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Ha ocHOBe paznuyHBIX TUNIOTE3 MPOUCXOXKAECHUSI MHOTOKJIETOYHBIX XXMBOTHBIX MPOAaHAIM3MPOBaHA MPO-
O1eMa TIPOUCXOXKAEHUS XXU3HEHHOTO 1IMKJa Metazoa. B cOOTBETCTBUM € TUTIOTE3aMM TacTper U (aromu-
TEJUTbI UICXOMHBI XKU3HEHHBIN LIMKJI MpeakoB Metazoa — rojionejgarudyeckuii. B pamkax rurores nepBUYHOK
CeleHTapHOCTHU TpenoK Metazoa umen neaarooeHTUYECKUid XXU3HEHHbBIN 1TUKII C pacCeTUTETbHBIMU JIU-
YUHKaMM — CMH300CcNopaMu. B cooTBeTCTBUM € 3TO# runoTe30ii Eumetazoa mpoucxoasiT OT MpOreHeTU-
YeCKMX JUUYUHOK celleHTapHOoTro mpenka. McxomHblit )XU3HeHHBbIN UMK Eumetazoa (MHOTOKJIETOUHBIX
>KMBOTHBIX, 00JIaIal0lIMX HEPBHOM CUCTEMOM, MyCKYJIaTypOii, pPTOM U KMIIEYHUKOM) — 3TO ToJIoNearu-
YeCKUil JKU3HEeHHbI 1TUKJI. MMeHHO TaKoii >KM3HEeHHBII IMKJI cBOMicTBeH Ctenophora, KOTOpbIe SIBJISTIOTCS
HauboJjiee paHo obocobuBIIeiics BeTBblo Eumetazoa. Cnidaria u Bilateria siBIsI10TCSI CECTpPMHCKUMU TPYII-
namu. Mx obmumii npenok npuoOpes menaro-0eHTUYeCcKuid XXKU3HEeHHBIN UMK de novo. [lenarmyeckast
4yacTh >KM3HeHHOoTro ukiaa Cnidaria BKJIIoUaeT TOJIbKO OJIacTyJIbl U racTpysbl. ¥ yactu Anthozoa coxpaHsi-
I0TCs TIAaHKTOTpO(dHBIE TacTpybl. [1nanynsr Medusozoa — 3To 1eliuToTpodHbIE TUUMHKY C YITPOILIEHHBIM
CTPOE€HUEM, OHM YTPATUJIM PACCEIUTENbHYIO (DYHKIUIO B CBSI3U C MOSIBJICHUEM B XKU3HEHHOM LMKJIE CTa-
Uy Meay3bl. Y TpexcioiHbix Bilateria mpou3sonia mpojioHTraus nejarndyeckKoi 4acTy XKM3HEHHOTO 1IMKJIa
3a CUET IOSIBJICHUS PECHUYHBIX OMiaTepaibHO-CUMMETPUYHBIX TUUMHOK, KOTOPbIE B J€MCTBUTEIbHOCTU
MPEACTAaBIISIIOT COO0M IOBEHWIbHBIE (DOPMBI, TIOIHSITHIE B TOJIILY BOIbL. DTOT (DUIOTEHETUYECKUI MOTYC
MOXeT ObITh 0003HaUeH crelaIbHbIM TEPMUHOM “NapBaiu3anus”. TakuM o6pa3oM, JMYMHKU BCEX TPEX-
CJIOMHBIX OWJIaTepUil UMEIOT 00lliee MTPONCXOXKICHUE OT IOBEHWJIBHBIX CTaIUi OOIIIETO TpeiKa OujiaTepuii.
Mx pecHUYHBIE LIHYPBI TPOU3OILUIN OT BULOU3MEHEHBIX PECHUYHBIX LIyIaJlel] OBEHUWJIbHBIX CTaAuii 00-
mero mpenka Bilateria. [IpocieskeHbI TOMOJIOTUYHBIC DJIEMEHTHI B PECHUYHBIX IITHYpaX JUIMHOK Trocho-
zoa u Deuterostomia.

Knarouesble cro6a: nporucXoXaeHUE MHOTOKJIETOYHBIX, TEOPUS TACTPEU, TEOPUs (parolMTe UIbI, TEOPUSI TIep-
BUYHOI CeIeHTApPHOCTHU, XXM3HEHHBIN LIUKJI, OO TIpeaoK OuaaTepuii, mejarndyecKue JMIUHKY, JapBa-
JIV3alMs], peCHUYHBIE IITHYPBI
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BBEAEHUE

ITpobGnema »BoFOINS XKM3HEHHBIX TUKIOB Meta-
70a U TIPOUCXOXIAEHUE UX MEeNarn4eCKUX JUUYNHOK —
3TO OAVH U3 “BEYHBIX” BOIPOCOB CPABHUTEIBHOI AM-
Opuosiorun 6ecro3BoHOYHBbIX. Kak u3BecTHO, cyille-
CTBYET JIB€ TOUKU 3peHUs Ha MPOOJIEMbI NTEPBUYHOTO
SKM3HEHHOTO ITUKJIa U TIPOUCXOXKIAECHUS TIeJIarnyeCKrX
JMYMHOK. BpImaromuiicss poCCUMCKU 3MOpUOIOT
I1.T1. MBaHOB cumTall, 9TO IIPSIMOE pa3BUTHE TIep-
BUYHO U YTO “JIMYMHKA MOSIBJSICTCS B pa3BUTUU KM~
BOTHOTO TOTOMY, YTO MHUTATEJIBHOrO MaTepuana,
HaKarIMBaIOILErocs B 0OLIUTE B IMEPUOL KEITKOOO-
pa3oBaHMs, HEAOCTATOYHO UISI TIOJIHOTO 3aBeplie-
HUS 3apOABIIIEM CBOETO PA3BUTHS, U OH BBIXOJIUT U3
sgiia Ha 0oJiee WM MeHee paHHeil SMOPUOHAIbHOMN
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cragun” (MBaHoB, 1937, c. 95). MHeHue O TOM, YTO
MpsSIMOE Pa3BUTUE WIN Pa3BUTHE C HETTUTAIOIIUMMUCS
JNeOUTOTPOPHBIMA TNINHKAMU TTIEPBUIHEI IJIST MHO-
TOKJIETOYHBIX, a TIJIAHKTOTPOMHBIC JUIUHKHA BO3HU-
KaJIi HE3aBUCUMO M HECKOJBKO pa3, IIMPOKO pac-
MIpPOCTpPaHEHO B IuTeparype (CM., HampuMep, Salvini-
Plawen, 1980; MBanosa-Ka3zac, 1987, 1988, 1995;
Willmer, 1990; Haszprunar et al., 1995; Jenner, 2000;
Hadfield et al., 2001; Sly et al., 2003; Raff, 2008; Raff,
Raff, 2009 u np.).

IIpssMo TPOTUBOTIONOXKHAS TOYKA 3PESHUS B TE XKe
roapl ObU1a BhIcKazaHa U.U. E)KI/IKOBBIM, KOTOpPbI
I0JIaraji, YTo €CjM “pa3BUTHE MMeeT IIPUMUTUBHBIA
XapakTep, TO Kaxkaast CTanus BeAeT CBOOOTHEINM o0pa3
XKU3HU U CaMOCTOSITEIbHO MOAACPKUBACT CBOE CY-
mectBoBanue” (Exukos, 1939, c. 261). MHorue aB-
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Puc. 1. HDOI/ICXO)KHCHI/IS MHOTOKJIECTOYHBIX JKMBOTHLIX B
COOTBETCTBUHU C TUIIOTE30M raCcTpeH.

Ctenophora Cnidaria

Porifera

Puc. 2. npOI/ICXO}KI[CHI/Ie MHOT'OKJIETOYHBIX )KMBOTHBIX B
COOTBETCTBUH C TUIIOTE301 (baFOI_II/ITCJUII)l.

TOpPbl MPUIAEPKUBAIMCH MHEHUSI, UTO KU3HEHHBIN
LUK C TUIAaHKTOTPO(GHBIMU JIMYMHKAMU — 3TO TIEp-
BUYHAsI YyepTa MHOTOKJIETOUHBIX XKMBOTHBIX M UTO
repexo K JeHUTOTPOPHBIM JUUMHKAM U MPSIMOMY
Pa3BUTHIO TIPOVICXOINI B 3BOJIOLIMKA MHOTOKPATHO B
pa3HBIX 3BOJIIOLIMOHHEIX BeTBsIX Metazoa (Thorson,
1946; Jagersten, 1955, 1959, 1972; Strathmann, 1978,
1985, 1993; Nielsen, 1985, 1987, 1998, 2012, 2013;
Nielsen, Norrevang, 1985; Davidson et al., 1995; Pe-
terson et al., 1997; Peterson, Davidson, 2000; Erwin,
Davidson, 2002).

IMTonbITKM pa3o0paThCsl B 3TOM BOIIPOCE HEM30EK-
HO 3aCTaBJISIOT Hac 00paTUThCs K MpobieMe Mmpouc-
XOXII€HUSI MHOTOKJIETOUHBIX KMUBOTHBIX U UX KU3-
HEHHbIX INUKJIOB.

ITPOBJIIEMA ITPOUCXOXIEHHNA
MHOT'OKJIETOYHBIX )KNBOTHbIX
N NX XKM3HEHHDbIX LIMKJIOB

MHOro4ruciaeHHbIE TUIIOTE3bI ITPONCXOKIOCHMA
MHOTI'OKJICTOYHBIX 2KMBOTHBIX B CBO€ BPEMA ObLIA pac-

MAJIAXOB u np.

cMotpeHbl A.B. UBaHoBeIM (1968), paboTa KOTOPOTO
JIO CUX OCTaeTCsl CAMbIM MOAPOOHBIM 0030POM HA TEMY
npoucxoxneHuss Metazoa. Mbl He OyneM 31mech pac-
CMaTpuBaTh TUITOTE3bI MPOUCXOXICHUST Metazoa OT
MHOTOSIEPHBIX MHOY30pUil ITyTeM LEJUTIONSI pU3aLNT
(cm., Hanpumep, Hadzi, 1944, 1953, 1963), TOCKOJIbKY
B HACTOsIIee BpeMsI OHU YTPATUIIM HAayYHOE 3Haue-
HUE U MPEIACTABISIOT MHTEpEC TOJILKO B UCTOpUUE-
ckoM TtaHe. Cpely TUITOTe3 MpoucxXoxkaeHus Meta-
Z0a OT KOJOHHWI OTHOSIIEPHBIX ITPOTUCTOB MOXHO
BBIIEINTH IBE TPYIIIHI TUTIOTE3, KOTOPHBIE Lelec000-
pa3HO Ha3BaTh TMMOTE3aMU MEPBUYHON MOOMILHO-
CTU ¥ TUTIOTE3aMU TIePBUYHOMN CEACHTAPHOCTH.

K rumoTe3am nepBUYHOI MOOMIBHOCTUA OTHOCSTCS
JIBE IO CHX MOITYJIIPHBIE TUTIOTE3bI: TUIIOTE3a TaCTpPEN,
paspaboranHasa D. I'ekkenem (Haeckel, 1874), n rurmo-
Te3a daroumTelIbl, npemnoxkennas .M. Megnuko-
BbIM (Metschnikoff, 1886). O6e runoTe3bl B OpUrnHa-
Je MOXHO HaiTh B mepBoucrouHmkax (Haeckel,
1874; Mionnep, I'ekkenb, 1940; Metschnikoff, 1886;
MeunukoB, 1950), a mogpoOHBIN UX Tepecka3 — B
kHure A.B. BaHoBa (1968). O6e runoTe3bl UMeIu 1
WMEIOT MHOTOYMCIIEHHBIX CTOPOHHUKOB U TIPOTUB-
HUKOB, KOTOPBIC X pa3BUBaIN, MOIU(GULIMPOBAIN 1
KPUTHUKOBAJIM, OOJHAKO PAMKH HACTOSIIEH CTaThbU HE
MO3BOJISIOT YIIyOJISIThCS B 3TU MHTEPECHBIE BOIIPO-
cbl. Huxe Ml YIIOMHWHAEM TOJIBKO T€ aCIICKThI 'MI10-
Te3, KOTOPbIE BaxKHBI U151 0OCYKIIaeMO MTPOOJIEMBI.

B o6eux rurore3ax mpearojaraeTcs, 4ro Ipen-
KOM MHOTOKJICTOYHBIX >KMBOTHBIX ObLJIa aKTUBHO
TIaBarolasl B TOJILE BOJAbI KOJOHUS reTepOTPOMHBIX
KTyTUKOHOcC1EB (puc. 1, 2). KonoHust ¢ HEOOIbIIUM
YMCJIOM KJIETOK B TUIIOTE3€ racTpeu IMojyduia Ha3Ba-
Hue “Mopess” (OT cTaguud MOPYJBI B APOOJCHUU
MHOTOKJIEeTOYHBIX). bojiee mo3aHsIst puyioreHeTu4e-
CKasl cTaaus — mapoodpas3Hasi KojoHus — “biacres”
(ot ctanuu 6yacTysibl). B nanbHelilieM Ha nepeaHeM
MOJIIOCE TaKOM KOJIOHUU ITOSIBUIOCH BISTYMBAHUE —
NEePBUYHBbIM KUIIEYHUK, COEAUHEHHBIN C BHEIIHEN
Cpenoil MepBUYHBIM PTOM. Takoil TUMOTETUYECKUIA
JBYXCJIOMHBINA MPEAOK C ABYMS SIIUTEINATbHBIMU CJIO-
SIMU, PTOM U XOPOIIO BbIPaXK€HHOU MOJIOCThIO KUIIIEU-
HuKa ObLT Ha3BaH “l'actpeeit” (puc. 1).

B rumnorese ractpeu npeaku Metazoa UMeNIu rojio-
reJlaryecKuil XXU3HEeHHbIN MK, B cooTBeTCTBUU €
nejJarndeckumM oopa3oM KU3HU OacTest U ractpest 00-
Jlaganau panuanbHoi cumMerpueit. [ToznHee, Kak Hal-
CTaBKa HaJ ToJ0MNeIarnyeCKuM KU3HEHHBIM LIMKJIOM,
nosiBlIach noHHas cragus. I'ekkenb (Haeckel, 1874)
paccMmaTpuBall TyOOK M KUIIIEYHOMOJIOCTHBIX KaK Hau-
OoJsiee TIPUMUTUBHBIX MHOTOKJIETOUHBIX, COXpaHWB-
IIMX OpPraHU3allUIO TacTper BO B3POCIOM COCTOSIHUU
(puc. 1). CornmacHo aBTopaM 0oJjiee ITO30HUX padoT, OT
panvagbHO-CUMMETPUYHOI TIeJlarM4ecKoil racrpewu,
nepeleniieit K JOHHOMY CYIIIECTBOBaHWIO, TPOU30-
num npenku Bilateria, y KoTopbIx, TakuMm o6pasoMm,
chopMUpPOBAJICSL  TEJIar0-0EHTUYECKU >KU3HEHHbII
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kI (cM., HampuMmep, Nielsen, 1985, 1987, 1998, 2012,
2013).

B omHOI M3 MIMPOKO M3BECTHBIX MOTU(MUKALIAI
TUITOTE3Bl TACTPEU TIperoaarajioch, 4To Iepexon K
JIOHHOMY CYIIIECTBOBaHUWIO ITPOU3OIIIET HE Ha CTaIUU
racTpeu, a Ha cTaauu 0JIacTen: TaK BOZHMKIIA OutaTe-
pobiacTtesi, U3 KOTOPOI BIOCIEICTBUU CHOPMUPO-
Basiach Ounareporactpest (Jagersten, 1955, 1959, 1972).
B manpHeiimem ot OmmaTeporacTper NpoOM30ILIN KaK
Tpexciioiinble Bilateria, Tak M JBYXCIOWHBIE Opra-
Hu3mbl (Cnidaria u Ctenophora), a Takxke ryoku. B
TUITOTEe3e OMmIaTeporacTper IIpeariojiaraioch, YTO
TEPBUYHBIN KM3HEHHBIM LIMKJI peakoB Metazoa —
rojionieJlarMyeckKuii, a Meaaro-6eHTUYECKU UK
chopMHUpoOBaCs yKe Ha CTaguu 0JacTyI000pa3HBIX
npeakoB (Jagersten, 1955, 1959, 1972).

B rumotese darouuremnbl (Metschnikoff, 1886;
MeyHukoB, 1950) npenkaMy MHOTOKJIETOUHBIX CUMATA-
JINCh IIAPOBUIHBIE KOJIOHHMU XTYTUKOHOCIEB, KOTO-
pble MUTAJIMCH ITyTeM (harolrTo3a, T.e. 3axBaTa Mulle-
BBIX YaCTHII OTIETbHBIMU KJIETKAMU — YJICHAMM KOJIO-
Hum (puc. 2). Harmorapiimecs IMIIEBBIX YaCTHIL
KJIETKU TEPSUIUN KTYTUKU U TTIOTPY>KaJTUCh BHYTPb KOJIO-
HUU, QOPMUPYST BHYTPEHHIOIO Maccy amMeOOMTHBIX
KieToK. B manpHeiiem Takass BpeMeHHas nuddepeH-
LIMPOBKA CTaja MOCTOSIHHOM: HAPY>KHBIMN XTYTUKOBBI
cJioit (KuHOOJ1acT) obecreuynBall JIOKOMOLIMIO, a KJIeT-
KM BHYTpeHHell Macchl (aromurobiacra) — mepeBa-
pUBaHME MUINEBBIX YaCTUII, KOTOPHIE OHU 3aXBaThIBa-
JIM 4yepe3 TIOphl MeXIy KJIeTKaMu KuHobJacTa. Takoii
TUITOTETUYECKUIT IPEIOK C HAPYKHBIM XT'YTUKOBBIM
SITUTEIINEM U BHYTPEHHE Maccoif aMeOOMIHBIX KJIe-
TOK-(aronuToB ObUT Ha3BaH ‘‘(paroumrenoin”. B
JIaJbHEeIIeM Ha 3agHeM IoJjiroce (harounTeIbl BO3-
HHUK YY4acTOK, TIe aMeOOMmIHbIe KJIEeTKN (haronuTo-
Oacta OCOOEHHO aKTUBHO 3axBaThIBaJU IHUIIEBbIC
YaCTHUIILI — IIPO0o0Opa3 IIepBUYHOIO PTa, OJHAKO 3TOT
pPOT BeJl He B KMIIIEYHUK, a K aMeOOUIHBIM KJIEeTKaM
darouuTodaacra (puc. 2).

I'umore3a arouuTe/uibl OblIa pa3paboTaHa
NU.N. MeunukoBoiM (1886) Ha ocHOBe ero co6-
CTBEHHBIX HUccienoBaHuii aMmopuorene3a Hydrozoa.
B >MOpuoHanbHOM pa3BUTUM TUAPOUIHBIX HE
BCTpeyaeTcsl Takoil cnocod (hopMUpPOBaHUS SHTO-
JIepMbl, KaK BOSYMBaHWE CTEHKM OgacTysabl (MHBa-
ruHanus). MU.W. Meunukos (1886) cunrain, yro Hy-
drozoa — caMasi MpMMUTHUBHAS TPYMIa CTPEKAIOINX
KUIIIEYHOTIOJIOCTHBIX, U TTIOTOMY paccMaTpuBaJl MHBa-
TMHALIMIO0 KaK BTOPUYHBIM crocod dopMupoBaHUs
SHTOAEPMbI, KOTOPbIIA BOBHUK KaK pe3yabTaT 3BOJIIO-
I MEXaHN3MOB mporiecca ractpyiasaaun. .1, Meu-
HUKOB (1886) 1 ero CTOPOHHUKU pacCMaTPUBAJIN JI-
IIEHHbIE pPTa U KUIIIEYHUKA TUTAaHYJIbl TUAPOUIHBIX U
MapeHXUMYyJibl TYyOOK KakK CTaauM, peKanuTyJIUpyro-
1K€ CTPOSHUE TUTIOTETUYECKOM (DaroLuTeUIbl.

3amMeTuM, 4YTO COTJIACHO COBPEMEHHBIM B3IJISIIaM,
Medusozoa (B ToM uucie Hydrozoa) — sTo amo-
MopdHas rpynna Cnidaria, B XKM3HEHHOM LIMKJIE KO-
OHTOTEHE3 Ne 6
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TOPBIX ITOSIBWIACH OOMNOJIHUTEIbHAS IIejarudeckasi
cragusi Meny3bl (Collins, 2002; Marques, Collins,
2004; Collins et al., 2006). ITnanyasr Medusozoa —
3TO KOPOTKOXUBYIINE JICIUTOTPOMPHEBIC JTUYNHKMU,
OHM JIMIIIEHBI pTa U PYHKIIMOHUPYIOIIETO KUIIIEYHU -
Ka. IToaTOMy OTCYTCTBME MHBaIrMHAII1, KOTOPOE Xa-
pakTepHO mis1 amopuoreHe3a Hydrozoa, ectb cien-
CTBHE PENYKIIMU PTa WM KUIIEYHUKA Y JEIUTOTPOd-
HOM TJIaHYJIbI.

Hcxonst u3 rtumoresbl (haroluTesibl, MPeaKu
Metazoa TakxKe MMM roJI0IeIarndeCKuii JKU3HEeH -
HbI k. [leaaro-0eHTUYeCKMI JKM3HEHHBIN LIUKIT
BO3HMKAaJI HECKOJIbKO pa3 KaK HaJACTPOMKa HaJl TOJIO-
nejaarndeckuM IukiaoM (cM. MBaHos, 1968). daro-
OUTEJUTHI 03 pTa MepenIn K JOHHOMY 00pa3y >KU3HU
U TaJIv HavaJio TyokaM, ¢baroluTeibl C pPOTOBBIM OT-
BEPCTHEM, HO 6e3 KUIIIEUHHNKA MEePelUTH K ITOJI3aHUIO0
10 THY Y JaJIM Ha4aJio 6€CKUIIIEYHBIM TYPOEIUISIpUSIM
Acoela (oT KOoTOphIX pou3ouuin Bce Bilateria), mo-
TOMKHU TIearndeckKux (arouutes, copMUpOBaB-
LIMe SMUTEIN30BAHHBIN KUIIEYHUK, TPUKPETTUINCH
abopaybHbIM TTOJIIOCOM U Aajv Havasio rmpeakam Cni-
daria (puc. 2).

I'mmoTe3sl IepBUYHOM CeNeHTAPHOCTH TAKKe MMe-
10T AaBHIOIO MCTOpHIO. BoJbilioe BiMsTHYE Ha pa3BUTHE
9BOJIIOLIMOHHON MOpGOJIOrMM MMeJia TUIIoTe3a CHUH-
300CIIOPHI, ITOAPOOHO pa3paboTaHHas A.A. 3aXBaTKU-
HbIM (1949). CormacHo 3Toil rurore3e mnpeaKkaMu
Metazoa ObLIM KOJOHUU JOHHBIX XXTYTUKOHOCIIECB.
OHU pa3MHOXAINCh 300CTIOPaMH, 00pa3yIOIINMUCS
B pe3yJIbTaTe MaJUHTOMMYECKOTO IEJICHUS 3UTOTHI
(puc. 3, I). Ilocne meprona TIaBaHWSI OOWHOYHAS
JKTYTHKOBasI 300CITOpa TIPUKPETUIIach M CHadaia Cy-
IIIECTBOBAJIa B BUIIE OMWHOYHOIO IPUKPETUIEHHOTO
XTyTUKoHocla. [Tocie ocenaHust omMHOYHO# 300CITO-
pHI 32 CYET MOHOTOMUYECKOTO AeJieHnsT (hopMHUpoBa-
Jlach KoJloHus1. Ha criemyroriieM 3BOTIOIIMOHHOM 3Tarie
JKTYTUKOBBIE 300CITOPhI, OOpasyolluecs: B pe3yJibraTe
MMAJTMHTOMITIECKOTO ACJICHUS 3UTOTHI, He Pa3beoHsI-
JIMCh, a OCTABAJINCH coenMMHEHHBIMU (puc. 3, 2). Takas
paccenuTeIbHasl nejarudeckasi ctTaausi Obljla Ha3Ba-
Ha A.A. 3axBaTkuHbIM (1949) cuH3oocnopoii. CuH-
300CTIOpa MPUKPETUISIIIach U cpa3y aBajia Hadajao He
OIWHOYHOI 0COOU, a KOJTOHUM XKI'YyTUKOHOCIIEB.

ITo muenuio A.A. 3axBatkuHa (1949), 6iactyio-
oOpasHble JIMYMHKU, XapaKTepHble [Jisi MHOTUX
Metazoa, TIpeacTaBISIIOT COOO HE UYTO MHOE, KakK
cuH300cTophbl. TakM 00pa3oM, COrIacCHO TUITOTE3e
CUH300CIIOPbl, MEPBUYHBII XKU3HEHHbIH LTUKJI Meta-
7Z0a — BTO Mejaaro-06eHTUYECKUIA XXU3HEHHbIN LUK
A.A. 3axBaTkuH (1949) cuuTai, 4yTo runoTe3a CUH-
300CHOPHI OOBSICHSIET, MOYEMY HM3IIUE MHOTOKJIE-
TOUHBbIE, HANpUMEp TYOKW U KHUIApUU, SIBISIOTCS
MPUKPETJIEHHBIMU OpraHu3MaMu. [urore3sy CHUH-
3oocriopsl nogaepxan B.H. bexnemures (Beklemi-
shev, 1963; bBekiaemuies, 1964), KOTOpPbIi TIpeAIio-
Jlaraji, yTo Hu3iue yepBu (Scolecida) mpoucxonsT ot
HEOTEeHUYECKUX TUIaHYJT TUApOUIHbIX. CTOpPOHHU-
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Puc. 3. [IpoucxoxaeHre MHOTOKJIETOYHBIX JKUBOTHBIX B COOTBETCTBUU C TUITOTE301 MEPBUYHOM CEIEHTAPHOCTHU: | — KOJIOHUS
KTYTUKOHOCIIEB, pa3MHOXKAIOIIASICSI OMMHOYHBIMU 300CTIOpaMu, 2 — KOJIOHUSI XXKTYTUKOHOCIIEB, pa3MHOXAIOIIAsICsl CHMH300C-
nopamu, 3 — ryoKu, pa3MHOXaIOIINECs pacCeIUTETbHBIMM JIMYMHKAMU — XTYTUKOBBIMU OJ1acTyJIaMU (=CHH300CITOpaMu).

KOM TUIOTe3 TEePBUYHOMN CENeHTApPHOCTU ObUT U3-
BecTHBIN 30010r Peiinrapar Purep (Rieger, 1994),
KOTOPBIM CUUTAJ, YTO MOXKHO TOCTPOUTH SBOJIIOLIM -
OHHBIN PSII TPUKPETUIEHHBIX KOJOHUAIBHBIX Mpe/-
KOB Pa3HOTO YPOBHS OpraHM3allid — OT HU3IIUX
Metazoa no TpexciaoiHbIx Bilateria, a onMHOYHBIE
MOABUKHBIE (POPMBI MPEACTaBISIOT cOOOI TTOTOM-
KOB MPOT€HETUYECKUX JIMUMHOK TaKUX KOJOHUU. B
XXI Beke rumoTe3bl IMepBUYHON CeIeHTapHOCTH T10-
nyawn HoBoe pasBuTtue (Nielsen, 2008; Mikhailov
etal., 2009).

B coBpeMeHHOI1 TpaKTOBKEe TMITOTe3a MEePBUYHOIA
CeICHTApHOCTY TIPENrojaraeT, 4ro Iejlaro-OeHTuYe-
CKMIA XM3HEHHBIM UK ObUI M3HAYaJIbHO IIPUCYIIL
MpeaKaM MHOTOKJIETOYHBIX SKUBOTHEIX. [1pr 3TOM 671a-
CTyJ000pa3Hble JUIYMHKU HE PEKATUTYJIUPYIOT (hUTO-
TEHETUYECKYIO CTaIMIO O1acTer (KaK B TUIIOTE3ax Iep-
BUYHOI MOOWJIBLHOCTH), a SBJISTFOTCSI YMCTO PaCCENIM-
TeJIbHBIMU, TIEPBUYHO JIELIMTOTPOMHBIMY JIMYMHKAMMU.

CornacHO TUTIOTE3e TIEPBUYHON CENeHTApHOCTH,
MpeaKaMyu MHOTOKJIETOYHBIX ObLIM JOHHbIE KOJIO-
HUW BOPOTHUIKOBBIX KTYTUKOHOCIIEB, KOTOPHBIE, TI0-
CTETIEHHO YCJIOXHSISICh, TAIM HA9aJI0 COBPEMEHHBIM
ryokam (puc. 3, 3). Cpenu rybok 6yacTy000pa3Hbie
JIMIUHKY XapaKTepHBI, HarmpuMep, st Homosclero-
morpha u Calcispongia (mogpob6Hee cM. EpeckoB-
ckuii, 2005). [MTpu Mmetamopdo3e nepenHsist IIoJOBUHA
JIMYUHKY BIISTYMBAETCS M TAaeT HaJaJo XOaHOIEepMe,
TOTAa Kak 3amHsIsl TIOJIOBUHA CTAHOBUTCS 3a4aTKOM
MMHAKOJEPMBI M KJIETOK Me3oxwuia. Eciv nmpencraBuTh
cebe, 9TO Takasl OBYXCJIOMHAs CTamysl He TPHKPEITH-

JIach, a MIPOJIOJIKalla TeJIaTn4ecKoe CyIeCTBOBaHUE,
MBI TTOJIyYM MHBarMHALIMOHHYIO TacTpYyJy, IIaBao-
IIYI0 PTOM BIIepes.

B pamkax runotessl MepBUYHON CEIeHTApHOCTHU
mnpeamnojaraeTcs, 4ro Eumetazoa mpoucxomsiT OT
MPOTEHETUUECKNX JUIMHOK TyOKOIMOJOOHBIX Opra-
Hu3MOB (puc. 4). Takue nporeHeTUYECKUE Ieaaru-
YeCKMe OpraHM3Mbl 3aXBaTHIBAJIM IIMIIY OTBEPCTHEM,
00pa3oBaBIIMMCS B pe3yJIbTaTe BILTYMBAHUS TIEPEI-
Hell MOJIOBUHBI 0J1aCTYJIbI, U TIEpeBapuBajIl €€ B IT0-
JIOCTH, OOpa30BaHHOW BIIITUBIIMMCS SMIUTCIUCM.
TaknMm o6pa3oM, THMIOTETUYECKMIT Tpenok Eumeta-
70a UMeJl OpraHu3aluIo TeKKEeJIEBCKOM racTpeu, ojl-
HAKO 110 CBOEMY IIPOMCXOXKIASHMIO 3Ta racTpes IIpe-
CTaBJIsIJIa cCOOOI MPOTEHETUUECKYIO JIMUYMHKY TYOOK
(cM. Nielsen, 2008).

I'yOku HauyMHAIOT MUTAThCSI TOJBKO MOCE MpU-
KpermaeHus. TUMMIHbBIM 1J1s1 TYOOK CIIOCOOOM ITUTa-
HUS gBJIsgeTcs GrabTpallmoHHass MUKpodarust — T.€.
MUTAaHUE OYEHb MEJIKUMM ITHUILIEBLIMU YaCTUIAMU,
KOTOpBEIE BCACHIBAIOTCSI 4Yepe3 MHUKPOCKOIMNICCKUE
MOPHI U 3aXBaThIBAIOTCS TICEBIOIOAUSIMU OTACTILHBIX
kieTok. ITockonbky npeanku Eumetazoa ObLIu TIpo-
TCHETUYECKUMM ITOTOMKAMHM JIMYMHOYHBIX CTaIuid,
MEepBOHAYILHO OHU AOJIKHBI OBLIM UMETh MEJIKUE
pa3Mepbl. DTO O3HA4Yajo, YTO IPU HUTAHUU OaXKe
MEJIKOII TOOBIYeil OHM, II0 CYIIECTBY, OKa3bIBaJINUCh
Mmakpodaramu. Bo3amoxHo, oBi1ageHue OTHOCUTETb-
HO KPYITHON M0O0BIYE CHOCOOCTBOBAIO PA3BUTUIO
HACTOSIIIEe MyCKyJIaTyphl 1 HEPBHOM CUCTEMBI, T.€.
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TeX YepT, KOTOPhIE HAPSAY C HAIMYUEM PTa U KUIIIEY-
HUKa oTimyaioT Eumetazoa ot ryook.

Hcxons u3 coBpeMeHHOM BEPCUM TUITOTE3hI Iep-
BUYHOM celeHTapHOCTH, ITpenoK Eumetazoa nommken
OBLI 00J1a1aTh CIACAYIOIINMI YepTaMU:

1) aTo OBLT ABYXCJOWMHBINN OpraHu3M (T.e. UMel
JIBa BTIUTEIM30BAHHbBIX CJIOSI: 3KTOIEPMY U SHTOAEP-
My — pa3AeJIEHHbIX IPOCIOMKON Me30TJIen, KOTopas
MOTJIa COAepXKaTh KJIETOYHBIE 3JIEMEHTHI);

2) OH BeJI HejlaTnYecKuii 00pa3 XKMU3HU;

3) oH 00nanan paguagabHON (OCEBOI) CUMMETPU-
e, KoTopasl XxapakTepHa MJIsl TIepBUYHO-TeJarnye-
CKMX OpTaHN3MOB;

4) OH UMeJI PECHUYHBII CITOCO0 JIOKOMOIIUY;
5) OH IBUTAJICSI OPaJIbHBIM TTOJIIOCOM BIIepe/l.

Ectb 11 cpenu coBpeMeHHBIX Eumetazoa xoTst Obl
OJHA TpyIllla, KOTopass oOJjlamaecT TaKUM HabopoM
npu3HakoB? Takasl rpymra ecTb, M 3Ta Ipylma —
Ctenophora. Pazymeercsi, coBpeMeHHbIE TpeOHEBU-
KM JAJIEKO YIIIJIA OT TUIIOTETUYECKOIO IIPOTOTUIIA, HO
OHHM OCTAIOTCS ABYXCIOMHBIMU XUBOTHBIMU. TUINI-
Hble mipeactaBuTenm Ctenophora — TUIAaHKTOHHBIC
OpraHU3MBbI, OOUTAIOIIKE B TOJIIE BOIbl. I peOHEeBU-
K1 00J1a1a10T OCEBOM CUMMETpHeil, KOTopasi coueTa-
eTCs C pagualbHOM CUMMETpUEI B CTPOEHUU CUCTEM
opraHoB. Hukakux nmpu3HakoB OMaTepajibHO CUM-
MeTpuHM y TpeOHeBUKOB HeT. HecMoTpst Ha KpyrHbIe
pa3Mephl, TPeOHEBUKM COXPAHSIOT YUCTO PECHUYHBIN
Cnoco0 OBWXKEHUS, XOTs JIST JIOKOMOLIMM CITy>KaT He
XKIYTUKH, KaK y JAYMHOK T'YOOK M Y TUIIOTETHYEKMX
npenkoB Eumetazoa, a BecbMa CrielIMaIM3MPOBaHHbBIC
pEeCHUYHbBIE KJIETKM SIMAEPMICA B COCTaBe IPEOHBIX
wiactTuHokK. OTMeTnM, 4To cpeny Eumetazoa pecHud-
Hasl JIOKOMOIIMSI XapaKTepHa IS JAYMHOK WA I
OYeHb MEJIKMX OPraHU3MOB (KOJIOBPAaTOK, TACTPOTPUX,
MEJIKUX TypOeJUIIprii 1 OpyruxX (popM, B OTHOIIEHUN
KOTOPBIX MOXKHO IIpearnojaraTb IIPOTeHETUYECKOe
npoucxoxiaeHue, — cM. Manaxos, 2009, 2010). Co-
XpaHEHME Y TaKMX KPYITHBIX OPTaHMU3MOB, KaK I'pe0-
HEBUKU, YUCTO PECHUYHOI JIOKOMOLIMN — 3TO OTIO-
JIOCOK MX IIPOreHeTn4YecKoro npoucxoxnaeHus. Ipu
HOPMAJIbHOM JIOKOMOLIMM TPEOHEBUKU IBMXKYTCS
OpaJIbHBIM IIOJIIOCOM BIEpEI.

Takum obpa3om, Ctenophora oka3bIBalOTCsl ca-
Moli 0a3zabHOI rpymoii Eumetazoa (puc. 5), u aToT
BBIBOJI, XOPOIIIO COTJIACYETCSI C COBPEMEHHBIM MpPe/-
CTaBJieHHEeM 00 O4eHb paHHEM 000COOJIEHUU Tped-
HEBUKOB, KOTOPOE MOAAEPKUBAECTCS MOJIEKYIISIPHOI
dunoreHeTHKOI 1 HelipodmmoreHeTnkoii (Ryan et al.,
2010, 2013; Moroz et al., 2014; Moroz, 2015; Moroz,
Kohn, 2015; Jekely et al., 2015; Telford, 2016; Whelan
etal., 2015; u np.).

Tunuynsle ipeactaButeau Ctenophora UMeroT ro-
JIOTIEJTAarYe€CKMM >JKU3BHEHHBIN LIMKJI, KOTOPbIHA, TAKUM
o0pa3oM, oKa3bIBaeTcs MCXomHBIM 1J1s1 Eumetazoa. B
npeneiax TUila rpedHeBUKOB y Platyctenida mpoucxo-
JINT IIepexo K JTOHHOMY 00pa3y XKM3HU U, TAKMM 00pa-
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Porifera

Puc. 4. INpoucxoxnenne Eumetazoa ot mporeHeTnye-
CKHUX JIMYMHOK CUASTYUX TYOKOTIOJOOHBIX OPTaHM3MOB.

Diploblastica

Crenophora

Puc. 5. ®unoreHeTYecKre OTHOILLICHUsT BHYyTpu Eumetazoa.

30M, (hopMUpyeTcs Tenaro-0eHTUIeCKUiA JKNU3HEHHbBIH
ki, ITo-BuauMoMy, MosiBJieHUE MeJlaro-0eHTUYeCKOo-
ro XM3HEeHHOTo 1ukia y Platyctenida rmpousonio He3a-
BHCHMO OT OoCTaibHbIX Eumetazoa. ¥ 6eHTOCHBIX rped-
HeBUKOB Platyctenida He BbIpaxkeHa IiepeIHe-3aaHsIS
MOJISIPHOCTh U COXPaHSIETCS OCceBasi CUMMETPHS, XapaK-
TepHas AJIs1 UX OIKAMIINX TTeJIarmJecKiX MpeaKoB.

ITPONUCXOXIOEHWE ITEJIATO-
BEHTMYECKOI'O ) KM3HEHHOTO LIMKJIA
CNIDARIA 1 TPEXCIIOMHBIX BILATERIA

ITo coBpemenHbIM naHHBIM (BrampraeHckas u mp.,
1995; Collins, 1998; Kim et al., 1999; Collins, Valen-
tine, 2001; Halanych, Passamaneck, 2001; AnemuH,
ITetpos, 2002; Hejnol et al., 2009; Whelan et al., 2015;
Budd, Jensen, 2017 u np.), Cnidaria u TpexclIoiiHbIe
Bilateria — cecTprHCKUE IpyIIIbl OpraHU3MOB (puC. 5).
B yueOGHMKaX U pPYKOBOACTBaX OOBIYHO OTPaKE€HBI
MpeacTaBIeHUS O paguaibHoil cuMmMeTpruu Cnidaria.
Tem He MeHee, aHAJIM3 CTPOSHUS U Pa3BUTUS CTpeKa-
IOIIMX KHUIIEYHOIIOJIOCTHBIX MO3BOJISIET 3aKIIOYUTD,



388 MAJIAXOB u np.

Puc. 6. IMpoucxoxnenue Cnidaria u Tpexcioitabix Bilateria: / — nemarmueckuii npenok Eumetazoa, 2 — Ctenophora, 3 — me-
pexol K TOHHOMY 00pa3y >KU3HU, 4 — NBYCJIOMHBII OMIaTepaibHO-CUMMETPpUYHBII TTpenok Cnidaria u TpexcioitHbix Bilateria,
MOJI3aBIINI HAa OpaJIbHOM MOBEPXHOCTH, 5, 6 — mepexon Cnidaria K MpUKpeIyIeHHOMY 00Opa3y XXU3HM U (opMUpOBaHUE
BTOPUYHOW panaabHON CUMMETPUM, 7 — IIPeNoK TpexcaoiiHbix Bilateria. ToscThie cTpenku MoKa3plBaloT (QUIOTEHETUUECKIE
TpaHchOpMalIMU, TOHKUE CTPEJIKU — HalpaBJieHUe TBUXKEHUSI OPTaHU3MOB.

yto Cnidaria — ucxoaHO OuIaTepaJbHO-CUMMETPUY-
Hag Tpymnra.

CorlacHO COBpeMEHHBIM HaHHBIM, Oa3aJlbHOI
rpynmnoii Cnidaria SIBIISIFOTCS TIpeICTaBUTEIN ITOITH-
na Anthozoa (cMm. Collins, 2002; Marques, Collins,
2004; Collins et al., 2006). MHOrOYMCIeHHEBIE UCCTIEe-
JIOBAaHUSI BBISIBUJIM OMIaTEepalibHBIM XapaKTep 3KC-
MPECCUU TOMEOOOKCHBIX T€HOB U TPAaHCKPUITIIMOH-
HbIX (pakTOpOB B pa3BuTuu Anthozoa (cMm. Finnerty,
Martindale, 1997; Martinez et al., 1998; Finnerty,
2001, 2003; Martindale et al., 2002; Finnerty et al.,
2003, 2004; Scholz, Technau, 2003; Martindale et al.,
2004; Kusserow et al., 2005; Matus et al., 2006a,
2006b, 2007a, 2007b, 2008; Marlow et al., 2009; Saina
et al., 2009; DuBuc et al., 2012; He et al., 2018 u np.).
AHAaJIN3 CTPOEHUS U Pa3BUTUSI KOPAJUIOB Pa3IMIHBIX
CUCTEMATUYECKUX IPYIIIT ITO3BOJISIET 3aKIIOUNTh, YTO
Bce Anthozoa — GmiaTepaabHO-CUMMETPUYHEIC X1~
BoTHbIE (MasaxoB, 2016). DTOT BEIBOJ TeM GoJiee Ta-
pagokcaneH, 4to Bce Anthozoa — cuasune GopMEI, a
cuasgunii o6pas XKM3HU, KaK U3BECTHO, CIIOCOOCTBYET
Pa3BUTHUIO paavabHOM, a He OGUIIaTepaabHOM CUM-
meTpun (bexnemuiies, 1964).

OIHUM 13 BO3MOXHBIX 3BOJIIOIIMOHHEIX CLIEHA-
pueB (puc. 6), OOBICHSIOMINX (DUIOTEHETUIECKYIO
61130cTh TpexcioiiHbixX Bilateria u Cnidaria, a Takxke
OWIAaTepaIbHYI0 CHUMMETPUIO ITOCICHHMX, SIBJISICTCS
MPOUCXOXKICHNE 00enX TPYII OT ABYXCJIOMHOTO OcH-
TOCHOTO IIPeIKa, IepeaBUTaBIIETOCS Ha OPaJIbHOIM 10~
BepxHoctu (Mamaxos, 2004, 2010, 2013; Arendt et al.,

2015, 2016; Arendt, 2018). BrocmencTBuy TIpeaKu
Cnidaria mpukpenuianch K cyocTpaTy abopaJbHbIM
MOJIOCOM U CTald CHUASYMMU OpraHu3MaMM, 4TO
CIIOCOOCTBOBAJIO Pa3sBUTHIO BTOPMYHOI pammaib-
HOW cuMMeTpun (puc. 6, 5, 6). [1lpeanonoxenue o6
MCXOOHOI OmaaTepaabHOCTU 00Imero mpeaka Cni-
daria u Tpexcioiinbix Bilateria oOBSICHSIET, mOUYeMY
OazajibHasI TpyIIa CTPEKAIOIINX KUIIEYHOMNOJIOCT-
HBIX, a ”MeHHO Anthozoa, ocTaroTcsl OMIaTepairb-
HO-CUMMETPUYHBIMU (hOpMaMM, HECMOTpPsS Ha MX
cuasguuii obpas xku3Hu (cM. Mainaxos, 2016). [1peaku
TpexcJIoiHBIX Bilateria coxpaHmim MOABIKHEIN 00pa3
Ku3HU (puc. 6, 7). X 1meaeBUAHBINA pOT COMKHYJICS U
JTaJ1 Ha4aJI0 CKBO3HOMY KMIIIEYHUKY, a 000COOUBIIITE-
Cs1 KapMaHBblI 1IeJIEHTepOHA — METaMEePHbBIM LIeJIOMUYe-
ckuM TioyioctsaM (Manaxos, 2004, 2010, 2013).

st coBpeMeHHBbIX Anthozoa xapakTepeH TUITUY-
HBII Me1aro-0eHTUYeCKM XXU3HEHHBIN UK (puc. 7).
YV OIMHOYHBIX LIECTUYYEBBIX KOpaljioB Actiniaria
nejarndyecKuii Tepuo BKIII0YAaeT HEMUTAIOIILYIOCS
KTYTUKOBYIO OJIACTYJIY U IJIAHKTOTPOMHYIO racTpyry
C XOPOILIIO Pa3BUTOI KUIIIEYHOI MOJOCThbIO, PTOM U
abopabHBIM CEHCOPHBIM OpraHoM. 'acTpynoodpas-
Hasl JUUYMHKA aKTUHUIN OocelaeT Ha OpaJibHYIO II0-
BEPXHOCTh, HEKOTOpPOE BpeMsl MoJ3aeT Io JHY Ha
OpaJIbHOM MOBEPXHOCTH, a 3aTeM MepeBOpaYnMBaAETCS
U TIpPUKpPETUIsieTCs abopajibHbIM OpraHOM K CyOCTpa-
Ty (Gemmil, 1921, 1922). B Takom xapaktepe meTa-
Mopdo3a TUUMHOK aKTUMHUI TPYIHO HE YBUAEThH pe-
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KAMUATYJISIIUIO TOTO (PUIOT€HETUUECKOTO IIyTH, KO-
TOophIii npouuiu npenky Cnidaria (CM. BBIIIE).

Vke y TTaBamoleil TMINHKA aKTUHUWIA TTOSIBIISIET-
cs TBa ME3CHTEpHs, MPUAAIONINX JUUYNHKE OniaTte-
pPabHYI0O CUMMETPHIO, a TMOCJIe OCETaHUs YUCIIO Me-
3€HTEPUEB 3aKOHOMEPHO YBEJIMUYMBAETCS, IIPU 3TOM
WX 3aKJIaJIKa XapaKTepu3yeTcsl BIpaXKeHHOM OuaTe-
panbHO1 cumMeTtpueit (Wilson, 1888; Gemmil, 1920,
1921; Nyholm, 1943; Hyman, 1940; Chevalier, Beau-
vais, 1987; Manaxos, 2016).

Y ogunHouHbIX KopaiuioB Ceriantharia B Tomiie Bo-
JIbI >KUBYT 1 [IUTAIOTCS BECbMa ITO3MHUE CTaaUM C 00JIb-
MM YMCJIOM Iynajen, M MedeHTepueB (Beneden,
1891, 1923; McMurrich, 1910; Carlgren, 1924; Leloup,
1964; Mononuosa, Mamaxos, 1995a, 6). B mpyrux
rpyniax KopauloB CTaauy C TAKMM YKCJIOM IIyTnajiel 1
ME3EHTEepUEB — 3TO OCHTOCHBIE IOBEHWIBHEIE OCOOM.
Takum o6pa3oM, y iepruaHTapuii UICXOTHO OEHTOCHEIC
IOBEHWJIbHBIE CTaAuM KaK Obl “IIOJHUMAIOTCS” B TOJI-
Iy BOLY M IIPEeBPaIalOTCs B IUNIAHKTOTPOGHBIX JINIM -
HOK, IIpeTeprieBasi COOTBETCTBYIOIIME amanTalliy K
TUIAaHKTOHHOMY 00pa3y XXHU3HU. DTO (PUJIOTeHEeTUYe-
CKoe SIBJICHHE, a MMEHHO MPOJIOHTAIMs Ilearmde-
CKOI YaCcTH >XKM3HEHHOI'O 1IMKJIa 3a CYeT amanTaluu
WCXOTHO OCHTOCHBIX FOBEHWJIBHBIX CTAIWI K IJIaHK-
TOHHOMY CYIIIECTBOBAaHMIO, MOXET OBITh 0003HAYEHO
TepMHUHOM “JapBaymm3annst’. Kak Mbl yBUIMM, TaHHOE
SIBJICHME UTPAET BaXKHYIO POJIb B IIPOUCXOXKICHUHN JIN-
YMHOYHBIX CTAANiT MHOTOKJICTOYHBIX XXUBOTHBIX.

B npyrux rpymnnax xopajuioB, Harpumep y Octo-
corallia m Zoantharia, THIUHKA CTAHOBSITCS JIEITUTO-
TPOMHBIMU, YTPAUNBAIOT POT U PYHKIIMOHUPYIOIINIA
kumeyHukK (Hyman, 1940). YnpoieHHble JIeIIUTO-
TpodHBIe TUUNHKY (TIAHYJIBI) XapaKTEPHBI 11T BCEX
Medusozoa. IlnaHyabl TUIIIEHBI pTa, HO 3TO OBYX-
CJIOIHBIE IMYUHKU, COCTOSIIINE U3 SKTOASPMBI U DH-
ToaepMbl. TakM 06pa3oM, IIAHYIbl — 3TO JIELIUTO-
TpodHBIe racTpyibl. O4eBUIHO, UYTO B cirydyae Medu-
SO0zoa YIPOILIEHHOE CTPOEHME JIMYMHOK CBSI3aHO C
MOSIBJICHUEM B KU3HEHHOM IIMKJIe HOBOI pacceu-
TeJIbHOM CTaguu — MEIay3Hhl.

IMPONCXOXIAEHWE JTIMYNHOK
TPEXCIIOMHBIX BILATERIA

VaureiBast, yro Cnidaria n Tpexciioiiabie Bilateria
SIBJISIIOTCSI CECTPUHCKUMMU TPYyIINaMM, MOXHO TIpe-
noJjiaraTh, 4YTO TIejlaro-O€HTUYECKUN >XU3HEHHBIN
LUK TPEeIKOB TPEXCIOMHBIX XKMBOTHBIX IEPBOHA-
YaJIbHO MpoTeKal TaK Xe, KaK y CTPEeKarolluX KH-
IIEYHOIIOJIOCTHRIX. MCXOmHO ero Ielarudeckast
YacTh BKJIIoYana, Kak y Cnidaria, TOJIbKO OJIacTyIIy U
ractpyiy (puc. 8). ¥ Bcex Bilateria rmpousoiiia mpo-
JIOHTAIUS TIeJJarn4eckKoi YacT! XXM3HEHHOTO IUKJIa
3a CYeT IIOSIBJICHUSI OMIaTepabHO-CUMMETPUIHBIX
JIMYMHOK C PECHUYHBIMHU IIIHYypaMu, oOecIieurBaio-
IIMMU JIOKOMOLIMIO ¥ mUTaHue. [1pu 3TOM TIepBEIe JI-
YMHOYHEBIE CTaINHU (PECHUYHBIC OJIaCTYJIbI ¥ TACTPYIIbI)
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Puc. 7. KM3HeHHBII LIMKIT IIECTUITYYEBBIX KOPaIoB Ac-
tiniaria: / — B3pocJjasi IpUKpeIuieHHast 0co0b, 2 — OILIO0-
IOTBOpeHme, 3 — OJIacTyia, 4 — INTAHKTOTpOMHAasI racTpy-
Ja, 5 — ocelaHue JJMYMHKU Ha OPJIbHYIO MTOBEPXHOCTb,
6 — IOBEHWJIbHAsSI 0CO0Ob, MPUKPEMUBIIIAsICS a00OpaTbHBIM

IIOJTFOCOM.

/(OZ/ ‘i?‘éb\

Puc. 8. [NepBoHAYaIbHBIN XW3HEHHBIM IIMKJI TIPEIKOB
TpexcioitHbIxX Bilateria: / — B3pocias 0cobb, 2 — OILIOA0-
TBOpeHUe, 3 — b6mactyina, 4 — racTpyia, 5 — paHHsIsI JOHHAsT
FOBEHWJIbHAsI 0COOb, 6 — TTO3MHSIST IOBEHWIBHAST 0COOb.

00JIaIal0T paaualbHOM CUMMETpUEit U oTpaxkaloT pa-
JIMAIbHO-CUMMETPUYHBIN 3Tal 9BOJIOLIMOHHOTO pa3-
BuTus. [Tocnenytolne JUYMHOUYHBIE CTAAUM (TPOXO-
¢opbl, aKTMHOTPOXW, TOPHAPUM, TUTLIIEBPYJIbI U AP.) B
CBOEM CTPOEHUU TTOAUMHSIOTCS OUlaTepaibHOM CUM-
MeTpun. HecMOTpsl Ha TO, YTO ATU JIUYUHKU BEAyT Ie-
JIaTUYecKoe CYIIECTBOBAaHUE UM MPUCIOCOOJEHBl K
JKM3HMU B TOJIIIIE BOJbI, B UX CTPOCHUM OTPaXKaeTcs op-
raHuzanusl OuaaTepaaIbHO-CUMMETPUYHBIX JOHHBIX
CTaauili pa3BUTHUS TpeaKa, XOTS U B W3MEHEeHHOM
dopme. Ilo cymiecTBy, OmaTepadIbHO-CUMMETPUY-
Hble TUYMHKU Bilateria — 3To 10BeHUJIbHBIE (DOPMHBI,
MOIHSTHIE B TOJILY BOABI (puc. 9). OpraHbl UCXOTHO
JIOHHOW I0OBEHWIbHOI (POPMBI MPU 3TOM U3MEHWUJINCH
TaKUM 00pa30M, UTOOBI 0OECIICUUTh CYILIECTBOBAHUE B
ToJIue Bombl. Takum oOpa3oMm, OmiaaTepabHO-CHUM-
MeTpUYHBIe JTMIMHKM Bilateria Bo3HUMKIIM Garomapst
npoleccy “JapBajM3aliy’”’ NEepBOHAYAJIbHO JTOHHBIX
IOBEHUJIbHBIX CTAINII.

boneimoe pasHooOpa3ye BO BHEIIHEM OOJIMKE,
CTPOEHUY PECHUYHBIX IITHYPOB U aHATOMUYECKOiT Op-
TraHM3alH CTAaBUT BOIIPOC O TOM, BO3MOXHO JI1 BOOO-
IlIe TOBOPUTH O €AMHOM IIPOUCXOXKIECHUN JTUUYMHOK
Tpexcnoitibeix Bilateria. HeymuBuTeIbHO, 4YTO MHOTHE
aBTOPBI, paCCMAaTPUBasI BOIIPOC O IIPOUCXOXKICHUH JIN-
YMHOK C BECbMa Pa3HbIX MO3UIINMI, TTPUXOIUIN K CXO/I -
HOMY BBIBOY O HE3aBUCHIMOM MPOUCXOXKIACHUU JTUUU-
HOK B pas3HbIXx rpynnax Bilateria (Hyman, 1951;
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Puc. 9. )KuzHeHHBbII UK TPeAKOB TpexcioitHbIx Bilate-
ria ¢ OwiaTepaibHO-CUMMETPUYHOMN IUIAHKTOTPOGHOMI
JIMYUHKOMN: [ — B3pociasi 0codb, 2 — OIUIOJOTBOPEHUE,
3 — omacryina, 4 — ractpynia, 5 — OmiatepaibHO-CHUMMET-
pUYHasl TUIAHKTOTpOodHAsI JIMIUMHKA, 6 — TIO3[HSIS IOBe-
HWIbHAs 0co0b. [TyHKTHUpHAs CTpeiika MoKa3bIiBaeT (hIIo-
TEHETUYECKMIA Tiepexon  OuiaTepaTbHO-CUMMETPUYHOM
FOBEHUWJIbHOM CTaNU K MeJIaryecKoMy 00pasy XXU3HMU.

HMBanoBa-Kazac, 1985, 1995; Strathmann, 1993;
Haszprunar et al., 1995; Sly et al., 2003; Valentine,
Collins, 2000; Raff, 2008). Ipyrue aBTOphI BCE XKe A0-
IyCKalOT, YTO OujaTepajbHO-CUMMETPUYHAS TIJIaHK-
TOTpo(bHAsI TMYMHKA MOIJIa C(DOPMUPOBATLCS YK€ Y
npenka ownarepuit (Davidson et al., 1995; Peterson
et al., 2004; Marlow et al., 2014), omHaKo OOJIMK TaKOi
JIMIMHKU OCTaeTCsl HesICHBIM. B HacTostIee padote Mbl
MoTbITaeMcs1 chOPMYIMPOBATh OPUTMHAILHYIO TUIIO-
Te3y MPOMCXOXKICHUS IMUMHOK TpeXcIoiHbIX Bilateria.

Ecnu Mbl mpusHaeM, 4To TpexcioitHble Bilateria
“MeJiM O0IeTo MpeaKa, TO B CTPOEHUM OuiaTepalb-
HO-CUMMETPUYHBIX TeJIaTMYeCKUX JIMYMHOK BCEX
OowiaTepuit Mbl JOJKHBI HAXOAWTh OOIIME YepThl,
yHacjeAO0BaHHbIE OT TaKOro Mpeaka. AHaIu3 opra-
HU3allMU LIynajiblieBoro anmnapara Cnidaria mokasbi-
BaeT, YTO BOKPYT MEPBUYHOTO pTa UCXOHO pacriojia-
raeTcs IBa Kpyra mryrainelr (cM. Manaxos, 2016). Mbl

I I1 I11

Puc. 10. ITpoucxoxaeHre peCHUYHBIX LIyITaJIell U MeTa-
MEpHBIX KOHeYHOcTell Tpexcioiiubix Bilateria: I — ku-
LLIEYHOITOJIOCTHBIN TMPENoK ¢ ABYMSI KpyraMu Iiyrajell,
II — 3ambIKaHue MIeJIeBUOHOIO Oiactoropa U audde-
peHumpoBka mrynaietr, I11 — oGmmit ipenok Tpexcioi-
HbIx Bilateria (Ha Bcex prCyHKax BUJ C OpaJbHOM = BEH-
TpaJIbHOI cTOpOHBI). O003HaUeHus: / — IIynajablia Ha-
PYXHOTO Kpyra, 2 — IIynajblia BHyTpeHHero Kpyra, 3 —
LIEJICBUIHbIN TTepBUYHBIIA poT, 4 — poT, 5 — aHyc, 6 —
amopayibHbIE PECHUYHBIE IIIyTablla, 7 — PECHUYHAS MMOJI-
3aTesIbHAs TTOIOIIBA, & — PECHUYHOE KOJIBIIO BOKPYT aHy-
ca, 9 — MeTaMepHbIe KOHEYHOCTH.

MAJIAXOB u np.

mpeanojaraeM, 4ro y ooimx mpenkoB Bilateria Ha
OCHOBE JIByX KpYToB Iifynajiel cpopMUpOBaInCh ABE
cucteMbl opraHoB (puc. 10). HapyxxHbIii Kpyr 1ryrma-
JIeIl 1aJl Hayajlo MeTaMepHBIM TTpuaaTKaM (KOHEUHO-
cTaM). BHyTpeHHMIT KpyT majg Hadyajlo PeCHUIHBIM
IIynajabliaM, oO0pa3ylollnMM 3aMKHYTHIi KOHTYpP BO-
KpYT 1IEJIeBUIHOTO MepBUYHOro pra. ITocne cmbika-
HUS TIOCJIEAHETrO MEPENHSISl YaCTh 9TOT0 KOHTYpa aajia
PECHUYHBIE IIYyIaJiblla, CPEOHSISI YacTh BIOJb JIMHUU
3aMbIKaHUsI OJjlacToropa — PECHUYHYIO TIOAOIIBY
(HEeBpOTPOX), a 3aAHSISI YACTh — PECHUYHOE KOJIBIIO BO-
KpyT aHyca — Tejotpox (puc. 10). ITpu nepexone 1oBe-
HWJIBHBIX CTaAU# K TUNIAHKTOHHOMY CYIIIECTBOBaHUIO
9TU COCTABJISIONIME AaM HAYaJ0 PECHUYHBIM IIHY-
paM JTUYUHOK (puc. 11).

Bricka3zaHHBIE BBITIIE COOOpakeHMST OJIM3KHU K ITO-
ctpoeHusiM Hunbcena (Nielsen, 1985; 2005, 2018) o
MPOUCXOXACHUN PECHUYHBLIX O0pa30BaHUII TPOXO-
GOpPHBIX TMIMHOK Protostomia oT peCHUMYHOTO KOJIb-
11a, OKpPY>KaBIIETO IEPBUYHBIA POT y TUIOTETUYE-
ckoii ractper. OITHAKO Ha CaMOM Jiejie, PECHUYHBINA
KOHTYP BOKPYT IIEJIEBUAHOIO OJIAaCTOIIOpA SIBISIETCS
MPOTOTUIIOM PECHUYHBIX IIIHYPOB HE TOJBbKO Pro-
tostomia, HO U Deuterostomia. JleficTBUTEIbHO, IPU
CpaBHEHUM Pa3BePTKU PECHUYHBIX 00pa30BaHUIl TH-
MUYHOI TPOxXodOophl aHHEIUA U TOPHAPUU KUIIEeU-
HOABIIIAIIX HEJb3sI HE OTMETUTh YIUBUTEIBHOE
CXOOCTBO, ITO3BOJISIONIEE BBHIACIUTH TOMOJOTMYHBIE
3JIEMEHTBI PECHUYHOTO BOOPYKEHMUSI.

PecHuuyHoe BOOpyXeHME TUIMUYHON JUYUHKU
MEPBUYHOPOTHIX XKUBOTHBIX — TPOXOGOPhl — BKIIO-
YaeT cieayloiue 3JeMeHThl (puc. 12). Bo-TiepBbiX,
3TO 00Jiee U MEHee IIMPOKOe aopaibHOE PECHUY-
HO€ MoJjie, NMPOoCTUpalollleecss MO MOBEPXHOCTU Tesa
JIMYMHKMU CITpaBa U cJieBa OTO pTa Ha O0KOBbIE CTOPO-

Puc. 11. [TpoucxoxneHre peCHUYHBIX IITHYPOB JIMYUHKHI
Bilateria oT peCHUYHBIX OpPraHOB IOBCHWJIBHOI CTamMU:
I — monHast oBeHWNbHas crtamus, Il — memarmyeckas
IUTaHKTOTpOdHast TnunHKa. O603HauYeHUs : / — anopajib-
HbIe PECHUYHBIE IIIyTaIbla OBEHWIH U al0opaJbHOE pec-
HUYHOE TI0JIe JIMYMHKY, 2 — PECHUYHAsI IoJ13aTeIbHast 110~
JIOIIIBA IOBEHWJIM U HEBPOTPOX JIMUMHKHU, 3 — PECHUYHOE
KOJIbIIO BOKPYT aHyca Y I0BEHUJIN U TEJIOTPOX TUIMHKH.

OHTOI'EHE3 TtomM 50 Ne 6 2019
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HbI U 1ajiee Ha CIUHHYI0 cTopoHy. Ha crmiuHHOIi cTo-
pOHE MMeeTCsl pa3pbiB, XOPOIIO U3BECTHBIM U3 HaH-
HBIX CPaBHUTEJbHOU 3MOPUOJIOTUM PA3HBIX TPYIIIT
TpoxodopHbIX XKMUBOTHBIX (Newby, 1940; Anderson,
1973; NBanoBa-Kazac, 1974, 1977; Adrianov et al.,
2008). ITosToMy pa3BepTKa pEeCHUYHBIX OOpazoBa-
HUI TUITMYHO Tpoxodopsl HamoMuHaeT OykBy “T7,
rlie afopajibHOE PECHUYHOE T10JIE COOTBETCTBYET T'O-
PU30HTAJILHOU NepekyiaguHe (puc. 12). Y miaHkTo-
TPOMHBIX TUYMHOK MEPEeNHUN U 3aAHUIN Kpasi afo-
PaJIbHOTO PECHUYHOTO T10JIs1 OKaliMJIEHBI YBEJTUYEH-
HbIMU pPECHUYKaMU, OOpas3yIIUMU pPEeCHUYHBIC
LIHYPbI — MPOTOTPOX U METATPOX, KOTOPbIE UTPAIOT
BaXKHYIO POJib B MUTAHWUU. Y HETIUTAIOUIMUXCS JIEIIU -
TOTPO(MHBIX JUYMHOK MMPOTOTPOX U METATPOX, KakK
MMpaBUJIO, HE BbIPaXKEHHBI (T.€. PECHUUKU MEPETHETO U
3aJJHEr0 KpaeB aJopaJibHOTO PECHUYHOIO TI0JISl He
OTJIMYAIOTCSI OT OCTAJIbHBIX peCHUYEK). Bnoab TuHum
3aMbIKaHUs G1acTornopa no OpPrOIIHON CTOPOHE MPO-
XOJIUT PECHUYHAS MOJIOCKa — HEBPOTPOX, KOTOpasi
OOBIYHO OCOOCHHO IIMPOKA y MOJ3aI0IINX JIELIUTO-
TpoHBIX IMYMHOK. BOoKpyr aHyca umeeTcs: peCHUY-
HO€ KOJIBIIO — TeNOTpoX. TakmMm oOpa3zoM, pecHUU-
Hble 00pa3oBaHus TPOXOMOPHI 00Pa3yIOT HEMPEPhIB-
HbIi KOHTYP BOKPYT JIMHUU CMbIKaHUsI OJ1acToIopa.

PasymeeTcsi, TpoxodopHble JUUYMHKHU Jaxe B
npeaeiiax aHHEeJIU, a TeM 0oJiee B TIpeleax BeChMa
OOIIMPHOI IpyIIIbl TPOXO(hOPHBIX XUBOTHHIX (Tro-
chozoa), BecbMa pa3zHOOOpa3HbI, 1 UX CPaBHEHUE C
“TUNMYHOI” Tpoxodopoil — MHTEpecHas1 U BaxkHas
3aja4a, KOTOPYIO HAaJlO0 pacCMaTpuBaTh B OTACIBbHO
pabore.

TopHapuu — TMYMHKM TIpeacTaBuTeneii Tuia He-
michordata, T.e. BTOpUYHOPOTHIX XKUBOTHBIX, KOTO-
pbIe KaK MO KJIACCUYECKUM, TaK U IT0 COBPEMEHHBIM
MPEACTABICHUSIM BeCchbMa NaJeKU OT TPOXO(POPHBIX
XUBOTHBIX. Bojiee Toro, aHanu3 prioreHeTUYeCKUX
JIepeBbEB, TOCTPOSHHBIX HA OCHOBE TaHHBIX MOJIEKY-
JIIpHOM (PMIIOTEHOMUKM, TOBOPUT O 0a3aJibHOM ITO-
JIOXKEHUU BTOPUYHOPOTHIX Ha (DUIIOTeHETUYECKOM
npeBe TpexciaoiHbix Bilateria (Peterson, Eernisse,
2001; Halanych, 2004; Philippe et al., 2005, 2009;
Dunn et al., 2008, 2014; Giribet, 2015; Telford et al.,
2015). B coOTBETCTBUM C 3TUM IUIAHKTOHHBIC TMIMH-
KM BTOPUYHOPOTHIX UMEIOT PSII apXaudHbIX YEPT, Ha-
MpUMeEpP, TAKMX KaK HaJIM4Me B PECHUYHBIX IIHYpax
HE PECHUYHBIX, a XTYTUKOBBIX KiIeToK. [lnnmmapHoe
BOOPYKE€HHUE TOPHAPUM XOPOIIO M3BECTHO M3 KJlac-
CUYECKUX M COBPEMEHHBIX paboT (Agassiz, 1872;
Bateson, 1884; Morgan, 1891, 1894; Spengel, 1893;
Heider, 1909; Stiasny-Wijnhoff, Stiasny, 1926, 1927;
Dawydoff, 1948; Jagersten, 1972; Urata, Yamaguchi,
2004; Nielsen, Hay-Smidt, 2007) 1 cocTouT U3 cie-
IYIOIIUX 3JEMEHTOB: afopajibHOe PECHUYHOE II0JIe
OKaliMJICHO MpeopajbHBIM U IIOCTOPAJIbHBIM pecC-
HUYHBIMU IIHypaMW;, Ha 3aJHeM KOHIIe TUYMHKU
MMEETCS KOJIbLIEBOI TEJIOTPOX; IO CpeaHeil JTUHUU
OPIOLIHOI CTOPOHBI MPOXOAUT PECHUYHAS MOJIOCKA
HeBpoTtpoxa (puc. 13). ¥ miaHKToTpo(dHBIX TOPHAPUIA
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Puc. 12. TunuyHas Tpoxodopa ¢ oproirHoit ctopoHs (1)
M pa3BepTKa ee peCHUUHBIX IHYpoB (I1). O6o3HaueHMsI:
1 — mpotopox, 2 — amopaibHOE peCHUYHOE T10JIe, 3 — Me-
TaTpox, 4 — HEBPOTPOX, 5 — TEJIOTPOX.

Puc. 13. TunuyuHas TMYMHKA BTOPUIHOPOTHIX KMBOTHBIX —
TopHapusi ¢ OprolrHoit ctopoHs! (I) 1 pa3BepTka ee pec-
HU4HbIX WHYPoB (II). O6o3HavyeHus: 1 — mpeopaibHbI
PECHUYHBIN LIHYp, 2 — alopajJbHOE PECHUYHOE MoJie,
3 — MOCTOpaJIbHbIA PECHUYHBIN IIHYDP, 4 — HEBPOTPOX,
5 — TeoTpox.

B CBSI3U C HEOOXOIMMOCTBIO OOECIIEYNTD ITUTAHUE JTA-
YUHKH B TeYCHUE JTOJITOTO TTIepHO/a MeJIaTMIeCKOTo Cy-
IIECTBOBAHUST KOH(MUTYpaLnsT agopaibHOTO PeCHUY-
HOTO T0J151 U (hopMa Mpe- U TTOCTOPATbHBIX PECHUYHBIX
IITHYPOB CIJILHO ycioxHseTcs (Morgan, 1891; Stiasny-
Wijnhoff, Stiasny, 1927; Damas, Stiasny, 1961). He
MeHee CJIOXKHast KOHGUTypalus agopaibHOTO pec-
HUYIHOTO TIOJIST M PECHUIHBIX IITHYPOB CBOMCTBEHHA
IUTAHKTOTPOMHBIM JIMYMHKAM MTJIOKOXUX, Y KOTO-
DBIX, OMHAKO, PEAYIIMPOBAHBI HEBPOTPOX U TEJIOTPOX.

AnopaabHOE€ PECHUYHOE II0JIe UIpaeT IJIaBHYIO
POJIb B MUTAHUU TPOXO(MOPHBIX TUIMHOK 1 TUIMHOK
BTOPMYHOPOTHIX (KMBOTHEIX. BreHneM pecHUYeK nu-
IIEBbIe YaCTULBI IEPEABUTAIOTCS 110 agopabHOMY
PECHUYHOMY MOJII0, HO CaM 3aXBaT MUIIEBBIX YaCTUIL
MPOUCXOIUT MO-pa3HOMY. Y TPOXO(hOPHBIX JTUUMHOK
MUILEeBbIe YaCTUIILI 3aXBaThIBAIOTCS ITOCPEICTBOM
Mmexanm3Mma “down-stream collecting” (puc. 14), Ko-
I1a peCHUYKM PECHUYHBIX IITHYPOB OBIOT HABCTPEUy
npyr apyry (Strathmann et al., 1972; Henderson,
Strathmann 2000; Riisgard et al., 2000; Rouse, 1999,
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Puc. 14. MexaHu3M pabOThl PECHUYHBIX IITHYPOB TPOXO-
dopsl — “down-stream collecting”: I — Tpoxocopa ¢ Gprori-
Hoii ctopoHnsl, II — cxeMa 3axBarta nuileBbIX YacTuil. O00-
3HaYeHMs: I — MPOTOTPOX, 2 — amopaibHOE PECHUYHOE
nojie, 3 — MeTaTpOX, XUPHBIE CTPEJKU ITOKa3bIBalOT
HarpaBJjeHUe OUEHMST peCHUYEK, TOHKHUE CTPEJIKK MToKa-
3bIBAIOT ABMXKEHUE YaCTHUIL [0 a0paibHOMY TTOJIO.

2000; Pernet, Strathmann, 2011). ¥ 1uumHOK BTO-
PUYHOPOTBIX XKMBOTHBIX MUIIEBbIE YACTUIIbI 3aXBa-
TBIBAIOTCS TMTOCPEICTBOM MEXaHM3Ma “up-stream col-
lecting” (puc. 15), koraa peCHUYKU PECHUYHBIX IITHY-
POB OBIOT B IPOTUBOITOJIOXHBIE CTOPOHBI, TIPU 3TOM
MUIIEBbIE YaCTUIIBI OTOPAChIBAIOTCS Ha agopajibHOe
MoJIe 3a CYET peBepCUBHOTO ynapa pecHuyek (Bulli-
vant, 1968; Strathman, 1971, 1975; Strathmann,

Puc. 16. [IporicxoxneHne 1ByX MEXaHM3MOB cOOpa MHIIe-
BBIX YACTUI] U3 TOJIILIM BOJABL: | — rMIOTETUYECKUT TIPeIoK
Bilateria, coOupaBIIMii YacCTULIBI C TTOBEPXHOCTH OCAlIKa,
II — monepeuHslii cpes uynaiblia npenka Bilateria, coou-
PalOILIETO YaCTULIbI C TOBEPXHOCTU ocajnka, I11 — nmonepeu-
HBI cpe3 urymanbla Trochozoa (“down-stream collect-
ing”), IV — momnepeuHsIii cpe3 mrymanbiia Deuterostomia
(“up-stream collecting”). O603HAYEHMSI: KUPHBIE CTPEIKU
IMOKAa3bIBAIOT HAIIpaBJieHsT (DUIOTEHETUYECKUX TpaHChOp-
MalIMii, IPEPBIBUCTBIE CTPEJIKU — HaIpaBJIeHE TOKOB BO-
IIbI, TOHKVE CTPEJIKW — IBMKEHUE MULLEBbIX YACTHII.

Puc. 15. MexaHu3M paboTbl pECHUYHBIX IITHYPOB TOPHa-
pum — “up-stream collecting”: | — TopHapus ¢ 6pronTHOI
cTopoHBsl, 1 — cxema 3axBaTa nuieBbix yactui. O603Ha-
YEHUS: XKUPHbIE CTPEJIKU MOKAa3bIBAIOT HalpaBjieHne Ou-
€HUS peCHUYEK, TOHKUE CTPEJIKN — IBUKEHWE YACTUII TTO
aZopaJIbHOMY IOJIIO, MPEPbIBUCTHIE TOJCTbIE CTPEIKU —
HarpaBjeHUe TOKOB BOJIbI.

Bonar, 1976; Gilmour, 1978, 1981, 1985, 1986, 1988;
Hart, 1991; Lacalli, 1993; Riisgird, Manriquez, 1997;
Riisgard, 2002; Riisgard et al., 2004; Strathmann,
2005; Riisgard, Larsen, 2010). DTo BaxkHOE pa3jndue,
TeM He MeHee, SIBJISIETCSI YUCTO (PYHKIIMOHAIBLHBIM U He
MOXET TPEMSTCTBOBATh MPU3HAHUIO TOMOJIOTUU aIlo-
PaJTbHOTO PECHUYHOTO TIOJIST M IPYTUX 3JIEMEHTOB pec-
HUYHOTO BOOpYKeHUS TMIMHOK. Kakoii crtocob coopa
MUIIEBBIX YACTUI] MOXKHO CUYMUTATh IIEPBUYHBIM?

[MnaHkToTpodHbIE IMYMHKUA TPeXCIOMHBIX Bila-
teria — 3To aganTUPOBaHHBIE K XXM3HU B TOJIIIE BOIBI
JOBEeHWJIbHBIE, B MIPOIIIJIOM OCHTOCHEBIC, CTanTu. MBI
He MOXEM CKa3aTh, KaK MUTAJUCh TUIIOTETUYECKUE
oOmue npeaku omnatepuii. Ecan oHu codupanm ya-
CTUIIBI C TIOBEPXHOCTH OCaiKa, TO TOr/a peCHUYKY Ha
0o0pallleHHOM K cyOcTpaTy TOBEpXHOCTH IITyraJiel] He
nmenu quddepeHmpoBku (puc. 16). [Tpu amantamumn
K MUTaHUIO M3 TOJIIIY BOJABI Mpousoluia 1uddepeH-
LIMPOBKA PECHUYHOIO armnapara U IOSIBUJIUCh pec-
HUYHbIE IIHYPHI, OKANMIISIOIINE agopaJibHOE pec-
Hu4yHoe 11071¢e. [Tpu 3TOM y TpoXO(hOPHBIX XKUBOTHBIX
copMmupoBaiica mMexaHusM “down-stream collect-
ing”, TOToa Kak y BTOPUIHOPOTEIX — “Up-stream col-
lecting” (puc. 16).

SAKJTIOYEHHUE

Hacrosiias ctatbs npencTaBiaseT co00it KpaTKuii
KOHCIIEKT TMOJIOXEHUN, KOTOPbIE HYXKIAIOTCA B JaJIb-
HEUIeM pa3BUTHN.

HesaBucrumo ot Toro, Kakyto U3 TMIIOTE3 MPOUC-
XOXIEHUSI MHOTOKJIETOYHBIX MBI TIpHHUMAaeM (TUTIO-
Te3y racTpeu, (harouTesIbl WK TUITOTE3Y CUH300C-
TIOpBI), MCXOMHBIN KM3HEHHBI UK Eumetazoa
(MHOTOKJIETOYHBIX XWBOTHBIX, OOJIAZAIOMINX HEpPB-
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HOM CHUCTEMOM, MYCKYJIaTypOl, pTOM U KHWIIEYHU-
KOM) — 3TO rojionejarndyecKuii XKM3HEHHBIM ITMKIL.
Takoit Xu3HeHHBIH UUKI coxpaHuiu Ctenophora,
KOTOpEIE MOTYT pacCMaTpUBaThCs KaK Hanuboiee pa-
HO 00ocobOuBIIasics BeTBb Eumetazoa.

YV obmmx npenko Cnidaria u TpexcioiiHbix Bilate-
ria cchopMuUpOBaJICS TeJlaro-0eHTUYECKUN KU3HEH-
Hbli nuKi. [lenarndyeckas 4acTb XXM3HEHHOTO 1MKJIa
Cnidaria BkjItoYaeT paavalbHO-CUMMETPUUYHBIE pec-
HUYHbIE OJIACTYJIbI M TacTpyJibl. Y yactu Anthozoa ra-
CTpYJIbl SIBJISIIOTCSL JIOJITO TUIABAIONIMMU TIJIAHKTO-
TpO(HBIMUA TMIUHKAMU U BBITIOJHSIOT PACCETUTENb-
Hyto ¢dyHkuuto. JlnuuHku Medusozoa yTpatwin
pacceauTeNbHYI0 PYHKIINIO, KOTOPYIO B3SIJIM Ha ceOs
Meny3bl. B cBsi3u ¢ aTUM miaHyasl Medusozoa nMeroT
VIIPOIIIEHHOE CTPOEHUE U JIMIIIeHbI pTa. TemM He Me-
Hee, MOCKOJbKY TUIaHYJIbl — BTO NBYXCJIOWHBIE JU-
YUHKM, UX MOKHO pPacCMaTpUBaTh KakK JIEIIUTOTPOD-
HbIE TacCTPYJIbl.

V tpexcnoitnbix Bilateria mpounsoliia mpoJIoHTalus
MeJIarm4ecKOi YacTH JKU3HEHHOTO IIMKJIA 34 CUET MO-
SIBJICHUS OMIaTepaiIbHO-CUMMETPUYHBIX JIMYMHOK C
PECHUYHBLIMU IITHYpaMu, OOeCIIeYMBAaIOLIMMU JIOKO-
Moumio u nmranue. Ilo cymiecTBy, OunaTepaabHO-
CUMMeETPpUYHbBIC TMIMHKM Bilateria — 3To FoBeHMIIBHBIE
(GOpPMBI, TIOTHSITHIE B TOIIILY BOALI. DTOT (PUIOTE€HETH -
YEeCKMI MOAYC MOXET OBITh O00O3HAYeH TEePMUHOM
“mapBaymmzannsg”’. OpraHbl MCXOOHO JIOHHOW IOBeE-
HUJIBHOM (hOPMBI ITPU 3TOM U3MEHMIINUCH TAaKUM 00pa-
30M, YTOOBI OOECIIEYUTh CYIIIECTBOBAHME B TOJIIIIE BO-
nel. TakuMm obpasom, OmiaTepabHO-CUMMETPUYHBIE
JmunHKY Bilateria mMeroT oOl1ee MMpPOorCXOXICHUE.

PecHuuHbIe HIHYPBHI TUYMHOK TIPEACTABISIOT CO-
00if BUJIOU3MEHEHUE PECHUYHOTO IIyNajablI€BOTO
arnmapara I0BEHUJIbHBIX CTaauii oo1ero npeaka Bila-
teria. B cuiy aToro, peCHUYHbBIN anmnapar JUUYMHOK
JlaxKe OUeHb JaeKuX B (PUIOTEeHETUYECKOM OTHOIIIEe-
HUM TPYyIN MOCTPOEH MO OOUIeMy IUIaHY, U B HEM
MOXHO BBIIEJUTb TOMOJIOTMYHbIE 3JIeMEeHThI. Oc-
HOBHbIE 2JIEMEHThl PECHUYHOTO anmnapara JUIMHOK
Owiatepuii — agopajibHOE PECHUYHOE TMO0JI€, HEBPO-
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The problem of origin of the metazoan life cycle is analyzed based on various hypotheses of the origin of mul-
ticellular animals. Accordingly to Gastrea theory and Phagocytella theory, the ancestral metazoan life cycle
was holopelagic. In the framework of the hypotheses of the primary sedentarity, the metazoan ancestor had
bentho-pelagic life cycle with dispersal larvae, the synzoospores. In accordance with this hypothesis, Eu-
metazoa came from the progenetic larvae of the sedentary ancestor. The primary life cycle of Eumetazoa (i.e.,
metazoans with nervous system, musculature, mouth, and gut) was holopelagic. Exactly this life cycle is typ-
ical for recent Ctenophora, which is the earliest branched stem of the eumetazoans. Cnidaria and Bilateria
are the sister groups. Their last common ancestor acquired the bentho-pelagic life cycle de novo. The pelagic
part of cnidarians life cycle is comprised of blastula and gastrula stages only. Some anthozoans still maintain
the planktotrophic gastrula larvae in their life cycles. Planulae of Medusozoa are simplified lecithotrophic
larvae, which had lost the function of spread because of appearance of medusa stage in the life cycle. In Bi-
lateria, the prolongation of the pelagic part of the life cycle occurred due to the appearance of the ciliated bi-
laterally symmetrical larvae which are actually the juveniles raised into the water column. This phylogenetic
modus can be designed by the special term “larvalization”. Thus, the ciliated pelagic larvae of all bilaterians
have the common origin from the juvenile stages of the last common bilaterian ancestor. Their ciliated bands
came from the modified ciliated tentacular apparatus of juvenile stages of the last common bilaterian ances-
tor. Homologous elements in the ciliated bands of trochozoan and deuterostomian larvae are traced.

Keywords: Metazoa origin, Gastrea theory, Phagocytella theory, theory of the primary sedentarity, life cycle,
last common bilaterian ancestor, pelagic larvae, larvalization, ciliated bands
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