHUUYCHA, 3 KAYECTBECHHO €I
Npe/esIbHO O€/IHA, YTO U ONPECIISICT €€ MePEXOJHOEC TOJIOKEHUE: B HEH yKe
MOSIBJISICTCS. «IIPU3PAK» KAYSCTBEHHO 3HAYMMOW MEpPhI, HO MEphl «OeqHOI»,
KOJIMYECTBEHHO BBIPA3UMOH (KauyeCTBEHHO MOHOTOHHOH). COOTBETCTBEHHO
XUMHS, KaK U (PU3UKa, XapaKTepHU3yeTcs CBOMCTBOM IpeIcKa3yeMoCTH, o0pa-
3y, B OTJIMYHE OT (PU3HKH, YK€ KAUeCTBEHHO 3HAYNMBINA (PYHIaAMEHT UCTOPHH,
HO UCTOPUU MAaKCUMAJIbHO MEAJICHHON: KOCMOJIOTUYECKOM.

[MosTanHoe mocTU3nUYECKOE YCIOKHEHHE HCTOPUICCKU 3HAUMMOMN, OHTO-
JIOTUYECKOH MOCJIC0BATEIIBHOCTH B YepPEIC CYNEePCUcTeM (PU3NUSCKUX — XHU-
MHYECKUX — T'EOJIOTHIECKUX — OMOJOTHYECKHUX U, HAKOHEIl, TyMaHUTapHBIX,
COOTBETCTBYET HApacTaHUIO B HUX OHTOJIOTMUYECKUX YPOBHEH KaueCTBEHHO
3HAUMMOH, UEPapXUUECKON CIOXKHOCTH, KOTOPAsl B UJease TOJKHA COOTBET-
CTBOBaTh CJIOXHOCTHU THOCEOJOrnueckoil. Ho TOOUThCS MOJIHOTO TOXJECTBA
OHTOJIOTUYECKOTO ¥ THOCEOJOTHUYECKOTO ACTIEKTOB CTPYKTYPHUPOBAHUS HEBO3-
MOKHO. 1 3TO, O4EBUJIHO, UMEET OTHOLIEHHE K ToMY, uTo . KaHT cBs3bIBaI
C TIOHSITHEM «BEIIb B ce0e»: Bellb BCeTaa OyIeT «3HaTb» 0 cebe HEeCKOIBKO
OombIie, 4eM MBI MOYKEM 3HAaTh O HEH.

Wrak, pusnyeckas Gopma IBUKECHHUS — ITO Ta UCXOJHO YHCTas U MaKCH-
MaJIbHO paIllMOHAJIbHAS HJICAIbHOCTh, KOTOPasi Oblia alpUOPHBIM YCIOBUEM
«BKJIFOUCHHMS» UCTOPUUYECKH CHCTEMHOU (DOPMBI MPOIECCYaTbHOTO IBUKCHUS
KaK DIIUCUCTEMHONW CMEHBI COCTOSHUS cucTeM «M — M». A TOCTHKEHUIO MaK-
CUMAJIBHOH CJIOKHOCTH MCTOPUYECKOW (POPMBI TBHIKEHHSI COOTBETCTBYET J0-
CTHI)KEHUE TYMaHUTApHOH (POPMBI ABMIKEHUS KaK (POPMUPOBAHUS BTOPHUYIHO
YUCTON HAEANBHOCTH. [locnenHsas — 3TO anoreid BCcel UCTOPUM IPOLECCOB —
HUTOT UCTOPUYECKHU BIMUCUCTEMHBIX CMEH COCTOSIHUM cucteM «I — My, ucxon-
HO BO3HUKIIIUX B MOMEHT BOJBITIOr0 B3pHIBA.
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DTOMYy amorero COOTBETCTBYET (JOPMHUPOBAHHE BTOPHYHO YHCTOW UAeallb-
HOCTH KaK MTOTa YCIOKHSBIIEHCS MJI€aJbHOCTH — WJCATbHOCTH BTOPHYHOM,
«BBIHOLIEHHOW» B Henpax ABWKeHUs cucteM «M — M». B HUX MaTepuanabHO
3HaYUMBII KOMIIOHEHT « M) OBLI Wb CPEICTBOM IS JOCTHIKESHISI HAaUBBICIIIe-
T'0 YPOBHS CJI0)KHOCTH B UCTOPHH ITPOIIECCOB: HCTOPUH ITOITAITHOTO OCBOOOXK e~
Hust cucteM «M — M» OT UX UCXOJTHO PAaBHOIIPABHOTO KOMIIOHEHTa «M». OH ObLIT
JIMIIB CPEACTBOM, HO HE LIEJIbI0 HCTOPUUECKH 3HAYMMOT0 ABHKEHHUSL.

COOTBETCTBEHHO THOCEOJIOTHUYECKAss HCTOPUS MHPOIOHUMAaHUs Oblia
ncToprel 60pbOBI IBYX HACONOTHI — Haeadn3Ma U MaTepralin3Ma, KpaHue
(hopMBI KOTOPBIX COMPOBOXKIAIUCH TPATreIUsIMA B UCTOPUH JIBHIKEHUS YEJO-
BEUECKHX COLINYMOB.

Mertadusnyecky BBICHIMH yPOBEHb MHUPONOHHUMAHHS MPENEIBbHO AaleK
OT pa3pelieHUs TAaKTHYECKUX, CHIOMHUHYTHBIX MPOOJIeM HE TOJIBKO B Hayke,
HO Y B TIOJTUTHKE U JIaXKe B MPo0IeMax JKUTEHCKIX, TOCKOJIIBKY OH BCET/Ia OCHO-
BaH HE HAa TaKTHKE, a Ha CTPATETUHU B JIFO00H U3 cep YeTOBEUECKON e Teb-
HocTH. Hampumep, st 10ATO HE MOT TIOHSITh CYTh JUCKYCCHUH JABYX BBIIAFOIIAXCS
MbIcnuTenei-ouonoros A.A. Jlrooumesa u b.C. Ky3una (M3 nepenuckwu..., 1983;
[Ipobnembl cucremaruku..., M.: Hayka, 1983). [lepBbiii u3 HUX OBl yBEepeH
B BO3MOKHOCTH cJIeNlaTh OMOJIOTHIO CTOJIb )K€ TOYHOM U Mpeicka3yeMoil HayKoil,
Kak ¢u3uka. Bropoif cozHaBai, 4To 3TO CAETATh MPUHIIUITHAIEHO HEBO3MOXKHO.
A MHE 0CTaeTcs TOJNBKO HANESAThCS, YTO ITOT TEKCT MO3BOJIUT TOHATH, TOYEMY
obu1 ipaB b.C. Ky3un.

UYroObl mepeiTn K 00LIeMy UTOTY, KacaloleMycss KOHEYHBIX CMBICIIOB BCEH
HCTOPHUH IIPOIIECCOB — CMBICIIOB, CBSI3aHHBIX HE ¢ (GU3MUECKUM, KOTHUECTBEHHO
BBIPA3UMBIM CMBICIIOM TE€OPHH OTHOCHUTEIBHOCTH A. DWHIITEWHA, a C TeOpUeH
OTHOCHUTEIIFHOCTH KaUeCTBEHHOHN (MCTOPHYIECKON) (hOPMBI IBHKCHHUS, ITIOCTapa-
FOCh MAaKCHMaIIbHO KPATKO U SICHO BBIPA3HUTH CYTh JIOOOT0 HCTOPUUYECKOTO JBH-
JKEHHS KaK MeTa(U3uKy mporecca.

[NocnenHsiss MaKCUMaIbHO JIalieka OT PEIICHUS MPUKJIAIHBIX, CHFOMUHYT-
HBIX TIPO0JIEM HE TOJIBKO B HayKe, HO M B JIF000# Apyroi cdepe uenoBeueckoit
JCSITEIIBHOCTH, N00 MeTa(u3MKa CIYKUT THOCEOJIOTMYECKOW OCHOBOM HE Tak-
THKH, & CTPATeTHH TIOHUMAaHUS — TOTO YPOBHS pEIIeHUs HAay4YHBIX MPoOIeM,
Ha KOTOPOM OCHOBaHBI KOHEYHBIE CMBICIIBI OHTOJIOTTYECKH TBOPYECKOU (PYHKITHH
MeTadu3nueckoro «BpeMeHn» M KOTOpbIE CTAHOBSATCS CMBICIAMH CYILECTBOBA-
HUS K&KJOT0 U3 HAC, HE3aBUCUMO OT BBIOPAaHHOW HaMU c(ephl AeSITETHLHOCTH.

CyTb 3TOH cTpareruv OCHOBaHAa Ha JCHCTBHHM SIUHAYYHOW NPHUYUHEI
«CBEPXY BHU3»: IPHUYUHBI UCTOPUUCCKON KaK AITHUCUCTEMHON (hOPMBI IBUKECHU S
cucreM «M — M». DTIUCHCTEMHOCTh TOJBKO B TOYHBIX, OJJHOCHUCTEMHBIX (€1H-
HOCHCTEMHBIX) HAyKaX TOXKJIECTBEHHA NMPUYUHE BHYTPUCUCTEMHOH (MpUYMHE
«cHU3y BBepx»). Ho CyTh BceX MCTOPHUECKUX HAYK CBSi3aHA MMEHHO C DIIHCH-
cTeMHON yepenoil (cMeHoi) cocTodHuil cucteM «M — M» Kak MHOIOKOMIIO-
HEHTHOW OCHOBBI THOCEOJIOTHYECKUX PEKOHCTPYKIIHH J1I000r0 HCTOPUUECKOTO
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JIBUXKCHUS, KPOME, MOXKET OBITh, MAKCUMAJILHO MPOCTOr0, KOCMOJIOTHUECKOTO
JIBUIKCHUS KaK MCXOJHOM OpMBbI Hauajia HCTOPUH, OCHOBAHHOW Ha (PU3UKO-XH-
MHWYECKOH MpoleccyabHOCTH. TONBKO /1Sl HE€ CBOMCTBEHHA BHEMCTOPUYECKAs
YHUBEPCAJIBHOCTD («BE3/IE M BCET/Iay), MPUYEM XUMHUUYECKHE MTPOIECCHI yiKe CO-
JepKaT «IIPU3PAK» CIOKHOCTH, T. €. MHOTOKOMIIOHEHTHOCTH KaK CYI[HOCTHOM
OCHOBBI SMHUCUCTEMHOTO IBHKCHUSL.

ONHUCUCTEMHOCTh UCTOPUYECCKON (DOPMBI JIBMIKCHUSI 3aKAHUUBACTCSI MAKCH-
MaJIbHO CJIOKHOW CTPYKTYPUPOBAHHOCTBIO cUCTEMBbI «M1 — My, CyTh KOTOPOM —
NPUOJIMIKEHUE K MOHOTIOJIMK BTOPMYHO 3HAYMMOM YMCTON UIeanbHOCTH («H,»),
a MaTepuaJbHBIN KOMIOHEHT («My) mpeBpariaercs JTuilb B CPEACTBO IS 3a-
BEpIICHUS BCETO UCTOPUYECKU 3HAYMMOTO JIBUIKEHUS, YTO COOTBETCTBYET BO3-
BpAIICHUIO MCXOJHO TBOPYECKOHN HAeaIbHOCTH MeTa(u3nveckoro «BpemeHny
B TPAHCIICH/ICHTHYIO BEYHOCTS.

CyTb M3BECTHOW JIUCKYCCHH ABYX HOOCJEBCKHX JlaypeaToB A. DHHIITEH-
Ha U A. beprcona (http://pages.bspu.by/obschi xxi.source/1017.html) kacamace
KakK pa3 aByX (hopM MHUpONOHWMaHHWS: (PU3HUECKOro W mcrtopudeckoro. Eciam
MIEPBBIA U3 HUX UMEJ B BHJIY TOJBKO (PM3HUECKYIO (DOPMY NIBHMIKEHUS, TJE OT-
HOCHUTEJIHOCTh UMEET KOJIMUECTBEHHO BBIPA3UMBIH, T. €. CYry00 HJIeaIbHBIH
CMBICJI, TO BTOPOU UMEJI B BUIY HCTOPUUYCSCKU 3HAUUMYO (DOPMY JIBHIKEHUS, TJIC
OTHOCHTEIIFHOCTh UMEET CMBICI KAUECTBEHHO 3HAUMMOU (DOPMBI JBIKEHUS KaK
JIUCKPETHOM MOCIe0BaTEIbHOCTH B CMEHE COCTOSIHUM cructem «J —My.

B 9T0i1 cBSI31 MOKHO TOBOPUTH O TPEX dTANax B ABOIOIHMH UCXOTHO TPAHC-
LEHJCHTHOM (YUCTOMW) MJICaTbHOCTH, aKTUBHOCTh KOTOPOH B HAIIEM TOCKCTO-
pOHHEM (IIpoIeCCyalibHOM) MUPE MPEICTABICHA UCATBHOCThIO, KaK (DYHKIIUU
AKTHBHOCTHU TPEX ITANOB MeTapu3nieckoro « BpemeHnn».

1 —9Tam yHuBepcaabHO YUCTOM UACaTFHOCTH IPEACTABICH OHOPOIHO ITOJIe-
BOH (KOHTHHYaJIBHOW) HANIPSHKEHHOCTHIO, COOTBETCTBYIOIIEH MOHOTOHHOCTH (hu-
3U4ecKOi (POpMBI ABMKEHUS (HACITEAVS YUCTO TPAHCUICHICHTHOHN U/ICaIbHOCTH).

2 — 3Tal mpoleccyajbHO CTPYKTYPUPOBAHHBIN: OCHOBA UCTOPUUYECKH 3HA-
YUMOM (YCTIOKHSABIIEHCS) CMEHBI COCTOIHMM cucTeM «H| — My, xapakrepusyio-
muxcs oOmiel TeHAeHIHeN K TPOCTPaHCTBEHHO-BPEMEHHO JIOKaIN3allH.

3 — s3aBepuialuMid 3Tan KcTopur: (HOpPMHUpPOBAHUE HAUOOJIEE CIIOKHBIX
(MakCMMaJIbHO MHOTOKOMITOHEHTHBIX) M YHUKAJIBHBIX (JIOKAJbHBIX B IPOCTPaH-
CTBE-BPEMEHH) IPOIECCOB, KOTOPhIE MaKCUMaIbHO HACKHIIIEHB BTOPUYHO HJIe-
anbHBIM KOMIIOHEHTOM (M), «BBI3pEBIIMMY B HEAPAX UCTOPUUECKH YCITIOKHSAB-
LIUXCA CMEH COCTOSIHUM cucteM «M1 — M.

MeTadusnyeckn oOIIas cxeMa TPEX OSTAlOB JBHKCHUS BBITJISJUT TakK:
«M, — (U, - M) - (U, — M — HW,)» Ona unraercs cieayomum o0pazom:
OT HCXOIHO TPAHCUEHIAEHTHON maeanbHocTH (M), paspsaaku HanpsHKEHHOCTH
KOTOpOH BETW K MHOT000pa3nio (heHOMEHAThHO (MaTepHaTbHO) SIBICHHBIX CH-
crem (M, — M), a B MX HCTOPMYECKUX HEAPAX BbI3pEBala BTOPUYHO YUCTast
ujeanbHocTh (M,).
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Kareropus «BTOpHUYHO YMCTas UJEAIBHOCTBY MOAPa3yMEBAET BCIO UCTO-
PUYECKH 3HAYMMYIO CTPYKTYPHPYEMOCTh MeTadu3nueckoi kareropun «Bpe-
Ms»: | — HCTOPUUECKN UCXOMHBIN, pallHOHATBHBINA, (hU3UKO-MaTeMaTHICCKHUIH
acmekT kateropuu «Bpems» kak (QpyHIaMEHT BCei MCTOPHH MPOIECCyaThbHO-
CTHU (HO HE ee caMoii): OCHOBA TEOPUH OTHOCHUTEIBHOCTH A. DiHIITEeHHA; 2 —
HUCTOPUKO-CUCTEMHBIN, KaueCTBEHHBIN acnekT « BpemeHnuy, mpencTaBisiomui
CBOETO pozia Bce Ooliee IPOOHBIE, CUCTEMHBIE «OCKOIKN» MCXOIHO OOIIeeau-
HOTO, YHUBEpCAJIBbHOTO «BpeMeHn»: 0CHOBa OTHOCHTEIHHOCTH MCTOPHUUYECKH
3HAYUMOTO JIBMKEeHUS cucTeM «M — My»; 3 — acniekT anuuctopuueckoro «Bpe-
MEHH» KaK ero YK€ I'HOCEOJIOTHYECKHH acCIeKT M0 JOCTHHKEHUI0 Hanboee
CJIOKHOTO IPOLECCYalIbHOTO YPOBHS HE TOJNBKO peduiekcuu, HO U camoped-
JIEKCHU: YPOBHS OCO3HaHMs ce0sl KaK MCTOPHUYECKH KOHEYHOW (YHKIUHU IO
3aBEPIICHUIO (3aMBIKAHUIO) UCTOPUYCCKU WCXOJHOW, TBOPYECKOW (DYyHKIIMH
MeTapu3znueckoro « BpeMenn»: BEpHYTh €ro B HCXOAHYIO0, TPAHCIEHICHTHYIO
BedHOCTP Kak YHUCTYIO HACATHHOCTD.

Bropoit u TpeTuii acriekThl kaTeropuu «BpeMs» TpeanoiararoT yxe OT-
HOCHUTEJIBHOCTh Ka4eCTBEHHO 3HAUYMMOW (hOPMBI IBMIKEHUS, CIOKHOCTH KOTO-
pOii, 0O4eBHIHO, MHTYUTHBHO OCO3HAJI, HO HE CMOT BBIpa3uTh A. beprcon B ero
nuckyceuu ¢ A. DitamTeitHoM. OH, ¢ OIMHON CTOPOHBI, BOCXUIIAJCS JOTUKOMN
co3/1aTeN sl TEOPUH OTHOCUTEIHHOCTH KOJTMYECTBEHHO 3HAYUMOM ((PU3NKO-MaTe-
MaTHU4ecKoi) GOpMBI IBMIKEHUS — OTHOCHUTEIBHOCTBIO PAIlMOHATBHO BBIPA3H-
MO (hOpMBI TBMIKEHUSI, HO BMECTE C TEM B €0 BO3PAKCHHUSIX SIBHO YyBCTBYETCS
HEYAOBJIETBOPEHHOCTh 3ToW Teopueil. Cam A. beprcon Obu1 oyeHb OIM30K
K O00OCHOBaHHIO SMHCHUCTEMHOW CYHIHOCTH OTHOCHUTEIBHOCTH HCTOPUYECKOM
(hopmbl nBMKEHUS cucTeM. EMy ocTaBanoch COBCeM HEMHOTO: BBECTH JUIS siC-
HOCTH J[Ba CYIIHOCTHO KaTerOpHallbHBIX TepMHHa. Bo-TIepBBIX, caM TEMHH
«IMUACUCTEMHOCTEY», BBIPAKAIOIMINNA TBOPUYECKYIO (PYHKIIHIO MeTahU3NIECKOTO
«BpeMeHn» — CyIIHOCTb, KOTOPYIO OH YK€ SICHO OCO3HAJI, & BO-BTOPBIX, TEP-
MHH «BTOpPHYHAsl UACATBHOCTBY — KAaTETOpHUs, CBA3aHHAS C UPPALMOHAIBHON
MPUYUHON «CBEPXY BHU3», YTO BPSJ JIM TOTJa NIPUBETCTBOBAJIOCH ObI HAa (OHE
paIMOHAIIBHOTO U BIOJHE 3aCiTyKeHHOTo TpuyMpa A. DiHIITEHHA.

[lo-BuaMMOMY, TONBKO ATHX JABYX, MeTa(pU3MUECKN 3HAYUMBIX CYITHOCTEH
He xBatuiio A. beprcony miist Toro, 4To0bI chOpMYITHPOBATh (OOOCHOBATE) CYIII-
HOCTb MPUHIUITHAIBEHO APYTOH (OPMBI OTHOCHTEIBHOCTH: OTHOCUTEIIBHOCTH HE
KOJIMYECTBEHHO, & KAYECTBEHHO BBIPa3UMOH (KaK CUCTEMHOH) (DOPMBI JTBIKCHHUS.

Wnaue roBOpsi, B UCTOPUYECKH CUCTEMHOH (hopMe ITpoIiecCyalbHOCTH JIBUTA-
I0TCs HEe a0CTPaKTHBIE (YMCTO MICANBHBIE) CYITHOCTH (KTOYKN») KaK B (HU3UKE,
a TPOMCXOJUT TOdTaIHAsA (Ka4eCTBEHHO 3HAYMMas)) CMEHa COCTOSHHM CHCTEM
«I — M». A HauBBICHINH, 3aKJIIOUUTEIBHBIA UTOT UCTOPUUYECKU KaYECTBEHHOM
(OpMBI IBMIKEHHS — 3TO JOCTHXKCHHE TOTO YPOBHSI MAKCHMAaJIbHOM CIIOKHOCTH
nBrkenus cucteM «M, — My, pe3yabraToM KOTOPOro CTaHOBUTCS JTOCTHIKEHHE
(OsIBJIEHHE) BTOPUYHO YMCTOM neanbHocTH (M) Kak SIMCUCTEMHOTO (& 3HAYUT,
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U MUMaTEPUAIBHOT0) UTOTA BCEH JTUTEIHHON UCTOPUH KAUECTBEHHO 3HAUUMOM
nporeccyanbHOCTH: POPMUPOBaHKE YesoBedeckol JInuHocTn (aHanora jocTu-
YKEHHSI CKOPOCTH CBETa B (PU3HKE — CYITHOCTH KOIMYECTBEHHO BHIPA3UMON).
JIMYHOCTH COOTBETCTBYET YHMCTO HACAJBHON (opMe TepMHHAllAa WCTOPHUH,
T. €. TEPMHUHAITY Ka4eCTBEHHO 3HAYMMOT'0 ITPOIlecca, OCO3HABIIEMY cebst Kak TBOP-
YECKHU UACANBHYIO CYITHOCTD: «HeT, Bech s He yMpy». DTO U €CTh OCO3HAHHUE KO-
HEYHOr0, BTOPUYHO YHUCTOrO UIEAILHOTO cMbIC/a (V) KoHIa MCTOPHUH, YTO COOT-
BETCTBYET BO3BpaIlleHHIO MeTadu3nueckoro « BpemeHnn» B ucxonHy0 BedHoCTs.
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Epigenesis as teleological (irrational) basis of biological evolution:
the reason «top-down»

S.S. Lazarev

The historical (=qualitive) form of movement corresponds to a series in the step-by-step epi-
systemic change of integral “ideal-material” systems as various-scaled form of the move-
ment in time and space. This movement is characterized by the action of irrational reason
“from up to the bottom”, i.e. the reason of increasing of general complexity (multi-unity) in
a general history of procedure and bases of theory of relativity of the qualitive-significant
form of the movement. Its outcome is a formation of maximum complicated process (hu-
man personality), realizing itself as gnosiologically creative personality by the end of the
entire history, which have been started by the ontological activity of metaphysical “Time”.
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