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H3parenbekmii 1om «Cpena»

...Ecnu mos xkapmuna ozapuna meos uHvim
NOHUMAaHUeM gewjeti, ynooooUuIacy Gepuiune,
YUMo ynopsa004uLa neuzaxc, Cmag nooapkom meoe
om lTocnooa, oatul eii ums, npuoymati cyiogo,
umobObl OHA He 3a0bLIACS.
A. Cent-Ox3tonepu «L{uranensy

1. Beeoenue
B 1902 romxy memenkuii 300mor Asnekcannp Bumbrensm ['érre BBIyCTHII y4eO-
HUK 300JI0TUH, B KOTOPOM OTMEYAIHNCh TIIyOOKHE pa3iuyus B IUIAHAX CTPOCHUS TPEX-
CJIOMHBIX KUBOTHBIX: Bilateria hypogastrica (kyna ObUIM OTHECEHBI IPUHUMABIINECS
B TOo Bpems tunbl Vermes, Arthropoda u Mollusca) u Bilateria pleirogastrica (kyna
Obln oTHeceHbl Tumbl Vermiformia, Echinodermata u Chordata). Ha ocHoBanuu
B3si0B ['€1Te B 1908 rony aBctpuiickuid 30010r Kapn [(po66eH BhICTYNHII ¢ TIpe-
JIOKEHUEM Pa3eIUTh BCEX TPEXCIONWHBIX (IIETIOMUUYECKHUX) )KUBOTHBIX Ha JIBE TPYII-
bl — nepBuyHOpoThie (Protostomia) u Bropuunopotsie (Deuterostomia). B ocHoBy
ATOTO pa3AeNeHHs JIeTia TUIIOTeThYeCcKas Cyp0a mepBuIHOro pra — 6mactomopa. Co-
rnacHo uaesm ['€rre [31] u IpobOena [34], mpeakom OunaTepanTbHO-CUMMETPUIHBIX
TpéxcnoitHbIx KUBOTHBIX (Triploblastica) ObuT paguaIbHO-CUMMETPUYHBIN OPTaHU3M,
KOTOPBIM BEN Menarnyeckuii oopa3 *MU3HU U MO CBOEH OpraHu3alMyd HallOMHHAJ ra-
cTpyiy. @opMupoBaHue OuaTepasbHON CUMMETPUH OBLIO CBSI3aHO C MEPEXOJOM K
MOJIBIDKHOMY 00pa3y >ku3HU Ha nHe. OHAKO pOIOHAYaIbHUKY ABYX OCHOBHBIX CTBO-
noB Triploblastica coBepmmiam 3ToT TEepexon mo-pasHoMmy (puc. 1). Ilpemox
Protostomia (=Bilateria hypogastrica) mpu nepexozie Kk JOHHOMY 00pa3y KU3HU Hauaj
MoJi3aTh MO JHY Ha OpajdbHOM (T.e. OJacTOMOpaibHOWM) MOBEPXHOCTHU, B pPE3YJbTaTe
4yero OJacTonop YAJIMHWICS, MPUHS IIeIEeBUIHYI0 (OpMy U, cpacTasich KpasMmH B
CBOEM IIEHTPATbHO ydYacTKe, Pa3leTuiICs Ha poT W aHyc. Takum oOpa3om, 1Mo mpen-
crapiienuto ['érre [31] u ['poOG6ena [34], y Protostomia nepeaHesaatsisi OCh MeprieH-
TUKYJSipHA OPaIbHO-a00paIbHOM OCH KHUIIEYHOIOJIOCTHOTO TIPEIKa, a BEHTPAIbHAS
CTOpOHA TOMOJIOTUYHA €ro opajbHOoM mnoBepxHocTH (puc. 1b). PanuanpHo-

cuMMeTpudHbIN Tipenok Deuterostomia (=Bilateria pleirogastrica) mepemén k mosnsa-
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HUIO Ha OJTHOM U3 CEKTOPOB TeJa, ero OJIacTOmop oKa3ajcs Ha 3aJHEM KOHIIE U Ipe-
BpaTWJICA B aHyC, a pOT MPOPBAJICA KaK HOBOE OTBEPCTHE HA IMEPEJIHEM KOHIIE Tena.
Takum o0pa3zom, mnepeqHe3agHssi OCb BTOPUYHOPOTHIX COBMAAAECT C OPAJIBHO-
abopabHOM OChIO0 KMILIEYHOIOJIOCTHOTO Tipenka (puc. 1A). DTu npencraBieHus: Bo-
UM B OCHOBY CHCTEMATUKH TPEXCIIOMHBIX dKUBOTHBIX, TOCIOJCTBOBABIIEH B 300JI10-
MU Ha MPOTSHKEHUH BCero XX Beka.

Ha pyb6exxe XX u XXI BekoB ¢uiioreHeTH4eCKas TeTpaja 3aMEHUIIa TeKKEeJIeB-
CKYIO TpHaay: 3BOJIIOLIMOHHBIE MPEJCTABICHUS CTaJll OCHOBBIBATHCS HA COYETAHHUU
YEeThIPEX MACCUBOB JaHHBIX — CPABHUTEJIbHOW aHATOMMHU, SBOIIOIMOHHON OUOIOTHH
pa3BUTHs (TaKk Ha3bIBaEMbIH METOJ| «evo-devoy), MaJeOHTOJOTUU U MOJICKYJISIPHON
¢dunorenetuku [4; 5]. Pe3ynbratoM 3TOTO CTaldu TPaHIMO3HbIC IEPECTPOMKHU B MPE/I-
CTaBJICHUSIX O CHCTEME >KMBOTHOTO I1APCTBA, U B HAIIK JHU MOJEKYIAPHOU ¢uiore-
HETUKE TPUHAUICKUT BEAYIIas pojib B BBIACHEHUU (DUIOTEHETUYECKOW ONM30CTU
MEX]ly pa3IMuHbIMU opraHu3mamu. [Ipu 3ToM, HECMOTpPS HA POU3OIIECAIINA PEBO-
JIOLMOHHBIN TepecMOTp, JBE OCHOBHbIE BeTBU Triploblastica, cooTBeTcTBylOIIHE
Protostomia m Deuterostomia, coxpaHsiIOTCS B COBPEMEHHBIX (PHIOT€HETHYECKUX
CXeMax, OCHOBaHHBIX Ha JIOCTHIXKEHUSX MOJIEKYJsipHOM (rutoreneruxu [11; 35 u ap.].
B kaxkxnmom u3 3TUX IBYX OCHOBHBIX CTBOJIOB Triploblastica Bbigenaercs emé mo aBe
kpynHbie knaasl: Ecdysozoa u Lophotrochozoa cpenu nepsuunopotsix u Chordata u
Ambulacraria cpenu BTopuaHOPOTHIX (puc. 2). OIHAKO MPHU3HAKKU pa3lieJIeHUs: TpEX-
CJIOMHBIX KUBOTHBIX HA MIEPBUYHOPOTHIX U BTOPUYHOPOTHIX, B3AThIC 32 OCHOBY [ €TTe
u [po66eHOM, HE BBIIEP)KUBAIOT KPUTHUKH.

2. Amgpucmomus — obwuti nymo hopmuposanusi CKEO3H020 KUUEYHUKA
Y nep8UtYHOPOMbIX U 8MOPUUHOPOMBIX

B yuebHHMKaX ¥ pyKOBOACTBaX OKA3INCh 3aKPEIJIEHHBIMU OYCHB YMPOIIEHHBIE
MpeACTaBIECHUs O TOM, 4To Y Protostomia poT Bcerza nmpoucxoauT oT OacTomnopa, a 'y
Deuterostomia oT 61acTonopa NpOUCXOIUT aHYC, a POT 3aKJIAJbIBACTCS HE3aBUCHUMO
ot Omacronopa. Pasymeercs, peanbHasi cuTyalusi O4eHb Jajieka OT TaKUX MPEICTaB-
nenuii. Ha camom gene, cpenu Deuterostomia Tunu4Has BTOPUYHOPOTOCTD,

T.€. IpeBpalleHue Oaacrornopa B aHyc U GOpMUPOBAHUE PTa HE3aBUCUMO OT OJacTO-
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opa, XapakTepHA TOJBKO JIJISl UTJIOKOXKHUX. B pa3BUTHN KUIIIEUHOBIIIANINX TTOTYyXOP-
JIOBBIX OJIACTOIOP 3aKphIBACTCS, U JCHUHUTUBHBIC OTBEPCTUS MUIIEBAPUTEIHLHOIO
TpakTa 00pa3yroTCsl 3aHOBO: POT MPOPBIBAETCS HA BEHTPAJIBHOW CTOPOHE B MEpETHEM
MOJIOBMHE 3apojbllla, a aHyC — Ha 3aJIHEM KOHIIE 3apojbiiia Ha MecTe Onacrtonopa. C
Jpyroi CTOPOHBI, y TUMHYHBIX Protostomia HemMano MpUMEPOB «BTOPUUYHOPOTOCTUY,
Korna anyc (opmupyercss Ha MecTe OIacTornopa, a poT MPOPBIBAETCSA Ha MEpeTHEM
KOHIIe 0e3 CBs3U ¢ OinactonopoM. Takue MpuMepbl U3BECTHBI CPEIU KOJIBYATHIX Yep-
BEM, MOJUTIOCKOB, YJIEHUCTOHOTHX, MIPUAITYJIU]] U BOJIOCATUKOB (puc. 3).

Ha camom nene y Bcex Triploblastica (a He TOJIBKO y MEPBUYHOPOTHIX) (popMu-
pPOBaHUE CKBO3HOTO MHUIIEBAPUTEIILHOTO TPaKTa MPOUCXOAUT HAa OCHOBE amM{QuCTO-
MUU: OJIACTOTIOP BBITSATUBAETCS BOIH NEPEAHE3aIHEN OCH KUBOTHOTO, 3aMBIKAETCS B
LEHTPAJIBHOM YYacTKe, OCTaBIIEECs] OTBEPCTHE HA €r0 MepeIHEM KOHILEe NAéT poT, a
Ha 3aJlHeM KOHIle — aHyc. Takum o0pa3om, u y Protostomia, u y Deuterostomia poT u
aHyC — 3TO NMPOU3BOJIHBIE MEPEIHETO U 33JHEr0 Kpa€B IIEIEBUIHOTO Oiiactonopa 00-
mero npenka Triploblastica (puc. 4). JleiictBuTtenbHO, (HOPMHUPOBAHHE CKBO3HOTO
KHUILIEYHUKa MyTEM aM(pUCTOMHM BCTpeyaeTcsi Bo MHorux rpymmax Triploblastica.
Tunuunas ampucromusi xapakTepHa ajisi OHUXO0(DOp, HEMATOM, TaCTPOTPUX, HEKOTO-
PBIX TIOJIUXET, XOTS1 y OOJNBIIMHCTBA KOJIBYATHIX YepBEH IIENICBUIHBINA OIacTOMOp 3a-
MBIKaeTCs €33y Hamepél, Tak YTo POT MpeJCTaBisseT cOO0M ocTaTok Onactomnopa, a
aHyC OTKpPBIBA€TCSl 3aHOBO Ha MECTE 3aJHEero KoHua oOmactornopa. Takoil ke crnocod
3aMBIKaHUS ILIEJEBUIHOTO OJacTonopa XapaKTepeH ISl CUITYHKYJIH[, MOJUIFOCKOB,
(GbOpoHU ¥ KaMIITO30H. Y IUIEYEHOTUX IIEJIEBUIHBIN O1acTONOp y OJHUX BUIOB 3a-
MBIKAeTCS €331 Hanepél, ToTaa Kak y Ipyrux — crnepenu Hazaa. Cpenn 4IeHUCTOHO-
rux LeaeBUIHbIA Onactonop onucad y Ostracoda; mpogonibHas 6opo3aa, COeaUHS-
IOIIasl 3a9aTOK CTOMOJIEYMa M MPOKTO/IEyMa, XapaKTepHa JUIsi MHOTOHOXKEK, HACEKO-
MBIX ¥ apaxHuj (rmoapooHee cMm [48]).

V¥ muuunok Lophotrochozoa (T.e. y mepBUYHOPOTHIX >KMBOTHBIX) HA MECTE 3a-
MKHYBIIIETOCS Oy1actoropa (GOpMHUpPYeTCsl pECHUYHAS TTOJIOCKA, COSAUHSIONMAs POT U
aHyc, — HEBpOTpoX. Taxke HEBPOTPOX (HOPMHUPYETCS y JIUYUHOK BTOPHUYIHOPOTHIX, A

MMEHHO y TopHapuii Enteropneusta. Y XOpIoOBbIX, KaK MU3BECTHO, IPOU30LIIA UHBEP-
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CHUs CTOPOH Teja: UX JopcayibHasi (HelpaiabHas) CTOPOHA TOMOJIOTUYHA BEHTPAIbHOU
ctopone apyrux Triploblastica [3; 15—-17 u ap.]. bracTonop Xop/0BBIX Cy>KaeTcs Imy-
TéM COMMKEHNS ero OOKOBBIX KpaéB M HApacTaHWsS HEHUPOTCHHOW AKTOIECPMBI Ha €ro
nepenneM kpae. Ha mecrte Grnacronopa hopmupyeTcss HepBHas IJIACTUHKA, Kpasl KO-
TOpOM 00pa3yroT HEPBHBIE BAJIMKH. 3aTE€M 3TH HEPBHBIC BAJIUKU CMBIKAIOTCS, 00pa3ys
HEPBHYIO TPYOKY XOpAOBBIX, a CYy’Karolleecsl OTBEPCTHE OIacTOmopa CTaHOBUTCS
HEPBHO-KHUIIIEYHBIM KaHalloM. HepBHasi TpyOKka XOpIIOBBIX BBICTIIaHA M3HYTPHU pec-
HUYHBIM SIUTEIMEM — SMEHIUMOM, MTOATOMY MOXHO paccMarpuBaTh €€ Kak IMOrpy-
suBIIMiics HEBpOTpox [3]. Takum oOpazom, mpolecchl racTpyisiiuid U HEHPYISILUU
Chordata mpencraBnsaioT co0oit oguH u3 BapuanToB amductomuu [3; 16 u ap.].

MounekynsipHas T€HETUKA Pa3BUTHS MPEIOCTABUIIA HOBBIE ApPTyMEHTHI B MOJb3Y
MEPBUYHOCTH aM(PUCTOMUU KaK criocoba (GopMUpPOBAHUS CKBO3HOTO KHIIIEYHHKA Y
Bcex Triploblastica. ¥ UBOTHBIX C BBIP@KEHHBIM IIEJIECBUIHBIM OJAaCTOMOPOM — Kak
MEPBUYHOPOTHIX, TAK U BTOPUYHOPOTHIX — FeHbl Brachyury u FoxA sxcnpeccupyrorcs
B 3aUaTKax pTa, aHyca U BJOJb JJMHUU 3aMbIKatolerocs ojactomnopa (puc. 5) [12; 13;
18; 24-26 u gp.]. YMECTHO BCIIOMHHUTH BBICKa3blBaHWE OJpHECTa YWibsiMa Mak-
bpaiina B pabote o pa3Butum yaHineTHuka: «5 TBEPHO yOKIEH, YTO POT U aHYC y
BCEX JKMBOTHBIX, Y KOTOPBHIX €CTh JIBa TAKMX OTBEPCTHsI, 00sI3aHbI CBOMM MPOUCXOXK-
JIEHUEM DPa3eICHUI0 JUIMHHOTO MIEJIEBUIHOIO pTa KUIIEYHOMOIOCTHBIX» («That the
mouth and anus in all animals in which two such openings are found, owe their origin
to the division of a long slit-like coelenterate mouth I firmly believe.») [44, c. 335].

3. Ilepsuunopomule u 6mopuyHOpomoie umerom oowyIo cxemy paseumusi
YEeHMPANbHOU HEPBHOU CUCTNEMbL

O6muit npenok kiaael Cnidaria+Triploblastica ObuT ABYCIIONHBIM OusiaTepaib-
HO-CUMMETPHUYHBIM OpTaHu3MOM (puc. 6). DTOT TUMOTETUISCKUIN OpraHU3M OOUTal
Ha JHE, MEPeIBUTasiCh Ha OpaJIbHOM CTOPOHE, KOTOopas, TaKuM o0pa3oM, OKa3ajach
BEHTPAJIbHON CTOPOHOM. POT, BHITSHYTBINA BIIOJIb MEpEAHE3aIHEN OCH, OBbLIT OKPYKEH
JIBYMsI BEHUMKAMU, WIM KPyraMu IIymnajel] — JaOuaabHbIM U MapTHHATBHBIM (pUC. 4).
MapruHanbHble TpUAATKA (HAPYXKHBIH KPYT) MEPBOHAYAIBHO BBITIONHSIIMN, MPEUMY-

IIIECTBEHHO, JIOKOMOTOPHYIO (DYHKIIMIO, TOTAA KaK JabuaibHbIe MIPUAATKH (BHYTpEH-
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HUM KpyT) ObUIH CBsI3aHbI C MTUTAHUEM, XOTs B pa3HbIX BeTBsX Triploblastica 3tu TeH-
JCHIIMU PEAIN3YIOTCS Mo-pasHomy [45].

[ymanpiia ”HHEPBUPOBAIUCH MIUPKYMOJIACTOTIOPATHFHBIM HEPBHBIM TIJICKCYCOM,
OKPYaBLIUM HIEICBUAHBIA POT KUIIEUHOMIOIOCTHOTO Ipeika (puc. 6). DTa rumnoresa
obu1a pensiokeHa ené B kouie XIX Beka [21, 54]. B.H. bexnemunies [1] mogpo6Ho
paszpaboTai €€ B OTHOIICHUH HEPBHOU cucTeMbl Trochozoa. B Hamu qHM 3Ta rrmore-
3a mepexkuBaeT Bropoe poxkaeHue [14 u ap.]. Y nuunnok Anthozoa (Cnidaria), y Tpo-
xoop Annelida (Protostomia) u y 3apoxasimieii Vertebrata (Deuterostomia) rieH-
TpajbHasi HepBHas cuctemMa (OPMHUPYETCs U3 JIByX KOMIIOHEHTOB U C YYacTHEM JIBYX
CUCTEM PEryJasaTOpHbIX reHOB (puc. 7). IlepBblif KOMIOHEHT — abOpabHBIN JIEKCYC,
CBA3aHHBIA C abopanbHbIM opraHoM Anthozoa, e sKkcHpeccupyroTcs TeHbl Sine
oculis homeobox 3 (SOX3) wu retinal homeobox (RX). Y TpoxopOpHBIX JTUYMHOK
KOJIBUATBIX YEPBEH ATH K€ TeHBI dKCTIpeccupyloTcs B anucdepe. M B pa3BuTuu mo-
3BoHOUHBIX SOX3 u RX skcnpeccupyrorcst Ha mepeHeM KOHIIE B 00JIaCTH pa3BUTHUS
nepennero mosra (prosencephalon). Bropoil KOMIoOHEHT — MPKyMOJIaCTONOPATIBLHOE
CIUICTCHHE, NMHHEPBUPYIOIICE yV JIMYNHOK KOPAUIOB OPAbHYIO TMOBEPXHOCTh U IIIY-
najblia; 37eCh AKCIPeCcCUupyroTcs reHnl Brachyury, Forkhead A (FOXA) n Hedgehog
(HH) [55]. YV Tpoxodop 3TH e IeHbl 3KCIIPECCUPYIOTCS B THUIocdepe BI0JIb 0J1acTo-
nopajabHO# moBepxHocTH [49, 60], a y 3apobliieit mo3BoHOUHBIX Brachyury, FOXA u
HH »xcnpeccupyloTcss B HEPBHOW IUTACTHHKE BAOJIL (POPMHUPYIOMICHCS HEPBHOU
TpyOku [27; 38 u ap.]. Takum oOpasom, LieHTpaibHas HepBHas cucteMa Triploblastica
MMeeT XMMEPHOE MPOUCXOXKACHHE, oO1iee y Protostomia u Deuterostomia [14; 19].

4. Ilenomuuecxas memamepusi — cunanomopghus Triploblastica
dopmupoBaHue OMIaTepaIbHON CHMMETPHH CBS3aHO C (DYHKITMOHUPOBAHHEM CH-
CTeMbl TOMEOOOKCHBIX T€HOB, KOTOPYIO MOXKHO paccMaTpuBaTh KaK OJHY M3 CHHAIIO-
Mopduii kimanel Cnidariat+Triploblastica. ['oMeoO60KCHBIE T€HBI IKCOPECCUPYIOTCS CTY-
MeHYaTo BAOJIb ocH OunarepaibHoi cummeTpun. Y Triploblastica sTo nepennee-3aausis
0Ch, Tora KaK y Anthozoa (Cnidaria) 310 TUpEKTUBHAS OCh, IEPTIICHIUKYIISIPHAS OpaJTb-
HOo-abopasibHOM ocu nonumna (puc. 4, 6). Kak uzBectHo, y Anthozoa nuieBapuTenbHas

MoJIOCTh (TIETICHTEPOH) pasrpaHUYeHA Ha IMEHTPAIBHYI0 M MEePUPEPUIECKYI0 YACTH.
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LlenTpanpHas 4acTb — 3TO MOJOCTh INIOTKH, a Mepu(hepuyecKyro 4acTb COCTABISIOT TO-
JIOCTU KapMaHOB LIEJIEHTEPOHA MEXKIY CEelTaMu. JTU YacTW Pa3IMyaroTcsl 0 COCTaBy
AKCTIPECCUPYIONMNXCS TEHOB W TPAHCKPUMIIMOHHBIX (hakTopoB (puc. 8A). B crenke
DIOTKM U Ha KHUJIODIAHAYJSPHBIX TpakTax cenTt Anthozoa skcmpeccupyercsi Habop
TpaHCKpUMNIMOHHBIX (hakTopoB (foxA, hhex, islet, soxB1, hlxB9, tbx2/3, nkx6, nkx2.2),
XapakTepHBIX i KuireuHrka Triploblastica. Torma kak B MHOATIUTETHMATEHON BBICTHII-
K€ KapMaHOB IIEJIEHTEPOHA IKCIPECCUPYIOTCSI OPTOJIOTH TEHOB BHYTPEHHOCTHOM Me30-
JIEPMBI, CKEJIETHBIX MBIIIII, TCHBl COMHTOTEHE3a, a TakXKe 6 W3 7-U TPAHCKPUTIITMOHHBIX
(hakTOpOB, XapaKTEPHBIX JJIsI CEPACUHON MBIIIIBI TTO3BOHOYHBIX [57; 58]. [lomydaercs,
yro KuiedHuk Triploblastica romonoruueH He BceMy KuiedHUMKY Anthozoa, a TONBKO
IJIOTKE, BBITSHYTOM B HAalpaBlIEHUM AUPEKTUBHOM ocu. Torma kak mnepudepuyecKum
KapMaHaMm IieieHTepoHa Anthozoa TOMOJIOTUYHBI METAMEPHBIE IEIOMUYECKUE MEIIKU
Triploblastica, T.e. nenomuueckass metamepusi Triploblastica mpOUCXOIUT OT IUKIIOME-
PUM KUIIEYHONOJIOCTHBIX MPeaKoB (puc. 8b), Kak 3T0 HEOAHOKPATHO MPEAIoaraioch
CpaBHUTEIBHBIMM aHaTOMaMu eli€ ¢ koHIa XIX Beka [4; 6; 8; 9; 41; 54; 56; 61].
[lenomuyeckass Meramepus, TakuM oOpa3oM, SBJISETCS CHHAoMopguen
Triploblastica [4; 5]. [Ipu 5TOM /1Ba MEepPBHIX MEPEAHUX CETMEHTA Y BCEX TPEXCIOMHBIX
’KUBOTHBIX HUMEIOT 0CO00E CTPOCHHE, 0COOBIe (PYHKIIMU U 0COOYIO CUCTEMY PETYJISIINN
Mop@doreneza. IT0 NMpeopaibHbIA CETMEHT M MEPUOPATBbHBIA (=IyHasbLIEeBbIN) Cer-
MeHT (puc. 9), 3a KOTOPBIMU TSHETCS TyJOBUIIE. MeTaMepHasi opraHu3alvs TyJIOBHIIA
y Triploblastica perynupyercst cuctemoii Hox-reHoB, a mpeopalibHbI U MepHopalib-
HBIN (=IIyTaibIeBbIil) CETMEHTHI CBOOOIHBI OT dKcripeccuu Hox-reHoB. [Ipeopanbhbrit
CErMEHT OTMEUEH JKCIpeccuen TeHoB vax, nk2—1, rx, dlx, bf-1 v otp, Torna kak B Tie-
pUOpaIbHOM (=IIyNajIblIeBOM) CEIMEHTE SKCIIPECCUPYIOTCS ofx, pax6, emx, barH, dbx,
irx, lim 1/5 n en. Camblii IepeIHUI Kpail TYJIOBUINA, T.€. [PaHUIA MEXIy MEPBBIM TY-
JIOBMIIHBIM CETMEHTOM W TICPUOPAJILHBIM CETMEHTOM MapKHUPYETCsl SKCIPECCHEH Te-
HOB unplugged/gbx [10; 19; 20; 28-30; 32; 36; 37; 39; 40; 42; 43; 50; 51; 59; 60].
Bkynie ¢ MmopdonornueckumMu JaHHBIMU, TAKOW XapakTep AKCIPECCUH CBUIACTEILCTBY-
€T O TOMOJIOTHH IIIyHaJIBIIEBOTO (=MEpHOALHOTO) CETMEHTA M IIyNaIbIIEBOTO arnapa-

Ta y Bcex Triploblastica — v mepBUYHOPOTHIX, U BTOPUIHOPOTHIX (pHC. 9).
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C gem e Toraa CBsi3aHa CTOJh CHIIbHAS MOJICKYJISIPHO-(UIOTEHETHIECKas IO~
nepxka kiaja Protostomia m Deuterostomia BHyTpu Triploblastica? Eciu 3T0 MoHO-
(buIeTHYECKHUE TPYNIBI, TO JTOJDKHBI CYyIIECTBOBATh XapaKTEPHBIC ISl UX MPEACTABU-
Teneit Mopdonornueckue cunarnomopduu. Kak Mbl yCTaHOBWIM BBIIIE, MPU3HAKH,
B3sThIE 32 OCHOBY ['€rTe U [po6OEeHOM, HE MOTYT OBITH JOCTOBEPHBIMHU KPUTEPUSIMHU
pasneneHus IEPBUYHOPOTHIX M BTOPUIHOPOTHIX. OTHAKO BCE KE TaKWe CHHAIIOMOP-
(¢uu ecTb, U OHU CBSI3aHbI C CY/IbOOH MEPETHUX OTACIIOB MUIIEBAPUTEIILHOTO TPAKTA.
5. Ectopharyngeata u Endopharyngeata emecmo nepeuuHopomulx u 6mopuiHOpomulx

VY Bcex Protostomia nmepeaHuii y4acTOK MUIEBAPUTEIBHOTO TPAKTa MPEACTABICH
OOIIMPHON IKTOAEPMATBHOM IIOTKOM. Takas oTKa, chOpMUPOBAHHAS BISTYCHHON JK-
TOAEPMOM, COXPaHSAET KyTHUKYISAPHYIO BBICTUIKY. Ha OCHOBE CKIIEPUTOB STOW KYTHKY-
JISIPHOM BBICTWIKH Y PA3HBIX MPEICTaBUTENICH MEPBUYHOPOTHIX MOTYT Pa3BUBATHCS Op-
raHbl, MpeaHa3HAYCHHbIC 17151 u3MenpaeHus nuum (puc. 10). Oto vemtoctu Annelida,
yemoctu U panayina Mollusca, mactakc Rotifera, Micrognathozoa u Gnatostomulida,
nopume metuHku Chaetognatha, ruzzapa Bryozoa, XUTHHOBBIE CKIIEPUTHI TIPOBEHTPHU-
Kkymoca Arthropoda («kemymouHasi MeNbHUIIA»), KYTUKYJISpHBIE KiamaHbl Oyib0yca
Nematoda, rpe6enuarsie 3yon Priapulida u npyrue o6pasoBanus. B cBsi3u ¢ aTum Kia-
ny Protostomia mpaBmibHee Obu10 Obl Ha3biBaTh Ectopharyngeata, u pa3BuTue 5KTO-
JepMaJIbHOM TJI0TKM — cuHanoMmopdust kianael Ectopharyngeata (=Protostomia).

V¥ Deuterostomia, HanpoTUB, MEPEAHUN OTIAEN KHUIIIEYHUKA — TJIOTKA — OCTaETCs
YUCTO SHTOJCPMAJBLHBIM OpraHOM. OTy KiIaay TNpaBwibHee ObUTO OBl Ha3bIBAaTh
Endopharyngeata. Ognako camo 1o ceOe HaJaudue SHTOACPMAIbHOM IJIOTKH HENb3s
paccmarpuBarh kak cuHanoMmopduio Entopharyngeata, mockonbKy 3HTOIEpMalibHAS
MpUpOJIa IIIOTKH — 3TO UCXOJHBINA Mpu3HaK /it Bcex Bilateria. Tem He menee, Mopdo-
norudeckas cuHanomopdus xmansl Endopharyngeata cBszana ¢ mepeaHuM OTAEIOM
KHIIIEYHUKA — 3TO Pa3BUTHE B CTCHKAX YHTOICPMAIILHOM TJIOTKH METaMEPHBIX JIbIXa-
TEJNBHBIX OTBEPCTUH — KabepHbIX mmieneit. JKabepHble e pa3BUBAIOTCS y TPEACTa-
BuTenel nByx u3 Tpéx tuno Endopharyngeata: y XopaoBbIX U MOTYXOpJOBBIX. Y CO-
BPEMEHHBIX MIIIOKOKMX HUKAKMX IPH3HAKOB METaMEPHOTO IJIOTOYHOTO XaOepHOTro

anmapara He oOHapy>keHo. 3-3a pa3Butus kabepHbIX I1ienei moTka Endopharyngeata
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pa3znenuiach Ha JIBe MapajlielibHbIe 30HbI — jKa0epHYI0 (MCXOIHO AOPCATbHYIO) U M-
IIEBAPUTENIbHYIO (MCXOIHO BEHTpaIbHYI0) (puC. 11). 3TO 30HHpOBaHME TIIOTKUA OTYET-
nuBO BeIpakeHO y Enteropneusta. [Tockonbky XopaoBbie MepeBEPHYTH OTHOCUTEIHHO
npyrux Triploblastica, — ux qopcainbHas CTOpOHA TOMOJIOTHYHA BEHTPAJILHON CTOPOHE
NpoYrXx OMiIaTepanbHO-CHMMETPUYHBIX JKMBOTHBIX, @ BEHTpaJlbHas — JOpCalbHOU [3;
15; 16 u ap.]. [loatomy y Chordata nuieBapuTenbHasi 30Ha IJIOTKM OKa3bIBaeTCs Ha
JOpCabHOM CTOPOHE U BIOCIEACTBUUA CTAHOBUTCS JOPCAIbHOM XOPJOM, a xabepHas
30Ha TJIOTKW 3aHUMAET, HA000pOT, BEHTpaabHOE monokenue (puc. 11). ManoBeposiTHo,
9yTOOBl >Ka0epHblEe WIETM U COOTBETCTBYIOIIEE 30HUPOBAHUE IVIOTKA BO3HHUKIO Y
Chordata u omgnoii u3 rpynn Ambulacraria (a umenno, Hemichordata) nesaBucumo
apyr oT apyra. CormacHO MPUHIUITY TApCUMOHUH, HauboJiee BEPOATHO, UTO KaOepHbIE
mieny — 310 cuHanomopdus Endopharyngeata, Bo3HMKIIast y 00IIero mpeaka 3Toi
KJIaJibl, a coBpeMeHHble Echinodermata nmpocTo yTpaTiim 3TOT IpU3HaK B XOJ€ MOCIe-
OYIOIHUX MOP(OJOTMYECKUX IMEPECTPOeK. B Moab3y 3TOro MmpeanoiokeHHsl CBHJIE-
TEIbCTBYIOT U IMaJICOHTOJIOTUYECKUE JIaHHBIC: Y MPEACTABUTENCH BBHIMEPIIUX HUKHE-
MaJe030MCKUX UITIOKOKUX Stylophora nmenuce MeTamepHbie OTBEPCTHS, KOTOPBIE UC-
CJIeIOBAaTEIId TPAKTYIOT KaK JIbIXaTeIbHbIE MOPHI [22].

Emé onnoit cunanomopdueit Endopharyngeata moxxeT okaszarbcsi cympba mera-
MEpPHBIX MPHUIATKOB CETMEHTOB — TOMOJIOTOB JIAOMAIBHOTO W MAapTHHAIBHOTO KPYTOB
nrymnaner. B sMOpuoreHe3e HU3IIMX MO3BOHOYHBIX MAPHBIE M HEMApHBIC TUIABHUKU
Pa3BUBAIOTCS KaK METaMepHbIe CTPYKTYpHI [2]. B ckmanku, mpeacTaBistone coooi
3a4aTKU TUIABHUKOB, BPACTAlOT METaMEPHbBIE OTPOCTKA COMHUTOB M B COOTBETCTBHUHU C
STUM 3aKJIaJIbIBAIOTCS CKEJICTHBIC DJIEMEHTHI TJIABHUKOB — paguanuu. [Ipu 3Tom Mera-
MEpHBIC OTPOCTKH (POPMHUPYIOTCS HE TOIBKO B 3a9aTKax TUIABHUKOB, HO U B TIPOMEXKYT-
Kax MEXIy IUTaBHUKaMH. B TUTaBHMKaxX OHHM MPOPACTarOT, JOCTUTAs 3HAYUTEIILHOMN
JUTMHBI, @ MEXYy TJIaBHUKAMH OCTalOTCsl KOPOTKUMH BbIpocTamu (puc. 12) [33 u mp.].
Takum 006pa3oM, MeTaMepHBIE BBIPOCTHI IIEJIOMUYECKUX CETMEHTOB (COMUTOB) — 3TO HE
YTO MHOE, KaK TOMOJIOTH IIyTaliel] KUIIEYHOIoIOCTHOTO mpeaka Triploblastica. [Tnas-
HUKOBBIC CKJIQJIKHM, BEPOSATHO, BOZHUKIM MyTEM CpPacTaHHWS TaKUX METaMEPHBIX IPH-

JIATKOB MEXKTy co0oil. dopMupoBaHUe TaKUX CKJIAJOK MOKHO pacCMaTpuBaTh Kak CH-
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naniomopduto Endopharyngeata, mockonsky y Ectopharyngeata mpunatku cermeHTOB
HE CIIMBAIOTCS U J1al0T HAYajI0 OTAEIbHBIM KOHEUHOCTIM (puc. 13).

V¥ Chordata (yuuThIBasi, 9T0 y HUX MIPOM3OIILIa HHBEPCHs CTOPOH Tena, — [3; 16; 23
U Jp.]) TOMOJIOTH MaprUHAIBLHBIX MPUIATKOB JAIOT HAYaJl0 MAapHBIM IUIABHUKOBBIM
CKJIaJIKaM, TOTJa KaK TOMOJIOTH JIaOMaJIbHBIX MPHUIATKOB CpPAcTAalOTCAd HaJl HEPBHOM
TPpyOKOM W [Jal0T Ha4YaJl0 MEAWAHHOW IUIaBHUKOBOM ckmamgke (puc. 11). Ilpemxu
Ambulacraria, B oiMuMe OT XOPAOBBIX, HE HUCIBITAIM WHBEPCUU CTOPOH Tena. [eHu-
TaJlbHBIE KpBUIbsi Enteropneusta sIBASIOTCS HECOMHEHHBIMH TOMOJIOTaMH METaIlIeB-
paibHbIX ckianok Cephalochordata u mapHbIX MIaBHUKOBBIX CKIanok Vertebrata. ITo-
CKOJIbKY T€HUTAJIbHBIE KPbUIbS — 3TO METaMEepHble 00pa30BaHus (OHU colepXkaT MeTa-
MEpPHO PAaCIOJIOKEHHBIE TOHAJBI), MOXKHO TPEANOJIOKNTh, YTO TEHUTAIBHBIC KPBUIbS,
TakK e Kak MapHble I1aBHUKOBbIE ckiIagku Chordata, mpeacTaBisitoT co00il CauBILIMECS
MeTaMepHbIE MPUIATKU MapruHajibHOro Kpyra (puc. 11) [46; 47]. Ecnu ¢popmupoBanue
CKJIQJIOK TTyTEM CIMSIHUS METaMEPHBIX NMpUIATKoOB XapakTepHo it Chordata u st on-
HoW u3 rpynn Ambulacraria, TO MajJOBEpOSTHO, YTOObI ATOT MPU3HAK BO3HUK B ATUX
JByX TakCcOHaX He3aBHcHUMO. ClieoBaTeNbHO, CIUSHIE METaMEPHBIX MPUAATKOB B TPO-
JOJIbHBIE CKJIQJIKM C COXpPAHEHHEM BHYTPEHHEW Me30[epMajibHOM MeTaMepuu MOXKHO

paccMarpuBarhb kak cuHariomopduio Endopharyngeata (puc. 13).

Deuterostomia

=@ - =D o

Protostomia O
b

@ -l -
@ — D

Puc. 1. I[Ipoucxoxaenue miana crpoeHust Deuterostomia

u Protosomia cornacuo B3msgam ['érre [31] u ['po66ena [34].
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Kpacnas ctpenka — abopasibHO-OpasibHasl OCh paJHaIbHO-CUMMETPUYHOTO MPEKa,

CHHsA CTPCIIKA — MEPEAHC3aaAHAA OCh

Chordata Ambulacrar

Protostomia Deuterostomia

~
y

ITocnemummt obmmm npenok Triploblastica

Puc. 2. dunorenernyeckoe nepero Triploblastica

cToMozieyM
por
@ i @
cTOoMOJIE aHyc

yM
aHyc
Eunice Viviparus Paeneus Priapulus Gordius
(Annelida) (Gastropoda) (Crustacea) (Cephalorhyncha)

Puc. 3. BroppdyHOpOTOCTh Y NEPBUYHOPOTHIX [48]

1
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aJiopaJIbHbIe PeCHIYHBIE
IIyTaablia

pecHmMuHas
roJI3aTe/ibHas
MOIOIIBa

(HeBpOTPOX)

1eJIeBUIHBIV
GracTomop

MeTaMepHbIe
KOHEYHOCTN

[ MaprusanbHble IPUIATKY (IyTIaIbIIa) [ nabuanbrpie puzaTKy (ymabia)

Puc. 4. Ilpoucxoxnaenue pra u anyca Triploblastica mytém ampucromun
Y pa3BUTHE PECHUYHBIX HIyTMaliell U MeTaMepHbIX koHeuHocTel Triploblastica
(cpaBa) 13 IByX KpyTOB IIyITaJiel] BOKPYT IIEICBUIHOTO PTa
KHUIIICYHOITOJIOCTHOTO Mpejika (ciieBa) [46].

Buz ¢ opanbHO-BEHTPAIBHOM CTOPOHBI

Annelida Priapulida Vertebrata
@ Acoela
Mollusca Onychophora Echinodermata

- O

B FoxA+Brachyury

Puc. 5. Oxcnpeccus renoB Brachyury u FoxA B pazsutun Triploblastica [48]
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NpUIKpervieHve
npenka Cnidaria x cyberpaTy
abopastbHBIM TOJIIOCOM

Wil

TeJIarm4ecKmm I'IpeJIOK
Eumetazoa

COBpEMEeHHbIe
Cnidaria

oceraHue
Ha OpaJIbHYIO
TOBEPXHOCTH

TIOABVDKHBI
KUIIEYHOIIOJIOCTHBI
MpeJIoK

nipenok Triploblastica

Puc. 6. IIpoucxoxnenue Cnidaria u Triploblastica ot oGriero npeaka
1 GOpMUPOBAHUE UX HEPBHOW CUCTEMBI U3 JABYX HEPBHBIX CIUICTCHUH —
abopaIbHOTO HEPBHOTO IJIEKCyca (TIOKa3aH CHHUM I[BETOM )

U [IUPKyMOIaCTONOPATHHOTO HEPBHOTO IIEKCYyca (MOKa3aH KPacHBIM IIBETOM) [48]

Cnidaria Annelida Vertebrata

Puc. 7. Dxcnipeccust reHOB, CBA3aHHBIX C PA3BUTHUEM IIEHTPAIBLHON HEPBHOW CHCTEMBbI
y Cnidaria u Triploblastica. CuHUM 11BETOM IOKa3aHbl 0071aCTH SKCIIPECCUU T€HOB

SOX3 u RX B npou3BoiHbIX a00OpaIbHOr0 HEPBHOTO IJIEKCYCa, KPACHBIM I[BETOM
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noKa3aHbl 30HbI SKcnpeccun reHoB Brachyury, FOXA u HH
B IIPOM3BO/IHBIX LHUPKYMOJIaCTONIOPAILHOTO HEPBHOTO ILIEKCyCa
[14; 48, ¢ u3MeHeHusIMH |
@ Dkcnpeccns DKcIpeccHs TPaHCKPUIIIIMOHHBIX (PaKTOPOB,
TPaHCKPUIILMOHHBIX XapaKTepHBIX /1 Me3ojiepMel Bilateria

dakTopOB, XapaKTepHbIX
UL KrInevHmka Bilateria

foxA,
hhex,
islet, /
soxB1, ( <t

hIxB9, \&i /s 5
tbx2/3,

nkx6,
nkx2.2

®

nepudepudeckne
KapMaHBI Lie/IeHTepOHa

CKBO3HOW

DJIOTKa KHUIIIeYHMK

T1eJleHTepoHa

IIeJTeBMIHBIN POT

[ ] sxronepma
[ ] snronepma
[ ] mesornes

[ ] dapunreansnas sxronepma
[ ] mepudepuueckye kapMaH®I 1tesieHTEpOHA

Puc. 8. Dkcnipeccust reHOB CpETHEN KUIITKH U ME30JIEPMbI B TJIOTKE
u uenenrepone Anthozoa (A) [58, ¢ u3BMeHeHUsIMH |
Y TIPOUCXOKICHUE 1IeTTOMIUecKruX MemkoB Triploblastica
ot nepudepuyeckux kapmaHos 1enenrepona Diploblastica (b) [48].

Pamkoii ykazana 061acTh, I1eTalbHO TTOKa3aHHas Ha purype (A)
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. vax, nk2-1, rx, dlx, bf-1, otp . otx, pax6, emx, barH, dbx, irx, lim1/5, en

= npeMaHauGyspHBI nporoLens nporouepedpabHbIi npocToMIyM
g S (x0B0oTOK) cermeHT / -
k) N vamby- ([ Me3o1ie/h [ penrtouepebp _J .
e B nsiprbi

=

=]

o}

(=1

=}

.-

)

)

W

~

=%

®

v

=

Qo

=

Chordata Ambulacraria Ecdysozoa  Lophotrochozoa

Deuterostomia Protostomia

Last common ancestor of triploblastic Bilateria

Puc. 9. Dkcnpeccust Hox-reHoB B ueThIpEX OCHOBHBIX cTBOMax Triploblastica

(IO MHOTHIM aBTOpaMm — CM. TEKCT; PUCYHOK U3 [46])

Annelida Mollusca Rotifera Bryozoa Arthropoda Nemata

Puc. 10. DxToaepManbHble NIOTKU MPEACTABUTENEH TAKCOHOB

Ectopharyngeata (=Protostomia) [48]
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Chordata Ambulacraria
N
uneepcuno\ B
/ \\

KabepHbie 1mes

v ~  nuieBapuTe/ibHads
30Ha rJ1I0TKn
i&;
ITpemok Endopharyngeata ITpenok Ectopharyngeata
(=Deuterostomia) \ / (=Protostomia)

TTocnemum o6nim71 npenok Triploblastica

MaprviHaJibHbIe IIPUIATKN

- JrabnasibHbIe npuaaTKmn

Puc. 11. Tpancdopmanus n1aduanbHbIX 1 MAPTHHAIBHBIX TPHIATKOB
y Ectopharyngeata u Endopharyngeata. JKénteim nBeTom mokaszana

UPKyMOJIacTOnopaabHasi HepBHas cuctema [48, ¢ HEOOIBIITMMH U3MEHEHUSMH |

CIIVHHbIE TUTaBHUKN

({((

W
| W}Mu / uuuh\“\m\u

Tpy/IHOV TUTaBHVIK OPpIOIIHOV IUTaBHUK

Puc. 12. Pa3Butue MCIUAHHOI'O U ITAPHbIX IIJIABHUKOB

y 3apojbliia aKkyibl [33, yIpoIEéHHO |

9W7/77[/7/7/&\ /aawee@aewwﬁ
ﬂ WEEB \K\\\ 77 § \
Ectopharyngeata Endopharyngeata

////7?

S /7/

ITocnemumit obmmm nipenok Triploblastica
Puc. 13. Cynpba MeTaMepHBIX KOHEUHOCTEH B JIByX OCHOBHBIX Kiagax Triploblastica
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