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DBOJIIOLIMOHHOE TIPOUCXOXIECHNE CETMEHTALIMU 0 CHX IIOp OCTAeTCsl 3araikKoil IJisl MccienoBaresiein. Y
YJICHUCTOHOIMX OJHUM U3 BaXXHEWIINX U HauboJjiee KOHCEPBATUBHBIX YYaCTHUKOB IF€HETUYECKOM IpO-
rpaMMBbI CETMEHTAIIUHN SIBJIIETCS TeH engrailed. OpTOJIOTH 3TOTO reHa ObLIM BBISIBIICHBI Y aHHEJUI, OMHAKO
UX POJIb HEOAHO3HAYHA: €CJIM Y OMHUX BUIOB MX 3KCIPECCHUs MPEIIIeCTBYET pa3AeeHUIO TeJila Ha CErMeH-
THI, TO Y IPYTHX — HeT. MBI M3yYMJIN 3KCIIPECCUIO engrailed y HepeUTHOM onuxeTsl Alitta virens B Xome Me-
Tamopdo3a 1 (popMUPOBaHUS TEPBBIX MOCTIApBaIbHBIX cerMeHTOB. IlonydeHHbIe JaHHBIC CBUACTEIb-
CTBYIOT B I10JIb3y BO3MOXHOI1 BOBJIEYEHHOCTHU 3TOTO I'eHa B Mpoliecc (POPMUPOBAHUS CETMEHTOB U3 30HbI
poctay A. virens. Ha IMMMHOYHBIX CTanUSIX engrailed SKCIIpecCUpyeTcsl B HEPOIKTOAepPMaIbHBIX KJIETKAaX,
B 30HE POCTA, a TAKXKE B METAMEPHO PaCHOJIOXEHHBIX PSIIAX SMUAEpMaIbHbIX KJIIETOK Ha MepeaHeit rpaHu-
e Kaxnoro cermeHTa. [Ipu nepexome oT MeTaTpoXoophl K CTaIUU HEKTOXEThI KOJIbLIEBOM TOMEH DKC-
IIPECCUU B 30HE POCTa PACIIUPSIETCS, a 3aTeM pasaelisgercs Ha a1Ba. Co BpeMeHEM pacCTOSTHUE MEXITY STUMU
KOJIBLIEBBIMU IOMEHAMM YBEJIUYMBAETCS, UTO OOBSICHSIETCS POCTOM 3ayaTKa IepBOro IOCTIapBajbHOIO
cermeHTa. dopMupoBaHuE ClIeNYIOLINX ITOCTIapBaIbHBIX CETMEHTOB ITPOUCXOAUT CXOOHBIM ITyTeM. O0006-
LIUB MOJIyYeHHbIC HaMU Pe3yJbTaThl U1 UMEIOLIUECs B JIMTEpAaType NaHHbIE, Mbl COITOCTAaBWIM IATTEPHBI
SKCNpeCcCUM engrailed y aHHe U M WICHUCTOHOTHUX. Hal aHaim3 CBUIETEICTBYET 00 OTCYTCTBUM KOHCEP-
BaTHU3Ma B MaTTEPHUPOBAHUU CETMEHTOB, ITOCJIEIOBATEIbHO Pa3BUBAIOIIUXCS U3 30HbI POCTA Y IEPBUYHO-
poThix. MBI IIpeamnosaraeM, 4To y A. virens yIJIMHEHHE TIepeIHe3aqHEH OCU IIPOMUCXOIUT OTHOBPEMEHHO CO
crielguKalyeii HoBOro cermeHTa. DT 0COOEHHOCTU OTJIMYAIOTCSI OT U3BECTHBIX MOJEeJIei padOThI 30HBI
pOCTa ¥ YKa3bIBAIOT HA BO3MOXHOCTb CYILIECTBOBAHUSI CITELIM(DUYHOTO [IJIsi HEpEU MEXaHU3Ma CETMEHTALII.

Karoueswie crosa: cermenTanusa, Annelida, Nereididae, mtmunHouHOe pa3Butue, MeTaMmopd 03, JTOHTALUS
OCH, T'eH TOJIIPHOCTU CETMEHTOB engrailed, maTTepH 3KCNpPecCuu
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BBEAEHHWE

CerMeHTUPOBaHHBIMU CUUTAIOT TPU TPYIIIBI OU-
JlaTepajJbHO-CUMMETPUYHBIX XXUBOTHBIX: YIEHUCTO-
HOTUE, XOpJOBblE U aHHeAuAbl. OQHAKO 10 CUX MOP
HET €IWHOTO MHEHUS IO MOBOAY MPOMCXOXKICHUS
CerMeHTallMK, KOTOpasi MoIJla BO3HUKHYTb JU0OO Y
o011ero mpeaka Bcex OwmiaTepuii, 1100 SBOIOLINO-
HUPOBATh B pa3HbIX TakKcoHax He3daBucumo (Chip-
man, 2018, 2020a).

Cpeny YIEHHCTOHOTMX IIPOLIECC CTAHOBJICHUS
cerMeHTalMu Haubonee usydeH y Drosophila melano-
gaster (Chipman, 2020b). B pesynbTaTe CIOXHBIX
B3aUMOACUCTBUI MeXIy FreHaMU MaTepPUHCKOTO 3¢~
dexTa ¥ 3UTOTUYECKUMU TeHAMU IIPOUCXOIUT eIu-
HOBpEMEHHOEe MaTTepHUpOBaHUE OJacTomepMbl Ha
MeTaMepHbIE YYaCTKU, Ha TPaHMIIAX KOTOPBIX aKTH-
BUPYETCS IKCIpPEcCUst “TEHOB ITOJSIPHOCTH CETrMEH-

TOB”: wingless (wntl) v engrailed (en). OHU OTBeUalOT
3a CO3JjaHHE CUCTEMbI KOOPAMHAT BHYTPU CETMEHTA U
SBJSIOTCS  “MapkepamMu” cerMeHtanuu. OmHaKo
npo3oduia obj1amaeT CUJIBHO MOIU(PUIIMPOBAHHEIM
pa3BUTUEM: OHA UMEET JJIMHHYIO 3apOAbIIIEBYIO TTO-
JIOCKY, JIMILIEHHYIO 30Hbl POCTa. DTU OCOOEHHOCTU
CYIIECTBEHHO 3aTPYAHSIIOT CPABHUTEJILHOE U3yUYeHUE
MEXaHU3MOB Pa3BUTUSI CETMEHTUPOBAHHOIO IJIaHa
CTpOEHUSI.

Bonee nogxoasmyMu o6beKTaMU I SBOJTIOLII -
OHHOTO aHaJIn3a (hbeHOMEHAa CerMeHTalluM TPU3HAHBI
HACEKOMBbIE C KOPOTKOI 3apOJbIlIEBOI TMOJOCKOMH,
OIHUM U3 TIPEICTAaBUTEIICH KOTOPBIX SIBIISICTCI XYK
Tribolium castaneum. HecMoTpst Ha pa3iudusl B MO-
JIEKYJISIPHO-TEHETUYECKMX MeEXaHU3MaX CerMeHTa-
LIMM Y HACEKOMBIX, TeHbl wingless v engrailed y Tpu60o-
JINyMa BBITIOJIHSIOT Ty K& (PyHKIIUIO, YTO U Yy IPO30-
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¢wmiel. bonee Toro, “reHnl MOJISIPHOCTA CETMEHTOB”
SIBJISIIOTCS HauOoJiee KOHCEPBATUBHBLIMU PETYJISITO-
paMu MeTaMepU3alii Tejla Y BCeX WICHUCTOHOTUX —
MaTTEPHbI WX OSKCIPECCUU C IePUOAUYHOCTBIO B
OIMH CETMEHT OTMEYEHBI Y HACEKOMBIX, paKooOpa3-
HBIX, XEJIUIEPOBLIX M MHoroHoxek (Patel et al.,
1989a; Damen, 2002; Hughes, Kaufman, 2002).

T'oMosoru “reHoB NMOJSIPHOCTH CETMEHTOB” ObLIU
BBISIBJICHBI M Y TIpEACTaBUTENICH KOJBYATHIX YEPBEiA.
bruta oxapakTepusoBaHa 3KcIIpeccust wingless u en-
grailed y HepeunHbix noauxetT (Prud’homme et al.,
2003; Steinmetz et al., 2011; Ko3un u gp., 2019a), a
takke y Capitella teleta, Hydroides elegans, Chae-
topterus sp., Pristina leidyi, Helobdella sp. (Patel et al.,
1989b; Bely, Wray, 2001; Seaver et al., 2001; Seaver,
Kaneshige, 2006). ITaTTepHBI 3KCIIPECCUM ITHUX Te-
HOB y Hepeun Platynereis dumerilii v Alitta virens 1o3s-
BOJISIIOT TIPEATIONOXUTD UX YIacTHe B CO3TaHUN Me-
TaMEpPHOTO TMJIaHa CTPOeHMUs: engrailed sxcnipeccupy-
€TCsl B PsIly KJIETOK Ha MepeaHeli rpaHulle CerMeHTa,
a wingless — Ha 3amIHel rpaHUIIe, YTO COOTBETCTBYET
pacnpeaeaeHUo MPOAyKTOB reHOB-OPTOJIOTOB B Ta-
pacerMeHTax y HaceKOMbIX. OIHaKO y APYTHX aHHE-
JINIT OTCYTCTBYET TPUBSI3KA IKCIIpecCUM wingless 1
engrailed K MEXCErMEHTHBIM T'paHULIAaM, YTO CTaBUT
MOJl COMHEHUE UX yJacTue B pa3MeTKe BCEro Tejia Ha
MeTaMepHbie obactu (Seaver, Kaneshige, 2006).

Kpowme Toro, akcrnpeccusi engrailed y anHe v Obl-
Jla onycaHa JiM0o Ha JIMYMHOYHbBIX CTaausIX, JIMOO B
Xo[e pereHepaluuy uiv anaMop@HOro pocra (T.e. o-
CJIeI0BaTEIbHOTO TIOSIBJIEHUSI CETMEHTOB M3 30HBI
pOCTa) B3pOCbIX UEPBEM, HO HE ObliIa OXapaKTepru30-
BaHa MpH TMepexoie OT TMYMHOYHOTO K MOCTIapBaib-
HOMY pa3BUTHUIO (T.€. B KOHIIe MeTamMopdo3a U Mpu
MOSIBJIEHWU TEPBBIX MOCTIAPBAJIbHBIX CETMEHTOB).
YToObI MPOSICHUTL MOJIEKYJISIPHO-TEHETUYECKUE OCHO-
BbI MOCJIEAOBATEIbHOTO (POPMUPOBAHUST CETMEHTOB U3
30HBI POCTa U OMPEAETIUTh, HACKOJIBKO IBOJIOLIMOHHO
KOHCEpBaTUBEH TIpM 3TOM TMATTEpPH BKCIIPECCUM en-
grailed, Mbl U3y4nn IMHaAMUKY pacripeneieHuss MPHK
3TOTO TeHa TMpu MeTaMopdo3e U Yy MOJIOJBIX IOBe-
HUJIbHBIX 0CO0Ei OEJIOMOPCKON MOJMUXETHI A. virens.

MATEPHAJIbI 1 METO/bI

IMonoBo3penbix ocobeil A. virens OTIaBINBANU B
OoKpecTHOCTSIX Mopckoit buonornueckoit CtaHuumn
(MBC) CIIoTY (ry6a Yymna, Kanganmakiickuii 3aiuB
Benoro Mopst). UcKyccTBeHHOE OIUIONOTBOPEHUE U
conepkaHue SMOPUOHANTBHOM KYJIBTYPhI TIPOU3BOIVIIN
o onucaHHoOM paHee MeTonuke ([oHnaya, 1975). OM-
OpPUOHBI M PAaHHUE JIMYMHOYHbBIE CTAAUN KYJIbTUBU-
poBanu npu 14°C, Ha cTraguu paHHEl HEKTOXEThbI
(180 yacoB 1ocJjie OIJIONOTBOPEHUS, Y.I1.0.) TeMIIe-
patypy nogHumanu go 20°C.

PaszButue 6e10MOpCKUX A. Virens B eCTECTBEHHBIX
1 1a60paTOPHBIX YCIIOBUSIX ObUIO OIMMMCAHO B paboTax
Honnya (1975) u CeeurHukoBa (1978). ODm6puoreHes
OHTOTI'EHE3 Ne 3
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XapaKTepU3yeTCs TeTePOKBaAPAHTHBIM CIIUPAJILHBIM
IpoOJeHueM U 3NUOO0IMYEecKoil racTpymsiueid. B
KOHIIE BTOPBIX CYTOK ITOCJIE OILUIOAOTBOPEHUS TTOSIBIISI-
eTCs1 OKpyIJIasl TIjIaBaolias JEUUTOTPOMHAs JIMUMHKA
Tpoxodopa (puc. la). PecHUYHBIA IIHYP IIPOTOTPOX
OITOSICHIBAET TEJIO IMUMHKM 10 9KBATOPY, OTAEISIS 111~
chepy (repenHo NoJ0BUHY) OT TUIocdepsl (3a-
Hel mojioBuHHBI). B rumocdepe pacronoxeHbl 3a4ya-
TOK TMepeaHel KUIIKU (CTOMOAEYM) M HE3aMKHYThIN
PECHUYHBII BEHYUK TEJI0TPOX, KOTOPHI OTTpaHNYMBAa-
eT obnacTh Oymayiero nuruaus. [Tpyu ncrnoms30BaHHBIX
HaMM TeMIIEPATYPHBIX YCIOBUSIX CTamus TPOXOodOopbl
JIATCS TTpuOIu3nTesbHO ¢ 44 1o 90 u.ar.0. Tpoxodopa
IUIaBHO IpeobOpas3yeTcs B MeTaTpoxodopy (puc. 10),
Yy KOTOPOI BBITSITMUBAETCsI TUITOC(epa U MOSIBISIOTCS
MeTaMEepPHO PaCHOJOXEHHbIE CTPYKTYPbl — IY4YKH
IIETUHOK U peCHUYHBIEC ITHYPHI ITapaTpoxu. Ha 3an-
HEM KOHIIE MO3IHel MeTaTpoxodhophbl Pa3BUBAIOTCS
JIB€ JIOMACTU MUTUIMSI, MEXAY KOTOPbIMU BHYTPb
BITSTYUMBAETCS 3a4aTOK 3agHel KUk, CTtaaust MeTa-
Tpox0odOpbl ATUTCS MTpruoM3uTeabHo ¢ 91 1o 170 v.1m.0.
ITocne mosBieHUsT (PYHKIMOHUPYIOIINX KOHEYHO-
cTeit (Tpex Tap Iapamnoiuii) U 3aKJIagKu TOJOBHBIX
MPUIATKOB (aHTEHH U MEPUCTOMUAIBHBIX YCHUKOB)
HacTyImaeT cTaaus HeKToxeTol (puc. 1B8). B crpoeHun
HEKTOXEThl BBIACSIIOT TIEPEIHIOI TEPMUHAIBbHYIO
o0Jyracth (IIPOCTOMMYM), HECYIIMI II€pUCTOMHUATIb-
HbI€ YCUKU CKPBITHII (HYJIEBOII) CErMEHT, TpU IIe-
TUHKOHOCHBIX CETMEHTa, 30HYy pOCTa WM HUTUIWI.
HexToxeThl ToHayary OOMTArOT B MJIAHKTOHE, a 3aTEM
ocenaloT Ha JHO. [TocTeneHHO y HEeKTOXEeT yBeInunBa-
eTCsI 001aCTh MUTUINS, a B TIEPEIHEN €€ YaCTH 3a CUeT
KJIETOK 30HBI pocTa (popMUpyeTCsT TMEepBBIA TIO-
cTIapBaJibHBIN cerMeHT. [lepexon OT TMUYMHKMU K I0Be-
HWIBHOM ocobu (puc. 1r) mpoucxoauT aCMHXPOHHO,
HOo He paHee 300 y.m.o. KOBeHWJIbHBIE YEPBU C Ye-
TBIPHMSI IIETUHKOHOCHBIMM CeTMEHTaMM HA4YMHAIOT
MMUATAThCS U U3 NPEANUTUANAIbHON 30HBI pOCcTa 00-
pa3yloTcsl HOBbIEe MOCTIapBaIbHbIE CETMEHTHI.

JInunHoOK U oBeHuIel pukcuposanu B 4% dop-
Manbaeruge Ha 1.75x PBS/0.1% Tween-20 Ha HOYb
npu 4°C ¢ mocnenyroleit ormbiBkoit B PBS/0.1%
Tween-20 u neruapartanueit B 100% metanone. s
paboThI OTOMpANIM CIISAYIOIINE CTAINN; TIO3MHSISI MeTa-
Tpoxodopa (156 4.1.0.), paHHsss HekToxeTa (180 u.1r.0.),
no3aHssa HekToxeTa (210 4.1m.0.), FoBeHWIb ¢ (hopMupy-
1o1Mcs 4eTBepThIM cerMeHTOM (300 4.11.0.), IOBEHWJTb
C IIOJTHOCTHIO C(OPMUPOBAHHBIM YETBEPTHIM CeTr-
MeHTOM (330 4.m.0.), mSITUCErMeHTHAasl IOBEHWUJIb
(420 4.11.0.). ®ukcauum xpanwiu npu —20°C.

st rubpunusauuu in situ Mcnojb3oBaau ot 50
1o 100 o0bekTOB Kaxkmou cramuu. [mMOpmamn3anmio
in situ TPOU3BOAWIU COTIACHO OMWCAHHOMY paHee
nporokouy (Shalaeva et al., 2021). Makybamus ¢ me-
yeHbIMU aurokcureHuHnom PHK-3onmamu mpopon-
Xanachk 48 4; okpammBanue B BCIP/NBT muio ot 20
110 40 4.
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Puc. 1. Craguu noctaMOpuoHaIbHOTO pa3BuTust Alitta virens. OTHOCUTENIbHBIE pa3Mephbl Tejla COOJIOACHBI, NMEePEeAHUI KOHel]
HampasJieH BBepX. (a) Tpoxodopa. (6) MetaTrpoxodopa. (B) Hekroxera. (r) FOBeHMIbHAsI 0COOb C YETHIPHhMSI IIIETUHKOHOCHDI-
Mmu cermeHTamMu. Pth — ripoTtoTpox, St — cromomeyMm, Tlh — tenorpox, Ph — moTtka, G.Z. — 30Ha pocrta, Pyg — murunnii, I, 11,
111 L.S. — nepBblii, BTOpOii ¥ TpeTHii JIapBaibHbIi cerMeHT, 0 S. — HysieBoii cermeHT, 1 P.L.S. — miepBbIii mocTiapBaibHBIil CETMEHT.

st BudyanuzaliuM pe3yjabTaTOB XPOMOT€HHOM
TUOpUAV3alNY in situ METOIOM N depeHIINATEHO-
ro uHTepdepeHmonHoro Kourpacra (DIC) ucroins-
3oBaim MUKpockomn Axio Imager D1 (Carl Zeiss),
OCHAllleHHbINT 1udpoBoii poTokamepoir AxioCam
ICc5 (Carl Zeiss). O6paboTKy M300pakeHU TTPOBO-
vy B iporpamme ImageJ. CxeMbl co3naBajiu B IIpo-
rpamMmax Adobe Illustrator u Microsoft PowerPoint.

PE3VJIBTATDI

Ha cranguu nosnueii metatpoxodopst MPHK en-
grailed sxcrnpeccupyeTcss Ha BEHTPaJbHOU CTOpPOHE
TeJla JUUYMHKU: B OTIAEJbHBIX KJIETKax HEHpO3KTO-
JIepMbl U B MOBEPXHOCTHBIX SMUAEPMATbHBIX KJIET-
Kax OJIMKe K JlaTepalibHbIM CTOPOHAM. DNuaepMaib-
HbIE IOMEHBI IKCIPECCUU 00Pa3yloT KOPOTKUE, Me-
TaMEpPHO PaCMOJI0KEHHBIE TTOJIOCKM, TTpUIeXallue K
MepeaHeil TpaHulle CETMEHTOB M HE TOXOMSIIUE IO
cepenuHbI Tena (puc. 2a, 2a", 3a). MetamepHbIe Mo-
JIOCBI KCIIPECCUU OTMEUEHbBI BO BCEX CEIMEHTax: KaK
B TpeX IIETUHKOHOCHBIX, TaK U B HYJIEBOM CETMEHTE
(HEemoCpenCTBEeHHO K3aaud OT IMpOoToTpoxa). Takxke
TOUYEUYHBII CUTHAJ BBISIBISIETCS B MMOBEPXHOCTHBIX 1
ITyOMHHBIX KJETKaX HEWpPOIKTOAEepMbI; IaTTEpH
9KCIPECCUU TIPU ITOM SBJISIETCS OuiaTepaibHO-
CUMMETpUYHBIM (puc. 2a, 3a). B obGiractu nurunaus
MPHK engrailed sxcripeccupyercsi B KOJblie KJIETOK,
DPaCMOJIOXKEHHBIX MEXY 3aHEN O0pO310ii TPETHETO
CerMeHTa U TeJOTPOXOM. DTOT 3aqHUM KOJblIEBOM
JIOMEH 3KCHPECCHU BKJIIOYAET KaK MOBEPXHOCTHBIE,
TaK U JieXalliue B INyOuHe KJIETKU, KOTOPbIE BCE BME-
CTE COOTBETCTBYIOT JIOKAJIM3alMU Oyay1Ieil 30HbI pO-
cra (cMm. O6eyxnenue). Kpome Toro, MPHK engrailed
BBISIBJISIETCS B UeThIpeX Tpymmax OJIM3KOpacroso-

KEHHBIX KJIETOK Ha s1mcdepe OnKe K JopcaTbHON
CTOpOHE TeJjla, a TAKKE B KJIETKaX IIOTKU (puc. 2a, 2a').

Ha cranuu paHHeit HEKTOXeThI MAaTTEPH IKCIpec-
CUU OCTAeTCsl CXOXHUM C TaKOBBIM y TO3[IHEN MeTa-
TpoXo(Ophl: MeTaMepHbIE TOMEHbI 3KCIPEeCCUr Ha
BEHTpOJaTepaIbHBIX CTOPOHAX Tejla COXpaHSIOTC,
KakK M 3Kcrnpeccus B anuchepe U HEMPOIKTOIEepME
(puc. 26). Camoe BaxkHOE U3MEHEHME TTaTTepHa IpoyiC-
XOAUT B MUTUIMU: KOJbLEBOU JOMEH SKCIPECCUN pac-
IMpsieTcs B TiepeaHe3aaHeM HampasieHuu (puc. 20,
30) 1 oxBaTbhIBAaeT Ha MTOBEPXHOCTU HE MEHee ABYX Psi-
JIOB KJIETOK (BMECTO OIHOIo ITOBEPXHOCTHOTO psida
KJIETOK Ha CTauM MO3aHeH MeTaTpoxodopsl). MeHHO
B OTOT MOMEHT MPOUCXOIUT 3aKJIaKa MOJEKYISIPHOMN
rpaHulbl OYAyIEeTO MepBOro MOCTiapBajbHOTO Cer-
MEHTA.

Ha cranuu mo3mHeii HEKTOXeThl 3KCIpeccus
MPHK engrailed B obnactu nuruaust mpencTaBieHa
JIIBYMSI KOJBLIEBBIMU JTOMEHAMU: OAUH PaCIOJIOXeH
K3aJU1 OT OOPO3Abl TPETHETO CErMEHTa, a APYroit Ha-
XOJIUTCS B OoJiee KaylnaJlbHOM IOJIOXKEeHUU (pUc. 2B,
28', 3B). [Ipn a3TOM MeTaMepHbIE TOMEHBI DKCIIpeC-
CHUM Ha TEPPUTOPUMU JIapBATbHBIX CETMEHTOB MCUE3alOT.
ITocne o6ocobaeHrsT YETBEPTOrO CErMeHTa, Koraa
yzke oOpa3zoBaHa 00po3/11a, OTAE/ISIONIAas €ro OT MU -
IIUSI, ONVIH JOMEH 9KCIPECCUM HAXOAUTCS Ha Mepe-
Hell TpaHuIle YeTBEPTOro CerMeHTa, a APYro — Ha
repenHeM Kpae MUTUAVS, T.e. C3aau OT TOCJeIHEH
6oposnnl (puc. 2r, 3r). Ha Gojee MmMO3mHMX CTamusx
MPHK engrailed sxcipeccupyercs B rpyIine noBepx-
HOCTHBIX BEHTpoOJIaTepalIbHBIX KJIETOK Ha TepeaHei
MOP(MOIOrMIECKON rpaHUlle TIUTUANUS U HeTloCcpe-
CTBEHHO Ha TEPPUTOPUM TMUTUAMS B Oosiee 3aaHEM
TTOJIOKEHUHU 110 OTHOIIIEHMIO K MEePBOii IpymIie KIETOK
(puc. 21, 3m). DT MeTaMEpHBIE JOMEHBI, II0-BUIV-
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Puc. 2. Dkcnipeccusi engrailed B m1apBaJIbHOM Y ITOCTJIapBaJIbHOM pa3BUTUU A. virens. Ha Bcex hororpadusix BUa ¢ BEHTpaJIbHOM
CTOPOHBI, €CJIM HEe yKa3aHO oOpaTHoe. 3Be310UKa — 3alHUI KOHELl TeJla U TUTUANIA, YePHbI HAKOHEYHUK CTPEJIKU — Mepe-
HsIsl TPAHULA TTUTHUAMS U IPUYPOUYEHHBIN K HEeil TOMEH SKCIIPEeCCUU, KOHTYPHBIIT HAKOHEYHUMK CTPEJIKU — TIePeaHsIsl rpaHuLa
(opmupylolerocs nocTaapBajIbHOrO CErMeHTa, OeJible MyHKTUPHbIE JMHUU — IPAHULIbI CETMEHTOB, YEPHBbI IMYHKTUP — TO-
JIOXKEeHHEe MPOTOTpoxa. MeTaMepHbIe MOJOChl IKCIPECCUU, TPUYPOUYCHHbIC K MepeaHell TpaHUuIe CerMeHTa, MOAUYePKHYThI
kpacHoit tunueii. I, 11, 111 L.S. — mieTuHKOHOCHBIE TapBanbHbIe cerMeHThI, P.L.S. — moctiapBanbHbie cermeHThI, 0 S. — Hy-
JieBoii cerMeHT. (a) [To3nHsist MeTaTpoxodopa, 156 4.m.o. Dkcnpeccust engrailed BhISIBIIEHa B OTACTbHBIX HEUPOIKTOAEPMAITb-
HBIX KJIeTKax (00BEICHO CUHUM KOHTYPOM), METaMEPHBIX BEHTPOJIATePAbHBIX PsiIaxX SMUIEPMaTbHBIX KJIETOK (KpacHbIE JI-
HUM), a TAKXKE Ha TIepeTHEM Kpae IJIOTKH (00BeIeHO 3eJIeHbIM KOHTYpoM). (a') [lepenHuii KOHell Tesia, BUJ C J0PCaTbHOM CTO-
poHbl. B cocrase anucdeps! (Knepeau oT YepHOi MyHKTUPHOI JIMHWK) BUAHBI 4 KJIacTepa JieXalluX BIJIOTHYIO APYT K IPYTY
KJIETOK (OeJble CTPENIKU), DKCIpeccupytolmx engrailed. (a") KpyIHblii IJ1aH BEHTpOJIaTepaJIbHOTO yJacTKa TYJIOBHIIA, Ha KO-
TOPOM BUIHBI BAa METAMEPHBIX JOMEHA dKcTIpeccuu (KpacHbIi KOHTYD). (0) Pannsst Hekroxera, 180 u.m.o0. KonbiieBoit tomMmeH
9KCIpeccuu engrailed Ha TpaHULIe TMTUANSI COCTOUT M3 IBYX PSIIOB MTOBEPXHOCTHBIX KJIEeTOK. (0') KpyrHbIit 1aH 3aiHero KoH-
11a TeJla, HAKOHEYHUKHU CTPEJIOK YKA3bIBAIOT Ha IBA COCEIHMX psifa engrailed+ knetok. (B) [To3aHsist HekToxeta, 200 4.1m.0. DKc-
npeccust B HEMPOIKTOIEPMATIbHBIX KJIETKaX MPOoITagaeT; Ha TEPPUTOPUU TTUTUIUS €CTh ABA OTAEIbHBIX Psifia KJIIETOK, 9KCIIPec-
CcUpYIOUIUX engrailed (HakOHEYHUKHU cTpesioK). (B') KpynHbiit iaH 3agHero koHua tesa. (r) Cragust 060co06yieHUs TEpBOro
nocmiapBajibHoro cermenta, 300 u.m.o. (1) FOBeHWIb C MOIHOCTBIO CHOPMUPOBAHHBIM YETBEPThIM cerMeHTOM, 330 4.11.0.
M3o06paxeHue MolydeHO MyTeM COBMelleHUs1 cepuu ¢doTtorpaduii omHOro oobekTa B pa3HbIX (okycax. (n') YBeanueHHOe
u3obpaxkeHue TepeaHero KoHia tejia. BunHo! engrailed+ xiietku (6eJible CTpEIKM) Ha TIepeaIHeM Kpae JIOTKU (3eJieHast ITyHK-
TUpHasi TuHus). (e) FOBeHusb ¢ 5 cermentamu, 420 y.n.o. Bun ¢ nopcanbHoii croporbl. MPHK engrailed BoisiBnsiercst B iByx
MOMEPEYHBIX MOJ0CaX KJIETOK B MUTUANK — IMPOUCXOAUT 3aKJIaiKa TPaHULIbI IECTOro cerMeHTa. TeMHO-CruHee OKpalllMBaHue

B LIEHTpe Tejla — Hecneunduiecknii poH B MUIIEBBIX YaCTUIIAX B MOJIOCTU KUIIKU. MacmTaGHbIi oTpe30K — 50 MKM.

MOMY, MapKUPYIOT 3a4aToK (hOPMUPYIOIIErocs Msi-
TOTO (BTOPOTIO IOCTIApBAJILHOIO) CerMeHTa. AHAJIO-
TUYHAas1 KapTUHA HaOII0gaeTcs U MpU 3aKJIaaKe Iie-
CTOTO CEerMEeHTa, TEPPUTOPUSI KOTOPOIO OTpaHUYCHA
CTIiepeny 1 c3aa1 HeTTPePBIBHBIMU ITOTIEPEIHBIMU IT0-
Jjocamu Engrailed-nonoxutenbHbBIX KJIETOK (puc. 2¢e). Y
YEThIPEXCETMEHTHBIX YepBell aKcmpeccusi (KoTopast
MPAKTUIECKN OTCYTCTBOBAIA Ha CTAINH ITO3MHEHN HEK-
TOXEThI) BHOBb BBISIBJISIETCS B KJIETKaX HEMPOIKTOAEP-
MBI JIapBaJIbHBIX CerMeHTOB. KpoMe Toro, y roBeHuieit
nosinsieTcs akcnpeccusi MPHK engrailed B xkiteTkax
nepeaHero Kpast IJIoTKU (puc. 21').

OBCYXIEHHNE

B nanHOif paboTe BIiepBbIe ObLIA OMMUCAHA IKCITPEC-
cUsl TeHa engrailed nipu nepexojie K MOCTIApBAIbHOMY
pazButuio y nonuxet. [TonydyeHHblE JaHHBIE TTO3BOJISI-
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FOT TIperoJaraTh yuacTue mpoayKTa 3TOro reHa B nar-
TEPHUPOBAHWM 3a4aTKOB CETMEHTOB Y A. virens. AHa-
JIN3 CBeJIEHUIT 00 9KCIIPECCUM PETYISITOPHBIX T€HOB,
JTWHaMUKe KJIeTOYHOM npoandepauu u auddepeH-
LUPOBKE CErMEHTApHBLIX OpPraHOB y A. virens nu'y
Onu3KopoacTBeHHoro Buga P dumerilii 103BOJISIET
0OXapakTepM30BaTb OCOOEHHOCTU Pa3BUTHUS CEIrMEH-
TOB y npencrtaBureieii cemeiictBa Nereididae (puc. 1).
K TaknM 0COGEHHOCTSIM OTHOCUTCS CJIeIYIOIIEee: TT0-
YTU OJIHOBPEMEHHAsI 1 OTHOCUTEIbHO PaHHSIS CIie-
nudUKanus BCeX TMYMHOYHBIX CETMEHTOB €111€ B 3M-
opuoreHese (Prud’homme et al., 2003; Steinmetz et al.,
2011; Kozin et al., 2016); dopMupoBaHue MeTaMep-
HOIM COMAaTUYECKON MYCKYJIATypbl U KOHEYHOCTEN Y
maHktoHHoi JuunHku (Fischer et al., 2010; Bala-
voine, 2014; Ko3uH, KocTioueHko, 2016); mosiBieHue
JIOKaJIbHOI 00JIaCTM KJIETOYHOU TIponudepanuu B
IPEeNNUIriIaIbHON 30He POCTa HA CTaANU HEKTOXETHI,
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Puc. 3. [1arrepHbl 9Kcnipeccuu engrailed B xone aHaMopdHOTO pocTa y aHHeau . JJoMeHbl 3KCIpeccun 0603HaYeHbI 1IBETHOM
3aJIMBKOI: KPACHBIH LIBET — METaMepHbIE 3MUIePMaIbHbIE JOMEHbI, CUHUI — HEMPOIKTOAepMAaJIbHbIEe KJIETKU, XKEIThI — 00-
JIaCTb 30HBI POCTA, 3eJIeHbII — KJIeTKU II0TKU. [lepeqHuit KoHell Tejia HarpaBJieH BBepX. (a—n) A. virens: (a) — MO3AHsISI MeTa-
Tpoxodopa, (6—r) — 3aAHMI KOHEIl TeJIa HEKTOXEeThI IpU (hOpMUPOBAHUM 3a4aTKa IIEPBOTO MOCTIapBAILHOIO CerMeHTa, (1) —
IOBEHWIbHAs 0cOO0b. (€) 3aaHuii KOHEeIl TeJla IPECHOBOMHOM omuroXeThl Pristina leidyi (o Bely, Wray, 2001). (;x) 3anHuit KoHe1l
Tesia cefaeHTapHoi monuxeTol Capitella teleta (no Seaver, Kaneshige, 2006).

T.€. 3a00JIT0 10 ocemanust TmanHKY (Gazave et al., 2013;
Ko3un u ap., 20190); Hayano ¢hopMrUpoOBaHUS IOCT-
JIapBaJILHOTO CerMeHTa B BUIE OAHOro psina En-
grailed-TONOXUTEBLHBIX KJIETOK, KOTOPbIE COOTBET-
CTBYIOT TIepelHel rpaHulle CErMeHTa; MoCAeayoIInii
pOCT 3a4yaTKa CerMeHTa B UIMHY KIIepeau OT IMUTH-
nusi. Y Hepeun engrailed axcnipeccupyeTcs y 3aJHET0
KOHIIA Tejla, HauyMHas CO CTaguKd HPOTPOXO(MOpPHI
(Prud’homme et al., 2003; Steinmetz et al., 2011). MbI
MPEanojaraeM, 4To 3TOT 3aJHUI ITONEePEeUYHBI JOMEH
aKTUBHOCTH engrailed, pacTioIOKEHHBIN KITepeau OT Te-
JIOTPOXa, MAaPKUPYET MOJIEKYJISPHYIO TPaHUILY, BIOJb
KOTOpOIi popMupyeTcst 30Ha pocTa. JlaHHass 001acTh
MPOCTPAHCTBEHHO COOTBETCTBYET SKCITPECCUU Map-
KEpOB MYJBTUIIOTEHTHOCTH, TAKUX Kak Vasa n Nanos
(Kozin, Kostyuchenko, 2015; Ko3un u np., 20190;
Kostyuchenko, 2022). I1pu pacimmpeHun 1 IIOCAEay-
IOILIEM pa3leIcHUM 3TOTO JOMEHa Ha JBE IT0JIOCHI
akcnpeccuu Engrailed y HeKTOXeT A. virens IpOUCXO-
IUT aKTUBHOE pa3pacraHue nuruaust (puc. 3a—3r).
OnHaKo B ero Ipelnesiax yxe oInpeaeicHa TepemHss
rpaHuiia OyayIiero 4eTBepToro cerMeHTa, a 3aaHssl
YacTh CETMEHTa, BEPOSITHO, MPOAOIKAeT (POPMUPO-
BaThCs 3a cueT nposuudepauuu Engrailed-Heratus-
HbIX KJ1eToK (Ko3uH u ap., 20196). DTo yKa3biBaeT Ha
TO, UTO Y A. Virens HaKoILIEHUE KJIETOYHOTO MaTepU-
ajia GyAyIlero CerMeHTa U ero crieuduKalus npo-
HCXOMISIT OMHOBPEMEHHO, a He MOCIeA0BaTEILHO.

IMockonbKy y pa3sHBIX aHHENHI XapaKTep 3KCIIpec-
cnu engrailed cvtbHO oTiIdaeTcs (puc. 3), BBISIBIICHHBIE
HaM1 OCOOEHHOCTU TTaTTEPHUPOBAHUSI CETMEHTOB He-
peua MOTYT UMETh Pa3INYHYIO 3BOJIOLMOHHYIO TpaK-
TOBKY. [UnoreTnyecku, paHHee NMaTTepHUPOBAHUE 3a-
yaTKa CerMEeHTa C y4acTUeM engrailed MOXET SIBJISITbCS
aHLIeCTpalIbHO yepToit aHHenua. Ha 3To ykasbiBaeT
MeTaMepPHbI (C NEPUOIUYHOCTHIO B OMUH CETMEHT)
MaTTEePH SKCIIPECCUHU engrailed, TIOSIBISIIOLINICS ellle
10 MOpGOJIOTMYECKOT0 000CO0JIEHUSI CEeTMEHTOB, a
TaKXe 9KCIIPECCHUsl 3TOro TeHa B 30HE pocTa 00Jib-
ILIMHCTBA UcciiefoBaHHbIX aHHe U (puc. 3). OnHako
HU Y KOTO M3 HUX, KpOMe Hepeun, engrailed He oGpa-
3yeT MPOTSKEHHbIE JOMEHBI SKCIIPECCUU B BUJIE TTO-
JIOC WIIM KOJIell, KOTOPBIE PacloI0XeHbl METAMEPHO
1 OTPaxXaloT OJIMHAKOBOE MO3WIIMOHHOE 3HAuYeHUE
(T.e. MApKUPYIOT TIePEIHIO TPAHUILy MO OKPYKHO-
CTU BCEro CerMeHTa — M BEHTPaJIbHO, U IOpCaIbHO, 1
JlaTepajibHO). B ocHOBHOM, 3Kcmipeccuto engrailed y
AHHEJIU] BBISIBISUIM B CEpUANIbHBIX OpraHax — Hed-
punusx, ranmusax [THC, meTMHKOHOCHBIX MeIIKax
(Seaver et al., 2001; Prud’homme et al., 2003; Seaver,
Kaneshige, 2006) (puc. 3). [ToaToOMy MOXHO TIpeano-
JIOKWUTh, YTO U3HAYAJILHO Yy TIpEIKa aHHEIW engrailed
MPUHUMAJ yJacThe B crieluKaly pa3IndHbIX Me-
TaMepHO PaCIOJIOXEHHBIX CTPYKTYp. B puitorenetn-
yecKOil IMHUU, Beaylleil K HeperuaaM, 3TOT I'eH MOT
OBITH KOOIITUPOBAH B TEHHYIO PETYISITOPHYIO CETh,
VIIPaBJISIONIYIO CO3JaHUEM U Pa3METKOi Mopdore-
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HETUYECKOTO IIOJISI BCETO cerMeHTa. B aTOoM citydae
0COOEHHOCTH CerMeHTaly Hepen (paHHSIS CITe -
duKanus Bcex TUYMHOYHBIX CETMEHTOB €Ile B M-
OpuoreHese; YCKOpeHHOe (POPMUPOBAHUE CETMEH-
TApHBIX OPraHOB Yy MJIAHKTOHHO JIMYMHKW ) BO3HUK-
JIV B 9BOJIIOIAY BTOPUYHO.

BeposiTHO, MpearochUiKoi K COBEPILIEHCTBOBAHUIO
MEXaHW3MOB CeTMEHTallU, KOTOpble O0eceunain ak-
ceJiepalliio Pa3BUTHUSI CETMEHTHUPOBAHHbBIX JIMYMHOK
Hepeu, ObUIO HAaKOIUICHHE B STilIe 3HAYUTEIbHbBIX 3aria-
COB XeJITKa, 00eCIIeUnBIIIee IIePEXO K JIELIUTOTPO(DUN.
DBOIIOIIMOHHBIN TIEpeX0/I OT TUNIAHKTOTPOGUH K JIie-
LIMTOTPO(UH CBSI3aH C TeTePOXPOHHBIMU M3MEHEHUSI -
MU, 3aKJIIoYaloIlIuMKCs B Oosiee mo3gHell nudgepeH-
LIMPOBKE MUILIEBAPUTEILHBIX OPraHOB 1 OoJjiee paHHEM
MOSIBJICHUN JTe(bMHUTUBHEIX (IOBEHWIBHBIX) IIpU3HA-
KOB, K KOTOPBIM OTHOCHUTCS M cerMeHTamus. B kpaii-
HEM ciIydae TTogJOOHOI TeTepOXPOHNN CBOOOTHOKNBY-
1Iast JMIMHKA UCYE3aeT, a BCe CErMEHThI TnddepeHII-
pyloTcs ellle B SMOpHOreHe3e, KaK 3TO MPOUCXOIUT Y
musiBok (Kuo, 2017). JlanbHeine ucciaeqoBaHUs
MOJIEKYISIPHO-TEHETUYSCKOI peryassuuu popMupo-
BaHMSI CEIrMEHTOB aHHEJMA MOMOIYT OIpPEIe/IUTh,
KaKo# 13 OMMCaHHBIX ClieHapueB 6oJiee CripaBeliuB.

Eme omHOI MHTEpECHO 0COOCHHOCTHIO HEPEU]T
apasietcsa Hauuue MPHK engrailed B xneTkax Heii-
PO3KTOAEPMEL. Y MHOTUX XKMBOTHBIX engrailed Heo0-
XOIMM JIJISI TPaBUJIBHOTO (hOpMUPOBAHUSI HEPBHOM
cucTeMBbl. Y TMO3BOHOYHBIX IMOKAa3aHO COBMECTHOE
yuactue engrailed v FGFS B (pyHKIIMOHUPOBAHUU UCT-
MYCOBOI0 opraHu3aropa (isthmus organizer) Ha rpaHu-
1e cpenHero u 3aaHero moasra (Omi, Nakamura, 2015),
a TaKoKe B CIieI(UKAIIMKY HEKOTOPBIX TPYIIT HEMPOHOB
(Ekker et al., 1992). ¥ HaceKOMBIX 1 paKOOOpPa3HbIX er1-
grailed sKcripeccupyeTcsl B TaHIJIMSIX OPIOIITHOI HEepB-
Hoit merouku (Patel et al., 1989a). JIns Ky3Heumka
Schistocerca americana TioKazaHa poJib 3TOTO T'eHa B
oInpeeIcHUM CyIbObI Heiip0o0I1acTOB CpeIMHHOM JIV-
HUU: TIOCJie 3amycka TpaHCKpUNUUU engrailed Heli-
po6iacThl HAauYMHAIOT MPOAYLIMPOBATh IIHMATbHBIE
MpeanecCTBEHHUKN BMecTo HelipanbHbBIX (Condron
et al., 1994). ¥V urinokoxux TpaHCKPUNTHI engrailed
BBISIBJISIIOTCS B paiaJIbHOM HEPBHOI CUCTEME Y IOBE-
HWIbHBIX XXUBOTHBIX (Byrne et al., 2005). ¥ anHenun A.
virens, P. dumerilii, Chaetopterus sp., C. teleta v P. leidyi
engrailed Taxxe 3KCIIpeCCHpPYeTCs B HEMpPaJbHBIX U
HelipoakTonepMaiabHbIX KieTkax (Bely, Wray, 2001;
Seaver et al., 2001; Seaver, Kaneshige, 2006; Stein-
metz et al., 2011). Takum ob6pa3oM, OTHON U3 BO3-
MOXHBIX aHIIeCTpabHbIX (PYHKIIUI engrailed MOXHO
CUMTAaTh y4yacTHue B HeiipanbHOI nuddepeHIIPOBKE.

IIIpokomacITabHbBI CpaBHUTEIbHBIN aHAIU3
naTTepHOB 3Kkcnpeccuu engrailed (Vellutini, Hejnol,
2016) mokasaj, 4TO Y MHOTUX KMBOTHBIX €r0 aKTUB-
HOCTb MpUypoueHa K 00JacTsam, tae hopMUpyoTCs
MEPETSKKU MEXITY Pa3TMYHbIMU OpraHaMU U CTPYKTY-
pamu, Kak, Harmpumep, nepeieek (isthmus rhomben-
cephali) Mexx Ty 3aTHUM U CPETHUM MO3TOM Y TTO3BOHOY -
HBIX, TPaHU1IA MEXITy OTIIeaMU TeJla TUMIMHOK Opaxuo-
MOJ Y TOJYXOPAOBBIX, Kpail pakOBMHHON KeJie3bl
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MOJUTIOCKOB M T.1. O000111as1 U3BECTHBIE TUITOTE3HI,
MOXHO 3aK/JIIOUUTh, YTO pa3MeTKa IMOTPaHUYHBIX
TEPPUTOPUIT MeXKITY MOP(POIOTrMUECKH 000COOTEHHBI-
MU YacCTSIMU TeJla TaKxKe MOIJIa SIBISIThCS aHLIECTPallb-
Holi yHKumMeid engrailed. 1o Bceli BUAMMOCTH, 3KC-
npeccus engrailed He Obl1a U3HAYAJIBHO CBsI3aHa C 3a-
KJIaJIKOi CerMeHTOB. MBI MpearnojaraeM, 4To B Xoe
BBOJTIOLIUU engrailed HEOMHOKPATHO BOBJIEKAJICS B [IPO-
LECChl Pa3BUTHUSI CETMEHTUPOBAHHOIO IUIaHA CTpOE-
Hus. Korga mpon3011u10 5T 3BOTIOLMOHHOE COOBITHE Y
aHHEJIU[ OCTaeTCs HEBBISICHEHHBIM. DTO MOTJIO CITy-
YUTHCS y OOIIETo MpeaKa BceX aHHEeJIU WU 3Ke TOJb-
KO B (pUJIOTeHETUYECKOM TMHUY, BeAyllleil K Hepeu -
HBIM MOJIMXETaM.

I[puBeneHHbIE HAMW OPUTWHAIBHBIC W JIATEpaA-
TYpHBIE TaHHBIE CBUACTEIBCTBYIOT O TOM, YTO XapaK-
Tep Pa3BUTHUS TTOCTIIAPBAILHBIX CETMEHTOB Y A. Virens
HE COOTBETCTBYET OOEUM CYIIECTBYIOIIUM MOIEISIM
(YHKIIMOHUPOBaHUS 30HBI pOCTa (30HbI 1OOABICHUS
CerMEHTOB, SAZ) — M TeJIoOJacCTUUECKO, 1 Iud-
¢y3HOIL. DTO 0OCTOATENHCTBO CTABUT BOIIPOC O Ha-
JINYUHY Y HEPEU T yHUKAJIBHOTO MeXaHn3Ma aHaMopd-
Horo pocTta. [1lo nMerommMcsT TaHHBIM TT0Ka HeBO3-
MOKHO TIPEIJIOKUTh HOBYIO MOAEIb (POPMUPOBAHUS
CErMEHTOB 13 30HbI POCTa, OHAKO CTOUT MPOBECTU
CPaBHUTENILHBIN aHAIM3 yXXe YCTAaHOBJIECHHbBIX 3aKO-
HOMEPHOCTEI CerMeHTaIlN! Pa3HBIX JKUBOTHBIX.

OT1anuureMm ot TesiobiacTuueckoit SAZ, xapakTep-
HOIA 1T 3apOAbIIIEi MOSICKOBBIX aHHEIWI U HEKOTO-
PBIX paKOOOpa3HbBIX 13 Ki1acca Malacostraca, stBisieTcst
OTCYTCTBHE B TIOCTJIAPBAJIBHOM Pa3BUTUU OECIIOSICKO-
BBIX aHHEJIUJI TeJIOOIACTOB 1 CTEPEOTUITHOTO TTaTTepHa
JIeJIeHUsT UX MOTOMKOB (Zattara, 2020). Kpome Toro,
MpeACTaBIeHNe O TeJI00JIacTaX, KaK O MYJIETUIIOTEHT-
HBIX CTBOJIOBBIX KieTtkax (Balavoine, 2014; Chipman,
2020a) He TT03BOJIIET MHTEPIIPETUPOBATh TAKMM 00pa-
30M SAZ nHepeun (Niwa et al., 2013), MOCKOJIBKY 3KC-
rpeccust “TEHOB MOJSIPHOCTU CETMEHTOB” B 30HE PO-
crta (engrailed y A. virens u apyrux anHenusa (puc. 3),
wntl n hh'y Perinereis nuntia) ipeamnojaraeT ropasio
6oJiee orpaHUYEeHHBIE IOTEHIIMY €€ KJIETOK. Moaeib
mddy3Hoit SAZ mpuMeHnMa K 30He pocTa 00iIb-
IIMHCTBA YICHUCTOHOTHX Y 3apOAbIIIAM ITO3BOHOYHBIX
(B OTHOLLIEHUU MTPECOMUTHOI Me30/IepMBI U XBOCTO-
BOIi MOYKM). DTa MOoneb MpeaycMaTpuBacT K-
YyecKre U3MEHEHMSI aKTUBHOCTU T€HOB (OCHUJUISIINA
aKcrIpeccuu reHoB “pair-rule” u Notch curnanunra)
B oOmupHO# monyisiunu Kiaetok (Williams, Nagy,
2017; Diaz-Cuadros et al., 2021) (puc. 4), yero He Ha-
Ononaercs y aHHenua. My 4WiIeHUCTOHOTUX, U Y MO~
3BOHOYHBIX MOJIEKYJISIPHbIE MapKepbl MOJSIPHOCTHU
CerMEHTOB/COMUTOB HAYMHAIOT 3KCIPECCUPOBATHCS
BIOJIb HOBBIX 'PaHMUII TOJILKO TTOCIIE CHeL(pUKALIUN
BCEU TEPPUTOPUU MeTaMepa, Torna Kak y A. virens
BKCIIpeccust engrailed MapKUpyeT MepeaHIO IpaHu-
LIy 3a4aTKa 3a70JITO IO 3aBepIIeHUs HapaOOTKU KJie-
TOYHOTO MaTepHrayia CeTMEHTa U €ro crieln(UuKaium.
Takum 06paz3oM, Mbl TPUXOAUM K 3aKJTIOUEHUIO O HE-
MPUMEHUMOCTH OITMCAHHBIX BhIIIE MOeIeil K MOCT-
SMOPUOHATLHOMY MEPUOIY OHTOTEHE3a aHHEIH.
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Puc. 4. Cxema 1ociienoBaTelIbHOro 00pa3oBaHUs CETMEHTOB Y WieHHCTOHOruX (a—B) (1mo Williams, Nagy, 2017) u aHHeIuIbl
A. virens (r—e). 3eneHas 3aJIlMBKa — 00JIaCTU IKCIIPECCUM engrailed, ypnypHbIii — 0061acTh crieliuUKalM HOBOTO CETMEHTA,
G.Z. —30Ha pocra. (a) HakoruieH1re KJIeTOUHOTO MaTepraia B 30He pocta (001acTh K3au OT TOCIIEIHEH IMOJIOCH KCITPECCUU
engrailed). (6) Cneuudukaius napacerMeHTa B IepenHeil YacTh 30Hbl POCTa BCJICACTBUE OCUMJUISILIMIA DKCIPECCUU Te€HOB
“pair-rule” u Notch curHanuHra. (B) O60oco0eHre cerMeHTa, CBI3aHHOEe C OKOHYATEIbHBIM OIpeIeIeHMeM I'paHul (3aKiad-
Ka HOBOW IMOJIOCHI BKCIIpeccun engrailed), n Hauasio MopdoreHe3oB (hopMUpOBaHUE 3a4aTKOB KOHEUHOCTEH U MEKCETMEHT -
HbIX 60po3n). (r) PacimmpeHne KoblieBOro foMeHa 3KCIIPecCUm engrailed B 30He pocTa SIBJISIETCS TIEPBBIM 3TAIlOM 3aKJIaJaKu
HOBOTO CEerMeHTa, KOIna, Mo-BUIMMOMY, YCTaHaBIMBAETCS MOJIEKYJISIPHBINM MPOodUIb KJIETOK Ha ero nepeaHeil rpaHulie.
(1) HakoruteHue KJIETOYHOTO MaTepuasia 3a cueT rmpojndepanun BenetT K 000CoOIeHNIO IByX JOMEHOB 3KCIIpeccuu engrailed,
KOTOPBIE OTACISIIOT CETMEHTAPHBII 3a9aTOK OT MPEIIIECTBYIOIIETO CErMeHTa (CIIepean) U OT MUTUINS (c3aar). MeXaHU3MBI CIie-
UMUKAIY CETMEHTApHOTO 3a4aTKa aHHEeJIMI OCTaloTCsl HeM3BeCTHRIMU. (€) MopdoreHes, pocT u nuddepeHLIMpoBKa HOBOTO

CETMCEHTA COIIPOBOXIAIOTCA ITOCTECTICHHBIM COKPAILICHNUEM JOMEHA SKCIIPECCUN engrailed BIOJIb MEXKCETMEHTHOM 60])03,[[];1.

ITockoJIbKY BOIIPOC O €AMHCTBE SBOJIIOIIMOHHOTO
TIPOUCXOXKACHUS CETMEHTOB aHHEUA W YWICHUCTOHO-
T'MX TO KOHIIA HE PEeIlieH, CJIEMyeT PaCCMOTPETh 3aKOHO-
MEPHOCTU WX Pa3BUTHUSI C YYETOM ITpelCTaBIEHHBIX
JaHHbIX. [TaTTepHbl 3KCTIpeccun engrailed y Hepeun u
YJICHUCTOHOTUX CXOMHBI TEM, UTO IOCIIeI0BaTeIbHOE
TIOSIBJICHHE TTIOJIOC SKCITPECCHHN ITPOMCXOIUT IO MOP(dO-
JIOTUYECKOTro 000co0ieHrsT cerMeHTOB. C ITOMOIIIBIO
(DYHKIIMOHAJIBHBIX PKCIIEPUMEHTOB ISl YIEHUCTOHO-
I'MX J0Ka3aHO y4yacTue engrailed B mpolieccax narrep-
HUpoBaHUsI U MopdoreHe3a cerMmeHTOB (Gustavson
et al., 1996; Lim, Choe, 2020). MOXHO ITpearoaoXuUTh,
4yToO engrailed BBIMOJHSIET CXOAHbIE (DYHKUMU U Y
A. virens. OmHaKO COOTHOIIIEHUE TTPOIIECCOB YITTNHEHMS
ocu (co3maHusl KJIETOYHOro Marepuaiia), clierpuka-
1MUY TIOJISIPU3AIIMY CETMEHTOB, a TAK)Ke BOBJICUCHHBIS
B 3TO T'€HbI, MMO-BUAMMOMY, CUJIBHO OTJIMYAIOTCS Y aH-
Henmua 1 WwieHuctoHorux (Balavoine, 2014).

V 4JIEHUCTOHOTUX C TEPMUHAJILHBIM POCTOM CHa-
yajia o0pasyeTcs MaTepua mapacerMeHToB (puc. 4a),
KOTOPBIH MoaBepraeTcs cneundpukaumm (puc. 40), a
IMOTOM OKOHYATEJbHO YCTaHaBJIMWBAIOTCS TPaHMILIbI,
MapKUpPOBaHHBIE TOJI0CAaMU SKCIIPECCUN “TeHOB I10-
JIsipHOCTH cerMeHTOB” (puc. 48) (Williams, Nagy, 2017).
I1pu aToM aKcripeccus engrailed B 30He pocTa OTCyT-
CTBYET, HO TPAHCKPUITHI 3TOTO IeHa BBISIBIISIIOTCS B
KJIETKaxX Ha TepeIHUX rpaHM1IaX MapacerMeHTOB, CO-
OTBETCTBYIOILLIMX 3aJHMUM I'paHULIAM Je(PUHUTUBHBIX
cerMeHTOB. Kpome HaceKoMBbIX, BKCIIpECCHUsl en-
grailed puypodeHa K 3aIHel TpaHUIle CETMEHTOB Y
MHOTOHOXEK, PaKOOOpAa3HBIX, XEIULIEPOBBIX, OHU-

xopop u tuxoxomok (Patel et al., 1989a; Damen,
2002; Hughes, Kaufman, 2002; Gabriel, Goldstein,
2007; Janssen, 2017; Lim, Choe, 2020). Takum obpa-
30M, B OTJIMYME OT WICHUCTOHOTUX, Y A. Virens KOH-
CepBaTUBHBINA “HOrpaHUYHBIN” TIaTTepH engrailed
BO3HMKAET ellle A0 TOJHON AeTepMUHALMN 3a4aTKa
cerMmeHTa (puc. 4). Mbl pearioyiaraeM, 4To y A. virens
CHayvaJia TIpOMCXOIUT CHeITMMUKAIIS TTIepemHeil Tpa-
HUIIBI CETMEHTA, a 3aTeM 3aaHeif, YTO COMMPOBOXKIA-
eTcs HapabOTKOI KIIETOYHOTO MaTepuaja COOTBET-
CTBYIOIIETO CErMEeHTAa. DTO TOBOPUT O KapIMHATbHBIX
pasznyusiX B MeXaHU3Max CEerMeHTAallMu Hepewun U
MmeTtaMmepHbIX Ecdysozoa.

3AKJIFTOUEHHME

DBOJIIOLIMOHHOE IIPOUCXOXIEHNE TaKUX KOM-
IUICKCHBIX MPU3HAKOB, KaK CETMEHTALUSsI, SIBJISICTCS
NPUHLUITNATBHO BaXKHBIM 1 HEPEIIEHHBIM BOIIPOCOM
6uonoruu. B HacTosiiee BpeMsT aHAIU3 CETMEHTUPO-
BAHHOIO IUIaHA CTPOCHUS IIPOUCXOAUT Ha YPOBHE
CpPaBHEHUST MOJICKYJISIPHO-TEHETUYECKUX U KJIETOYHBIX
MCXaHM3MOB pa3dBUTHA CETMEHTOB B pa3HbIX TAKCOHaXx.
DTOT aHaAJIN3 CYIIECTBEHHO OTpaHUYEH HEIOCTATKOM
JIeTaIbHBIX OMUCATEIbHBIX U (DYHKIIMOHATBLHBIX KC-
CJIeTOBaHUI CETMEHTALINU Y OECTIOSICKOBBIX KOJTbYAThIX
yepBeil. UI3yunB onqmH M3 HambOoJiee KOHCEpPBATUB-
HBIX T€HOB-MapKepoOB CerMeHTaluu engrailed, Mbl
COTMOCTaBUJIN TIATTEPHbI SKCIIPECCUU €0 OPTOJIOTOB
Yy aHHEeJIMJ 1 YJICHUCTOHOTUX, a TAaKXKe IIpOoaHaIu31-
poBajii IIPUMEHMMOCTb CYIICCTBYIOIIUX MOJIEICH
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OKCITPECCUA TOMOJIOTA ENGRAILED

SAZ K anHenumaM. DTO ITO3BOJINIO HAaM 3aKJIIOYUTh,
yTO 00pa3zoBaHUE CETMEHTOB M3 30HBI POCTa B II0-
CTJIapBaJlbHOM Pa3BUTUM Hepeun obiamaeT psaoM
ocobeHHocTel. MBI mpenrionaraeM, 4To clieludu-
Kalus ceTMeHTa A. virens MET NapajjiejbHO C YT~
HEHVEeM MnepeaHe3agHeil ocH, TaK KaK cHadajia ornpe-
JIeligeTcsd MepedHsIsl TpaHulla cerMeHTa (MapKepoM
KoTopoii ciykuT 3Kkcrpeccust MPHK engrailed), na-
Jiee cieayeT JOCTpauBaHUE €ro 3aHUX TEPPUTOPUIA,
a 3aTeM MOSBIISICTCS OKOHYATEeIbHAsI 3aTHSS TpaHu1Ia
(6opo3ma MeXIy CErMEHTOM U NMUTHAMEM). AHAIU3
3aKOHOMEPHOCTEN 3KCIpeccuu engrailed y ounarte-
pUii MO3BOJISIET HPEAIIOIOXUTh, UTO aHIECTPATbLHOM
POJIBbIO BTOTO T€HA CIIEAYeT CUMTATh PETYISILINIO Heli-
panbpHON T HepeHIINPOBKH U CO3TaHNE TOrpaHNY -
HBIX TeppuTopuii. BoBieyeHue engrailed B Iipoiiecchbl
MaTTePHUPOBAHUSI 3a4aTKOB CETMEHTOB y HEpEUI
(a BO3BMOXHO 1 Yy BCEX aHHEJIUI), YWICHUCTOHOTUX U
XOPIOBBIX, TTO-BUANMOMY, IPOUCXOIUIIO HE3aBUCUMO.
JanpHeiinme uccieaoBaHNsI TO/DKHBI ONpPeesUTh, Ka-
K€ 3aKOHOMEPHOCTH PabOThI engrailed i ApyTX TEHOB,
MaTTEPHUPYIOLIMX CETMEHTHI, OBLIM YHACIEAOBAHbI He-
peumaMu OT OOILEro IpeakKa KojJbuyaThIX YepBeii, a
KaKKe BO3HUKIIY B 9BOJTIOLIMY MTO3IHEE. DTO ITI03BOJIUT
MPOBECTH MOJTHOLIEHHOE CpaBHEHUE (DYHKLIMOHUPOBA-
HUSI TEHETUYECKOrO perepTyapa CerMEHTUPOBAHHBIX
KUBOTHBIX Y PEKOHCTPYUPOBATH SBOTIOLIMOHHYIO KC-
TOPHIO CETMEHTALIMK 00Jiee JOCTOBEPHO.
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Expression of the engrailed Homologue in Larvae and Juveniles
of the Annelid Alitrta virens Characterizes
the Formation of Segments from the Growth Zone

A. 1. Kairov! and V. V. Kozin!" *

! Department of Embryology, St. Petersburg State University, Universitetskaya nab. 7/9, St. Petersburg, 199034 Russia
*e-mail: v.kozin @spbu.ru

The evolutionary origin of segmentation remains to be a mystery. In arthropods, the engrailed gene is recog-
nized as one of the most important and conservative members of the segmentation developmental program.
Orthologues of this gene have been identified in annelids, but their role is interpreted ambiguously, because
in some species their expression precedes subdivision of the body into segments, but in others it does not.
Here we studied the expression of engrailed in the nereid polychaete Alitta virens during metamorphosis and
development of the first postlarval segments. Our data support the possible involvement of this gene in the
process of segment formation from the growth zone in A. virens. At the larval stages, engrailed is expressed in
neuroectodermal cells, in the growth zone, as well as in metameric epidermal cell rows at the anterior bound-
ary of each segment. Upon transition from the metatrochophore to the nectochaete stage, the circular expres-
sion domain in the growth zone expands and then resolves into two serial domains. Over time, the distance
between these circular domains increases indicating the growth of the first postlarval segment anlage. Forma-
tion of subsequent postlarval segments occurs in a similar way. Analyzing our results and literature data, we
compared engrailed expression patterns in annelids and arthropods. Our work indicates an absence of conser-
vation in patterning of sequentially developing segments from the growth zone in protostomes. We suggest
that in A. virens the anteroposterior axis elongation occurs simultaneously with the specification of a new seg-
ment. These features differ from the known models of the growth zone and indicate the possibility that nere-

ids have a specific mechanism of segmentation.

Keywords: segmentation, Annelida, Nereididae, larval development, metamorphosis, axis elongation, seg-

ment polarity gene engrailed, expression pattern

OHTOIEHE3 TtomM 54 Ne3 2023



