OHTOTEHES3, 2023, mom 54, Ne 3, c. 196—204

OPUT'NMHAJIbHBIE

NCCIEJOBAHUA

YIK 591.3

DKCIIPECCUA TOMOJIOTA ENGRAILED'Y INUMHOK Y IOBEHUJIEN
AHHEJIMADBI ALITTA VIRENS PACKPBIBAET OCOBEHHOCTHA
OOPMHNPOBAHUA CETMEHTOB 13 30HbI POCTA

© 2023 r. A. U. Kaiipos®, B. B. Ko3un* *

4Canxm-Ilemepbypeckuii eocydapcmeeHHbLil YHUGepcumem,
Yuuesepcumemckas nao., 7/9, Cankm-Ilemepoype, 199034 Poccus
*e-mail: v.kozin @spbu.ru
IMoctynuna B pegakiuio 15.01.2023 1.

IMocne mopabotku 03.05.2023 1.
IMpunsaTa K myoaukammu 04.05.2023 r.

OBOJIIOIIMOHHOE MPOUCXOXIEHUE CErMEHTAIIMU JO CUX TMOP OCTaeTcsl 3arajikoil s ucciaenopateneit. Y
YJIEHUCTOHOTMX OIHMUM M3 BaXXHEUIIMX M HanboJiee KOHCEPBATUBHBIX YYACTHUKOB F€HETUYECKOU TMpO-
rpaMMBbl CETMEHTALUM SIBJSIETCSI TeH engrailed. OpTONOTH 3TOTrO TeHa ObLIY BBISIBJICHBI Y aHHEWI, OTHAKO
UX pOJIb HEOJTHO3HAYHA: €CJIN Y OMHUX BUIOB UX 3KCIPECCUs MPEAIIECTBYET Pa3AeJICHUIO Tela Ha CeTMEH-
ThI, TO Y APYTUX — HET. M bl U3yUUIIN BKCTIpeccuo engrailed y HepeviHO TTonuxeTsl Alitta virens B Xoie Me-
Tamopdo3a 1 GpopMUpOBaHUS TIEPBBIX MOCTIAPBAIBbHBIX cerMeHTOB. [lonyyeHHble HJaHHbBIE CBUACTENb-
CTBYIOT B IMOJIb3Y BO3MOXXHOM BOBJIEYEHHOCTH 3TOTO T'eHa B IMpoliecc GOPMUPOBAHUSI CETMEHTOB U3 30HBI
poctay A. virens. Ha TMMMHOYHBIX CTanUsIX engrailed SKCripecCupyeTcsl B HEPOIKTONepMaIbHbBIX KJIeTKaX,
B 30HE POCTa, a TAKXKe B METAMEPHO PACIIOJIOXKEHHBIX PsilaX SMUIePMATbHBIX KJIETOK Ha MEPeaHEN rpaHu-
e Kaxnoro cermeHTa. [Ipu nmepexone ot meTarpoXxodopsl K CTaAMM HEKTOXEThI KOJIBLIEBOM TOMEH 9KC-
MPECCUU B 30HE POCTA PACIIUPSIETCS, a 3aTeM pasaessieTcst Ha JBa. Co BpeMeHeM PacCTOSTHUE MEXTY STUMU
KOJIBLIEBBIMY IOMEHAMM YBEJIMYMBAETCS, UTO OOBSICHSIETCS POCTOM 3ayaTka MepBOro MocTIapBaibHOTO
cermeHTa. @opMUpOBaHUE CIICNYIONIMX ITOCTIapBaIbHBIX CETMEHTOB ITPOUCXOIUT CXOMHBIM ITyTeM. O6006-
LIUB MOJyYeHHbIE HAMU PE3YJbTaThl 1 UMEIOIINECS B JIMTEPAType NaHHbIC, Mbl COMTOCTABWIN MAaTTEPHbI
aKcnpeccuu engrailed y anHHenua v wieHMcToHorux. Hanr aHanu3 cBUAETENbCTBYET 00 OTCYTCTBUU KOHCED-
BaTU3Ma B MaTTEPHUPOBAHUU CETMEHTOB, MOCJIEIOBATEIbHO PA3BUBAIOIIIMXCS U3 30HBI POCTa Y IEPBUYHO-
poThIX. MBI TIpeAnionaraeM, 4yto y A. virens yaijauHeHUe NepeaHe3aaHeil 0CU MPOUCXOJUT OTHOBPEMEHHO CO
crnenuduKaleilt HOBOro cerMeHTa. 9T 0COOEHHOCTH OTINYAIOTCS OT U3BECTHBIX MOJiesielt pabOoThl 30HbI
pocTa 1 yKa3bIBalOT Ha BO3MOXHOCTD CYILIECTBOBaHMS CIIELIM(UYHOIO 7151 HEPEW MEXaHM3Ma CETMEHTALIK.

Karoueeswie crosa: cermeHTanusi, Annelida, Nereididae, TmunHouHOe pa3BuTHe, MeTaMop@d0O3, SJIOHTAIIUS
OCH, TeH TOJIIPHOCTU CETMEHTOB engrailed, NaTTepH 3KCIPeCcCUn
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BBEAEHUE

CerMeHTUPOBAHHBLIMU CUMTAIOT TPU TPYNIIBI OM-
JIaTepajJIbHO-CUMMETPUYHBIX JXUBOTHBIX: YJIECHUCTO-
HOTHE, XOpAOBbIe M aHHeNuAbl. OOHAKO IO CHUX ITOp
HET €IWMHOTO MHEHUS IO ITOBOAY ITPOMCXOXKIACHUS
CerMeHTallMK, KOTOpasi MOIVIa BO3HUKHYTH JTUOO Y
o011Iero mpeakKa Bcex OmnaTepuii, 1100 3BOIIOLINO-
HUpPOBATh B pa3HBIX TakKcoHax He3aBucuMo (Chip-
man, 2018, 2020a).

Cpeny YJIEHUCTOHOTMX MPOLIECC CTAHOBICHUS
cerMeHTalMu Hauboaee usydeH y Drosophila melano-
gaster (Chipman, 2020b). B pesyabTaTe CIOXHBIX
B3aMMOAECMCTBUI MeXXIy FreHaMU MaTepUHCKOTO 3¢-
dexTa U 3UTOTUYECKUMHU TeHAMH TIPOUCXOIUT A~
HOBpEeMEHHOEe MNaTTepHUpPOBaHUe OJlacTomepMbl Ha
MeTaMepHbIE YYaCTKU, Ha TpaHULIAX KOTOPBIX aKTH-
BUPYETCSI SKCHpecCUs “TEHOB TMOJSIPHOCTU CeTMEH-

TOB”: wingless (wntl) v engrailed (en). OHU OTBeUalOT
3a CO3JaHNE CUCTEMbI KOOPAWHAT BHYTPU CETMEHTAa U
IBIIIIOTCS  “MapkKepaMu” cerMeHTauuu. OnHaKo
Ipo3oduia obiagaeT CUIbHO MOAUGMULIMPOBAHHBIM
pa3BUTHEM: OHA UMeeT IJIUHHYIO 3apOIBIIIEBYIO TTO-
JIOCKY, JIMIIIEHHYIO 30HBI pOCTa. DT OCOOCHHOCTH
CYIIIECTBEHHO 3aTPYIHSIIOT CPAaBHUTEILHOE U3ydeHUE
MEXaHU3MOB Pa3BUTUSI CETMEHTUPOBAHHOIO IJIaHA
CTpOEHMUSI.

Bonee nogxoasmmuMmn o6GbEKTaMU JJisI 3BOJTIOLIV-
OHHOTO aHa/n3a PeHOMEeHAa CerMeHTalluy TPU3HAHBI
HaceKOMbI€ C KOPOTKOM 3apoAbIlLIEBOM IOJIOCKOIA,
OIHUM U3 TIPEICTABUTEIICH KOTOPBIX SIBIISIETCI XYK
Tribolium castaneum. HecMOTps Ha pasiudus B MO-
JIEKYJIIPHO-TEHETUUECKUX MeXaHM3MaX CerMeHTa-
LIMM Y HACEKOMBIX, TeHbl wingless v engrailed y Tpu6o-
JINyMa BHITIOJHSIOT TY K€ (bYHKIUIO, 4YTO U Y APO30-
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¢unel. bonee Toro, “reHnl MOJSIPHOCTA CETMEHTOB”
SIBJISTFOTCS HaubOoJiee KOHCEPBATUBHBIMU PETYJISITO-
paMu MeTaMepu3alliu Tejla y BCeX WICHUCTOHOTUX —
MaTTEPHBI WX SKCIPECCUU C IEPUOAUYHOCTBIO B
OIIMH CEeTMEHT OTMEYEHBI Y HACEKOMBIX, paKooOpa3-
HBIX, XeJaullepoBbIx U MHoroHoxek (Patel et al.,
1989a; Damen, 2002; Hughes, Kaufman, 2002).

T'omonoru “reHoB MOJISIPHOCTHA CETMEHTOB” ObLIU
BBISIBJICHBI U Y IIPEACTaBUTENICH KOJILYATBIX YESPBEii.
brita oxapakTepru3zoBaHa 3KCIIpeccust wingless u en-
grailed y nepenanubix noauxetr (Prud’homme et al.,
2003; Steinmetz et al., 2011; Ko3un u ap., 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). IlaTTepHBI 3KCIPECCUU ITUX Te-
HOB y Hepeun Platynereis dumerilii i Alitta virens 1103-
BOJISIIOT IIPEIIIOJIOXKUTDL UX YIaCTHUE B CO3MaHUM Me-
TaMEPHOTO MJaHa CTpoeHusI: engrailed 3KcTipeccupy-
eTcsl B PsIIy KJIETOK Ha MepeaHell rpaHuIle CerMeHTa,
a wingless — Ha 3a/iHeil TpaHMIIE, YTO COOTBETCTBYET
pacnpeneneHuIo MPOayKTOB FTeHOB-OPTOJIOTOB B Ta-
pacerMeHTax y HaceKoMbIX. OQHAKO y APYruxX aHHe-
JIUA OTCYTCTBYET MpPHUBSI3KA IKCIIPECCUU wingless u
engrailed X MeXCErMeHTHBIM T'paHUIIAM, YTO CTaBUT
MOJl COMHEHME X YYacTUe B pa3MeTKe BCero Teja Ha
MeTaMepHbIe obnactu (Seaver, Kaneshige, 2006).

Kpowme Toro, akcrnipeccusi engrailed y aHHe U Obl-
Jla onycaHa MO0 Ha IMYMHOYHBIX CTagUsIX, JTU0OO B
XOJIe pereHepanuu mwiu anaMop¢Horo pocra (T.e. Io-
CJIeI0BaTEIbHOTO TIOSIBJIEHUSI CETMEHTOB U3 30HBI
poCTa) B3POCIIBIX UepBeil, HO He ObLTa OXapaKTepU30-
BaHa MpU Iepexoie OT JUMIMHOYHOTO K MOCTIapBajib-
HOMY pa3BUTHIO (T.€. B KOHIIe MeTamopdo3a 1 npu
MOSIBJICHUM TNEPBBbIX MOCTIAPBAIbHBIX CETMEHTOB).
YTOOBI ITPOSICHUTH MOJIEKYJISIPHO-TEHETUUECKIIE OCHO-
BBI TTOCJIEIOBATEILHOTO (POPMUPOBAHMST CETMEHTOB U3
30HBI POCTa U ONPEAC/INTD, HACKOJIBLKO SBOTIOLMOHHO
KOHCEpPBAaTUBEH ITIPM 3TOM IIATTEPH BKCIIPECCUM en-
grailed, Mbl U3ydwiu TMHaMuUKy pacnpeneineHuss MPHK
9TOr0 TeHa Ipu MeTamMopdo3e U y MOJIOABIX IOBE-
HUJIBHBIX 0CO0CH OEIOMOPCKOM MMOJIMXETHI A. virens.

MATEPHAJIBI 1 METObI

ITonoBo3penbix ocobeit A. virens OTJIaBIUBAJIU B
okpecTHOCTsIX Mopckoii buonorndeckoit Ctannum
(MBC) CIIoI'Y (ry6a Uymna, Kangamakiickuii 3a11B
benoro Mopst). cKyccTBEHHOE OIJIONOTBOPEHUE U
colepKaHre SMOPUOHAIBHOM KYJIbTYPHI IIPOU3BOIMIIN
Mo onucaHHO paHee metoauke (doHmya, 1975). OMm-
OpUOHBI M PaHHUE JUYMHOYHBIC CTAAUU KYJbTUBU-
poBamu 1nipu 14°C, Ha cTaguu paHHEl HEKTOXETHI
(180 yacoB 1ocie OImIoAOTBOPEHUS, Y.I1.0.) TeMIIe-
patypy nomHumanu ao 20°C.

PazButne 6e;1oMOpCKUX A. virens B €CTECTBEHHBIX
1 JJabOpaTOPHBIX YCIIOBUSIX OBLJIO OITMCAHO B paboTax
Honpaya (1975) nu Ceemrnukosa (1978). DMbOpuoreHes
OHTOT'EHE3 Ne 3
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XapaKTepU3yeTCcs TeTEpOKBaAPAHTHBIM CIIMPAIbHBIM
IpoOJIeHNEM M B3MUOOJMYECKOM racTpyisgnueii. B
KOHIIE BTOPBIX CYTOK IT0CJIC OILUIOAOTBOPEHUS TTOSIBIISI-
€TCsl OKpyIJiasl IUIaBarolasl JSHUTOTPOMHAS TAINMHKA
Tpoxodopa (puc. la). PecHUYHBII IIHYp ITPOTOTPOX
OITOSICHIBAET TEJIO IMYMHKM 10 9KBATOPY, OTAEIISIS 111~
cdhepy (ImepeaHIon MoJOBUHY) OT rurochepsl (3a1-
Heil mojioBuHEBI). B rumocdepe pacriooxeHbl 3a4a-
TOK IepeaHeit KUIIKKM (CTOMOAEYM) M HE3aMKHYThII
PECHUYHBIN BEHYUK TEJIOTPOX, KOTOPBIA OTTpaHUYHBA-
eT obJiacTh Oymyiiero nuruavs. I1pu ncnonb30BaHHBIX
HaMM TeMIIEPaTYPHBIX YCIOBUSIX CTaausi TPOXO(MOpPHI
JUTUTCST TpUOIM3UTENbHO ¢ 44 1o 90 u.m.o. Tpoxodopa
IUIaBHO MpeobOpasyeTrcs B MmetaTpoxodopy (puc. 10),
Yy KOTOPOI BBITSITUBAETCS TUITocdepa v MOsIBISTIOTCS
METaMEPHO pPaCHOJIOKEHHbBIE CTPYKTYPhl — IYyYKU
IIETUHOK 1 pECHUYHBIE IITHYpbI TTapaTpoxu. Ha 3am-
HEM KOHIIe MO3IHEel MeTaTpoxo(dOphl pa3BUBAIOTCS
JIB€ JIOMACTU IIMTUIMSI, MEXOIY KOTOPBIMU BHYTPb
BISTYUMBAETCS 3a4aTOK 3agHel KUk, Ctagust MeTa-
Tpox0o(OpPHI ITUTCS TpruoaM3uTeabHO ¢ 91 1o 170 v.1m.0.
ITocne mosiBieHUsT GYHKIIMOHUPYIOIIMX KOHEYHO-
cTeil (Tpex Imap maparoauii) U 3akKJIagKU TOJIOBHBIX
MpUIATKOB (aHTEHH Y TMEPUCTOMMAJIBHBIX YCUKOB)
HACTyITIaeT CTaausl HEeKToXeThl (puc. 1B). B crpoeHun
HEKTOXEThl BBIACISIIOT NEPEIHIO TEPMUHAIbHYIO
0061acTh (IPOCTOMUYM), HECYLIUN IIepUCTOMUAIIL-
HBI€ YCUKU CKPBITHIN (HYJIEBOI) CETMEHT, TPH IIe-
TUHKOHOCHBIX CErMeHTa, 30Hy pOCTa W MNUTUIUIA.
HexToxeThl ToHaYary oOMTAIOT B IUNIAHKTOHE, a 3aTeM
ocenaror Ha 1HO. ITocTenneHHO y HEKTOXET yBeTMYMBa-
€Tcsl 001aCTh MUTUINS, A B IEPEOHEN €€ YaCTH 3a CUET
KJIETOK 30HBI pocTa (OpMHUpPYeTCs IIEPBBI I10-
cTIapBaJibHBIN cerMeHT. [lepexon OT TMYUHKU K I0Be-
HWIBHOM 0cobu (puc. 1) mpoucxoguT aCMHXpPOHHO,
Ho He paHee 300 4.rm.o. KOBeHUJILHBIE YEPBU C Ye-
TBHIPbMSI IIETUHKOHOCHBIMU CeTMEHTaMU HauyWHAIOT
MMUATAThCA U U3 NPEeINUTUANAIbHOI 30HBI pocTa 00-
pasyloTcsl HOBbIe MOCTIapBabHbIE CETMEHTHI.

JInunHoK 1 roBeHusel pukcuposaiu B 4% dop-
maneaeruae Ha 1.75x PBS/0.1% Tween-20 Ha HOYb
npu 4°C ¢ nocnenymooieii otMbiBKoii B PBS/0.1%
Tween-20 u neruapartanueit B 100% metanosne. Jas
paboOTHI OTOMpAI CIASAYIOIINE CTAIN: TTO3MHSISI METa-
Tpoxodopa (156 4.1m.0.), paHHsist HekToxeTa (180 4.11.0.),
no3aHss1 HekToxeTa (210 4.1m.0.), FoBeHWIb ¢ (hopMupy-
fomMcs 4eTBepThiM cerMeHTOM (300 4.11.0.), IOBEHWITH
C TIOJTHOCTBIO C(OPMUPOBAHHBEIM YETBEPTBHIM CET-
MeHTOM (330 4Y.11.0.), IATHCErMEeHTHAsI IOBEHWIb
(420 9.m.0.). ®ukcauuu xpaHuiu mpu —20°C.

st rubpunuszanuu in situ Uctoib3oBaau oT 50
1o 100 o0beKkTOB Kaxkmoil crtammu. [mOpman3aiimio
in Situ TIPOU3BOIUJIM COIJIACHO OIIMCAaHHOMY paHee
nporokoiuy (Shalaeva et al., 2021). MaKyOamus ¢ me-
yeHbIMU nurokcureHnHoM PHK-3onmamu mpomon-
xanach 48 u; okpaiuanue B BCIP/NBT nuio ot 20
o 40 4.
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Puc. 1. Craguy noctaMOpUOHaIBLHOTO pa3BuTust Alitta virens. OTHOCUTENIbHBIE pa3Mephl TeJla COOJIOACHBI, MEePeIHUI KOHel]
HarpasJiieH BBepX. (a) Tpoxodopa. (6) Merarpoxodopa. (B) HektoxeTa. (r) FOBeHMWIBHASI 0COOB C YETHIPHMSI IIIETUHKOHOCHBI-
MU cerMeHTamu. Pth — mpoTtoTpox, St — cromoneym, Tlh — tenorpox, Ph — motka, G.Z. — 30Ha pocta, Pyg — nuruawii, I, 11,
111 L.S. — nepBelii, BTOPOIi ¥ TpETHii TapBaJIbHBIN cerMeHT, 0 S. — HysieBoit cermeHT, 1 P.L.S. — riepBbIii MocTiapBaIbHBIN CETMEHT.

st Bu3yanmzaluu pe3yabTaTOB XPOMOTIEHHOM
TUOPUIN3AINH in situ MEeTOIOM ITuddepeHITnATbEHO-
ro nuHTepdpepeHrmonHoro konrpacra (DIC) ncroib-
3oBam MUKpockorl Axio Imager D1 (Carl Zeiss),
OCHaNIeHHBIN 1MdpoBoit poTokamepoit AxioCam
ICc5 (Carl Zeiss). O0paboTKy n300pakeHuit IIPOBO-
nuu B iporpamme ImageJ. CxeMbl co3naBajiu B IIpo-
rpamMmax Adobe Illustrator u Microsoft PowerPoint.

PE3VJIbTATDI

Ha craguu no3nHeir metatpoxodopsl MPHK en-
grailed sxcnpeccupyeTcsi Ha BEHTPaJIbHOU CTOpPOHE
Tena JIMYMHKU: B OTIEIbHBIX KJIEeTKaX HEpPO3KTO-
JIEpMbl M1 B TTIOBEPXHOCTHBIX 3MUIEPMAIbHBIX KIJIET-
Kax OJIM:Ke K JIaTepaJIbHBIM CTOpOHAM. DITHIEpMaTb-
HbI€ TOMEHBI SKCIPECCUU 00pa3yloT KOPOTKUE, Me-
TaMEPHO PACIIOJIOKEHHBIE TTOJIOCKU, TIpUjekalime K
rnepeaHeil TpaHUlle CETMEHTOB U HEe TOXOMSIIUE 10
cepennHEl Tena (puc. 2a, 2a", 3a). MeTtamepHbIe IO~
JIOCHI 3KCITPECCUM OTMEUYEHBI BO BCEX CETMEHTaX: Kak
B TpeX LIETUHKOHOCHBIX, TaK 1 B HYJIEBOM CETMEHTE
(HEemOCPEeACTBEHHO K3aau OT MpoToTpoxa). Takxke
TOYEYHBIM CUTHAJ BBISIBJISIETCS B IMTOBEPXHOCTHBIX U
ITyOMHHBIX KJIeTKaX HeHpO3KTOAEpMbl; MNATTepH
9KCIOPECCUM IIPU 3TOM SBIISIETCS OuiaTepajibHO-
CUMMETPUYHEIM (puc. 2a, 3a). B obmacty murnous
MPHK engrailed sxcripeccupyercst B KOJIblie KIETOK,
PacIOJIOXKEHHBIX MEXIY 3aaHeit 00p0o300il TPEThEro
CerMeHTa M TEJOTPOXOM. DTOT 3aTHUI KOJBIIEBOM
JIOMEH 3KCMpPEeCcCUM BKIIIOYAET KaK MOBEPXHOCTHHIE,
TaK 1 JieXalllue B INTyOuHe KJIeTKU, KOTOPhIE BCE BME-
CTE COOTBETCTBYIOT JIOKAJIM3AIINK OyayIIeil 30HbI pO-
cra (cMm. O6cyxnenue). Kpome Toro, MPHK engrailed
BBISIBISIETCS B YETBHIpEX Ipymnmax OJM3KOPaCIoJo-

KEHHBIX KJIETOK Ha 3nucdepe O0arke K JopcalbHOMN
CTOpOHE TeJla, a TAKKE B KJIETKAX IIOTKM (puc. 2a, 2a').

Ha cTtanuu paHHei HEKTOXeThl HaTTePH 3KCIIpec-
CUU OCTaeTCsl CXOXKUM C TaKOBBIM y TTO3IHEI MeTa-
Tpox0o(OpPHI: METaMEpPHBIE TOMEHBI 3KCIIPECCUU Ha
BEHTpoOJIaTepaJbHBIX CTOPOHAX TeJla COXPaHSIOTCH,
KaK M 9KCIpeccusl B anuchepe U HelpoO3KToAepME
(puc. 26). CaMmoe BaxKHOE U3MEHEHIE aTTepHAa IIPOKC-
XOIUT B MUTUINM: KOJIBLIEBOM JOMEH 3KCIIPECCUU pac-
IIUpSIETCS B NepeaHe3anHeM HarpasiaeHuu (puc. 20,
30) 1 oXBaThIBAE€T HA IIOBEPXHOCTU HE MEHEE IBYX Psi-
JIOB KJIETOK (BMECTO OTHOTO ITOBEPXHOCTHOIO psiaa
KJIETOK Ha CTaiuu Mo3aHel Metarpoxodopsl). UMeHHO
B 9TOT MOMEHT MPOUCXOIUT 3aKJIagKa MOJICKYJISIPHOM
rpaHMIbl OYIyIEero MEPBOro MOCTIapBaJbHOIO Cer-
MEHTA.

Ha cragum mosmHeit HEKTOXETHl 3KCIPECCHS
MPHK engrailed B obnactu nuruaust mpencraBieHa
JIByMSI KOJIbLIEBBIMU JTOMEHAMU: OIUH PaCMoIOXeH
K3aIu OT 6OPO3IHI TPETHETO CETMEHTA, a APYToii Ha-
XOOUTCS B OoJiee KayTaJdbHOM ITOJIOXKEHUM (pucC. 2B,
28', 3B). IIpu 3TOM MeTamMepHble JOMEHbI IKCIpec-
CHUM Ha TEPPUTOPHH JIapBATEHBIX CETMEHTOB MCYE3aloT.
ITocie 060cOOIEHNsT YETBEPTOrO CErMeHTa, Korma
yXe o0pazoBaHa 60po3na, OTaesIo1asi ero OT MUTU-
AT, OMWH TOMEH IKCIIPECCUM HaXOOUTCS Ha TTepe-
Hell TpaHUWIIe YeTBEPTOrO CeTMEHTa, a APYyroii — Ha
rnepeaHeM Kpae MUTUAus, T.e. c3aAu OT MmociemnHeit
o6oposnnl (puc. 2r, 3r). Ha Gonee mo3nHMX cTammsx
MPHK engrailed sxcnipeccupyercs B rpyrmne noBepx-
HOCTHBIX BEHTpOJaTepalibHbIX KJIETOK Ha MepeaHeit
MOpGhOJTOTUYECKOI TpaHUIIe TTMTUANS U HEeTloCpen-
CTBEHHO Ha TePPUTOPUN NHUTUIMS B OoJiee 3amHEM
MOJIOXKEHWHU TI0 OTHOLIEHMIO K MEePBOI IpymIie KJIETOK
(puc. 21, 3m). DT MeTaMepHBIe JOMEHBI, ITO-BUIM-
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DKCITPECCUA TOMOJIOTA ENGRAILED
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Puc. 2. Dkcnipeccust engrailed B napBaJIbHOM Y IMOCTJIApBAJIBHOM pa3BUTUU A. virens. Ha Bcex ¢hororpadusix BUI ¢ BEHTPaTbHOM
CTOPOHBI, €CJI HEe yKa3aHO oO0paTHoe. 3Be3M0UKa — 3aIHUI KOHEeIl Tejla U MUTUAWNI, YepHbIii HAKOHEUHUK CTPEJIKN — Tepel-
HSISI TpaHUIIA TUTUAYS Y TIPUYPOYEHHBIN K Hell JOMEH 3KCITPECCHUM, KOHTYPHBI HAKOHEUYHUK CTPEIKUA — TIepeaHsIsl TpaHuIla
(opmupylolerocs noctaapBajIbHOrO CErMeHTa, OeJble MYHKTUPHbIC JMHUM — IPAHULIbI CETMEHTOB, YePHbIM MyHKTUP — TO-
JIOXKeHUe MpOoTOoTpoxa. MeTtaMepHbIe MOJIOCHI IKCIIPECCHUM, TTPUYPOUYSHHbBIC K MepeaHel TpaHUlle CerMeHTa, MOIYePKHYThI
kpacHoit ntuHueit. 1, 11, 111 L.S. — meTnHKoHoCHbIe JapBajibHble cerMeHThI, P.L.S. — noctinapBaibHble cerMeHThl, 0 S. — Hy-
JieBoit cerMeHT. (a) [To3mHsist MeTatpoxodopa, 156 4.1m.0. DKenipeccust engrailed BrIIBIIEHA B OTACTBHBIX HEMPOIKTOAEPMATb-
HBIX KJIeTKax (00BeIeHO CUHUM KOHTYPOM), METaMEPHBIX BEHTPOJIaTepabHBIX PsaaxX SMUAePMaTbHBIX KJIETOK (KpacHbIE JIv-
HUM), a TAKKe Ha TIepeTHEM Kpae III0TKU (00BeeHO 3eJIeHbIM KOHTYpoM). (a') [1epemHuii KoHell Tejia, BUII C JOPCaTbHOM CTO-
poHBbI. B cocrase anucdeps! (Knepeau oT YepHOi MyHKTUPHOI JIMHUM) BUAHBI 4 KJlacTepa JieXalluX BIUIOTHYIO APYT K APYTY
KJIETOK (OesIble CTpeaKu), SKCIIpeccupyolmnx engrailed. (a") KpynHblii 11aH BEHTpOJIaTepabHOTO y4acTKa TYJIOBHIIA, HA KO-
TOPOM BUIIHBI IBa METAMEPHbBIX TOMEHA IKCIIpecCUM (KpacHblil KOHTYp). (0) PaHHssg HekToxeTa, 180 u.n.o. KosnblLeBoit nomeH
9KCIIpeccuu engrailed Ha TpaHULIEe TUTUINASI COCTOUT U3 IBYX PSIIOB MOBEPXHOCTHBIX KJIETOK. (6') KpyIHbIii 11aH 3aHEro KOH-
11a TeJia, HAKOHEYHUKM CTPEJIOK YKa3bIBAIOT Ha JBAa COCEMHUX psiaa engrailed+ xierok. (B) [1o3nasst HekToxera, 200 4.1m.0. DKe-
rnpeccusi B HelipoaKTOAepMAIbHBIX KJIETKaX MPOTafaeT; Ha TEpPUTOPUYN MTUTUAMS €CTh 1BA OTIETbHBIX Psilia KJIETOK, dKCIpec-
cupylolux engrailed (HakoHeYHUKU cTpesokK). (B') KpynHbiit miaH 3agHero koHia teia. (r) Cragust 060cobeHus MepBOro
noctiaapBajibHOro cermMeHTa, 300 4.mm.o. (1) KOBeHWIb ¢ MOMTHOCTBIO C(HOPMUPOBAHHBIM YETBEPTHIM ceTMeHTOM, 330 4.11.0.
M3o6pakeHue MoJiydeHo ITyTeM COBMeIIeHUsT cepun dhotorpaduit omHOTO 00beKTa B pa3HbIX doKycax. (n') YBenrnueHHOe
n3obpaxeHue nepenHero KoHia tena. BunHel engrailed+ xnetku (Gesble CTpesiKK) Ha TIEpeqHEM Kpae IIOTKU (3eJieHas MyHK-
tupHas nuHus). (e) KOBenwis ¢ 5 cermentamu, 420 4.n.o. Bun ¢ mopcanbHoit ctopoHsl. MPHK engrailed BeisiBnsieTcst B 1ByX
MOTEPEYHbIX NTOJIOCAX KJIETOK B MMUTUANN — IIPOUCXOIUT 3aKJIaKa IPaHULIbI LIIECTOrO cerMeHTa. TeMHO-CHHee OKpallluBaHue
B LIEHTpE TeJla — Hecneuududeckuit GOoH B MUIIEBBIX YACTULIAX B MOJIOCTU KUIIKU. MaciuTabHbIi 0Tpe30K — 50 MKM.
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MOMY, MapKUPYIOT 3a4aTokK (hopMUpYIOIIerocs Msi-
TOro (BTOPOTo MOCTIapBajbHOTO) cerMeHTa. AHaJIO-
rMYHasi KapThHa HaOMI0JaeTcsl U MpU 3aKJajake Ie-
CTOTO CerMeHTa, TEPPUTOPUSI KOTOPOTO OrpaHUYCHA
crnepeu 1 c3aIM HeNpepbIBHBIMU MOTIEPEYHBIMU MO~
nocamu Engrailed-nooxuTeTbHBIX KIIETOK (pHcC. 2¢). Y
YEeTBIPEXCETMEHTHBIX YepBell 3Kcrpeccust (KoTopast
MPaKTUYECKU OTCYTCTBOBAJIA HAa CTaAWU MO3IHEN HEK-
TOXEThI) BHOBb BBISIBJISIETCSI B KJIETKAaX HEMPOIKTONEP-
MBI JIapBaJIbHBIX cCeTMEHTOB. Kpome Toro, y 1oBeHWIei
nosiBisieTcs akcnpeccust MPHK engrailed B xnetrkax
MepeaIHero Kpasi IIOTKH (puc. 21').

OBCYXIEHUNE

B nanHoi1 paboTte BriepBbIe ObLIa OMKMCaHAa 3KCIIPEC-
cusl TeHa engrailed ipu nepexojie K MOCTIapBaIbHOMY
pa3BuTuio y nonuxeT. [lonydyeHHble JaHHBIE TTO3BOJIS -
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0T MPEIoJaraTh yyacTue MpoayKTa 3TOro reHa B raT-
TEePHUPOBAHNHU 3a4YaTKOB CETMEHTOB Y A. virens. AHa-
JIU3 CBEICHUM 00 3KCIPECCUM PETyJIITOPHBIX TEHOB,
ITWHaAMUKe KJIeTOYHOM npoandepannu u auddepeH-
LIPOBKE CETMEHTApHBIX OPTaHOB y A. Vvirens U 'y
Onm3KopoacTBeHHOoTro Buma P dumerilii 103BOJISIET
OXapakTepu30BaTb OCOOCHHOCTU Pa3BUTHUSI CETMEH-
TOB y npencraBurelieit cemeiictBa Nereididae (puc. 1).
K TakuM 0coO0E€HHOCTSIM OTHOCHUTCS CIIeayIolIee: Mo-
YTU OJTHOBPEMEHHAsI 1 OTHOCUTEIbHO PaHHSS CIie-
mupUKanys BceX TMIMHOUYHBIX CETMEHTOB €IIIE B OM-
opuorenese (Prud’homme et al., 2003; Steinmetz et al.,
2011; Kozin et al., 2016); ¢popmupoBaHue MeTaMep-
HOI COMAaTUYE€CKOM MYCKYJaTypbl U KOHEYHOCTEN Y
mianktoHHo#t tuunHku (Fischer et al., 2010; Bala-
voine, 2014; KosuH, KocTtioueHko, 2016); mosiBieHue
JIOKaJIbHOI 00JIacTU KJI€TOYHOI mMpojudepauuu B
MPEeANUTIANATIBHONM 30HE POCTa Ha CTaIM1 HEKTOXETHI,
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(@) (©)

(B)

(r)

HeiiposkTonepma 3oHa pocTta

(1) (e

(x)

MeTaMmepHble TOMEHBI Imotka

Puc. 3. [TatTepHsl 3kcnipeccuu engrailed B xone anHamopdHOro pocta 'y aHHeau . JJoMeHbI 9KcTripeccuy 0003HAYEHBI IIBETHOI
3aJIMBKOI: KPACHBIH LIBET — METaMEpHbIE AMUIEPMaATbHbIE JOMEHBI, CUHUIT — HEMPOIKTOAEpMaJIbHBIE KJIETKH, XKEIThIi1 — 00-
JIaCThb 30HBI POCTA, 3eJIeHBIN — KJIeTKU I0TKU. [lepenHuit KoHell Teja HarpaBJieH BBepX. (a—n) A. virens: (a) — NO3IHSISI MeTa-
Tpoxodopa, (0—r) — 3agHMIT KOHET] TeJla HEKTOXETHI IpY (:OPMUPOBAHUH 3a9aTKa MEPBOTO MOCTIAPBAIBHOTO CETMEHTA, () —
IOBEHWIbHast 0coOb. (€) 3aaHU1 KOHell Tesia IPeCHOBOAHO osiuroxetsl Pristina leidyi (o Bely, Wray, 2001). (k) 3anHuii KoHell
Tejia ceaeHTapHou rmonuxetol Capitella teleta (o Seaver, Kaneshige, 2006).

T.€. 32000 10 ocenaHust TnunHKU (Gazave et al., 2013;
Ko3un u ap., 20196); Havano hopMUpoOBaHUS IIOCT-
JIapBaJILHOTO CerMeHTa B BUIE OJHOro psina En-
grailed-TIOTOXXUTETLHBIX KIIETOK, KOTOPBHIE COOTBET-
CTBYIOT IMepeaHeli rpaHULIe CETMEHTA; MOCe AYIOIIUIA
pOCT 3ayaTKa CerMeHTa B JJINHY KIIepeau OT MUTH-
nus. Y Hepeun engrailed a3xcnipeccupyeTcs y 3aIHEro
KOHIIa Tejla, HAa4yMHAasl CO CTaAuu IPOTPOXOdOpPHI
(Prud’homme et al., 2003; Steinmetz et al., 2011). Mb1
MPEArnojaraeM, 4To 3TOT 3aJHUM ITONEPEeYHbBIN JOMEH
AaKTUBHOCTH engrailed, pacIionoKeHHbIN KIIEPeIn OT Te-
JIOTpOXa, MapKUPyeT MOJIEKYJISIDHYIO TpaHMILy, BIOJb
KOTOpOIf popMupyeTcst 30Ha pocTa. JlanHas 0671acTh
MPOCTPAHCTBEHHO COOTBETCTBYET BKCIIPECCUU Map-
KepOB MYJBTUIIOTEHTHOCTH, TAKUX KakK Vasa u Nanos
(Kozin, Kostyuchenko, 2015; Ko3un u gp., 20196;
Kostyuchenko, 2022). I1pu pacmmpeHnA 1 ITOCIEAY-
IOIIeM pa3lae/IeHMM 3TOro AOMEHa Ha JBE MOJOCHI
aKcrnipeccuu Engrailed y HEKTOXET A. virens MpOUCXO-
IIUT aKTUBHOE pa3pacTaHue nuruaus (puc. 3a—3r).
OpHaKo B ero Ipeaeiiax yxe oInpeaeacHa MepeaHss
rpaHuiia OyayIIero 4eTBepTOro CerMeHTa, a 3aaHss
YacTh CETMEHTA, BEPOSITHO, MPOIOIKAET (POPMUPO-
BaTbcs 3a cueTr nponudepanuu Engrailed-neratus-
HbIX K1eToK (Ko3uH u 1p., 20196). D10 yKa3siBaeT Ha
TO, UTO Y A. virens HaKOILIEHUE KJIETOYHOTO MaTEepH-
ajia Oydylllero cerMeHTa U ero crielimdukanus mpo-
HUCXOOSAT OMHOBPEMEHHO, a He TTOCIeI0BATEIbHO.

IMockonbKy y pa3HbIX aHHEJIMI XapaKTep 3KCIIpec-
cuu engrailed cunbHO oTMvaeTcs (puc. 3), BbISIBJICHHbBIE
HamMu OCOOEHHOCTU TIaTTEpHUPOBAHUSI CETMEHTOB He-
peus MOTYT UMETh Pa3IMUHYIO BOJIOLIMOHHYIO TpaK-
TOBKY. [MnoreTnyecku, paHHee NaTTePHUPOBAHUE 3a-
yaTKa CeTMEHTa C yYacTUeM engrailed MOXET SIBISITHCS
aHlleCTpaJibHOI yepToit aHHeaua. Ha a3To yka3siBaeT
MeTaMepPHBIN (C TIEPUOINYHOCTBIO B OJUH CETMEHT)
MaTTepH 3KCMPECCUU engrailed, OSIBISIIOLIMICS e1le
10 MOP(OJIOTUYECKOTO 000CO0JIEeHUsI CETMEHTOB, a
TakXe 9KCIIPECCUsi 3TOro reHa B 30HEe pocTa 00Jib-
IIIMHCTBA UCCIEAOBAaHHBIX aHHeIu (puc. 3). OnHako
HU y KOTO U3 HUX, KpOMe Hepeul, engrailed He oOpa-
3yeT MPOTSKEHHbIE TOMEHBI SKCITPECCUU B BUIIE TTO-
JIOC WJIUM KOJIell, KOTOpbIe pacnooXeHbl METaMEPHO
U OTpaxkaloT OJIMHAKOBOE MO3UIIMOHHOE 3HauyeHUe
(T.e. MapKUPYIOT TEPENHIO IPaHUILy MO OKPYKHO-
CTU BCEro CETMEHTA — U BEHTPaJIbHO, U IOPCATIbHO, U
JaTepaiabHO). B ocHOBHOM, 3Kcripeccuto engrailed y
aHHEJIW/ BBISIBJISUIM B CepUalibHBIX OpraHax — Hed-
punusx, raHmusax [HTHC, meTMHKOHOCHBIX MellKax
(Seaver et al., 2001; Prud’homme et al., 2003; Seaver,
Kaneshige, 2006) (puc. 3). [To3TOMYy MOXHO TIpeamno-
JIOXKWTD, YTO M3HAYAJILHO Yy TIpeOKa aHHEeIu engrailed
MPUHUMAJ yJacTue B crieluduKaliui pa3inyHbIX Me-
TaMEPHO PaCIOJIOXKEHHBIX CTPYKTYp. B punoreHetn-
YyecKol JIMHUU, Beaylllell K HepeuaaMm, 3TOT TeH MOT
ObITb KOOTNITUPOBAH B T€HHYIO PETYISTOPHYIO CETh,
VIIPaBJSIONIYIO CO3JaHUEM U pa3MeTKoil Mopdore-
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HETUYECKOTO ITOJIsI BCEro cerMeHTa. B 3TOM citydae
0COOEHHOCTU CeTMEHTAIIUM Hepeu I (paHHSIST CIel-
duKamys BceX JIMYMHOYHBIX CETMEHTOB ellle B M-
OpuoreHe3e; ycKOpeHHoe (opMHUpOBaHUE CETrMEH-
TapHBIX OPTraHOB Y MJIAHKTOHHOM JTMYMHKN ) BO3HUK-
JI B ®BOJIIOLIMY BTOPUYHO.

BeposiTHO, IpearochUIKOi K COBEPIIEHCTBOBAHUIO
MEXaHU3MOB CETMEHTAlIU, KOTOpble O0eCITeunid aK-
ceyiepalliio Pa3BUTHUSI CETMEHTUPOBAHHBIX JIMYMHOK
Hepeu, ObUIO HAaKOIUICHHUE B STi1Ie 3HAYUTEILHBIX 3aria-
COB XKeJITKa, 00eCITeUnBIIIee TIePEXO K JISLIMTOTPOMUN.
DBOJIIOLIMOHHEBIN TIepeXol OT IIAHKTOTPOMUH K Jie-
LIUTOTPO(UHU CBSI3aH C T€TePOXPOHHBIMUA M3MEHEHUSI -
MU, 3aKJTIOYaloIUMUCS B Oosiee mo3gHell nudgepeH-
LIMPOBKE MUIIEBAPUTEBHBIX OPTaHOB 1 00Jiee paHHEM
MOSIBJICHUM J1e(OMHUTUBHEIX (IOBEHWIBHBIX) ITpH3HA-
KOB, K KOTOPBIM OTHOCHUTCS M cerMeHTamus. B kpaii-
HEM cJTydae omoOHOI TeTepOXPOHNN CBOOOTHOXKUBY -
1ast JMIMHKA UCYE3aeT, a BCE CeTMEHTHI TUpPepeHITN-
pyloTcs ellie B SMOpHOreHe3e, Kak 3TO TPOUCXOIUT Y
musiBok (Kuo, 2017). HdanpHeiile wuccienoBaHUS
MOJIEKYISIPHO-TEHETUYSCKOM PeTyIsauun (popMHUpo-
BaHMsSI CEIrMEHTOB aHHEJWA IOMOIYT OIpPEIe/IUTh,
KaKoli 13 OIMMCAaHHBIX ClIeHapueB 0oJjiee CIIpaBeIInB.

Eme omHoIT MHTEpEeCHO 0COOCHHOCTHIO HEPEU/T
sapisgercsa Hammune MPHK engrailed B xineTkax Heii-
PO3KTOAEPMEL. Y MHOTHX XKUBOTHBIX engrailed Heo0-
XOIUM IS IpaBUIbHOTO (pOPMUPOBAHUS HEPBHOI
cucTeMbl. Y MO3BOHOYHBIX MMOKAa3aHO COBMECTHOE
yuactue engrailed i FGFS B pyHKIIMOHMPOBAHUN UCT-
MYCOBOT0 opraHmu3aTopa (isthmus organizer) Ha rpaHu-
e cpemHero u 3amHero Mosra (Omi, Nakamura, 2015),
a TaKKe B CITIeI(UKALIMKY HEKOTOPBIX I'PYIIT HEUPOHOB
(Ekker et al., 1992). ¥ HaceKOMBIX 1 paKOOOPa3HbIX e#1-
grailed sxcnipeccupyeTcsl B TaHIJIMSIX OPIOITHON HEpB-
Hoii uerouku (Patel et al., 1989a). Ina Ky3Heuuka
Schistocerca americana mokazaHa poJib 3TOTO T'eHa B
omnpeeeHU CyIbObl HEIipO0IaCcTOB CPeTNHHOM 1 -
HUW: TIOCJIe 3aIlyCcKa TPaHCKPUNLUMN engrailed Heli-
po6yiacThl HAYMHAIOT TPOAYLIMPOBATh IJIUAJIbHbIE
MpeAIIeCTBEHHUKN BMecTo HelipanbHbiX (Condron
et al., 1994). ¥V urinokoxux TpaHCKPUNTHI engrailed
BBISIBIISIIOTCSI B pPagyaIbHOI HEPBHOI CHCTEME Y IOBe-
HWIBHBIX JKMBOTHBIX (Byrne et al., 2005). Y annemn A.
virens, P. dumerilii, Chaetopterus sp., C. teleta n P. leidyi
engrailed Taxxe 3KCIIpeccUpyeTcsl B HelipaJbHBIX U
HelpoakTonepMaabHbIX KieTkax (Bely, Wray, 2001;
Seaver et al., 2001; Seaver, Kaneshige, 2006; Stein-
metz et al., 2011). Takum ob6pa3oM, OmHOIT U3 BO3-
MOXHBIX aHLECTPaTbHbIX (DYHKIIMU engrailed MOXXHO
CUMTAaTh y4acTue B HelipaiabHOI nuddepeHIIUPOBKE.

[IIupokomaciiTabOHbIN CpaBHUTENbHBINA aHAIU3
naTTepHOB 3Kcnpeccuu engrailed (Vellutini, Hejnol,
2016) mmokazaj, 4TO Y MHOTHUX KMBOTHBIX €r0 aKTUB-
HOCTh MIPpUYpOUYEHA K 00JIacTsaIM, Tae (popMUPYIOTCS
TMEPETSLKKM MEXKIY Pa3IMYHbIMK OpraHaMM M CTPYKTY-
paMu, Kak, Harmpumep, mepeieek (isthmus rhomben-
cephali) Mmexxy 3aTHUM 1 CPETHUM MO3TOM Y ITO3BOHOY-
HbIX, TPaHULIA MEXTY OTAe/IaMU TeJla JMYMHOK Opaxuo-
MOJ W TMOJYXOPAOBbIX, Kpaii pakOBMHHOMN >KeJe3bl
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MOJUTIOCKOB U T.A. O000111as1 U3BECTHBIE TUIIOTE3hI,
MOXHO 3aKJIIOYUThb, UTO pa3MeTKa IIOrpaHUYHBIX
TePPUTOPUIA MEXITY MOPPOTOTNISCKN 000COOIEHHBI-
MU YacTSIMU TeJla TaKKe MOIJIA SIBJISIThCSI aHIIECTpab-
Holt (pyHKuMelt engrailed. T1lo Bceit BUIMMOCTU, IKC-
npeccus engrailed He Obl1a U3HAYAJIBLHO CBsI3aHA C 3a-
KJIAIKOM cerMeHTOB. MBI IIpearioaraeM, 4To B X0O/Ie
9BOIOLNN engrailed HEOTHOKPATHO BOBJIEKAJICS B IIPO-
LIECChl Pa3BUTHUSI CETMEHTHMPOBAHHOIO ILUIaHA CTpOe-
Hus. Korga mpon3o11110 3To 3BOJTIOLMOHHOE COOBITHE Y
aHHEJIN/ OCTaeTCsl HEBBISICHEHHBIM. DTO MOTJIO CITy-
YUTHCS y OOIIETo MpeaKa BCeX aHHEIU I WU XKe TOJIb-
KO B (PMJIOTEHETUYECKOM JIMHUY, BEaylleil K HepeuI-
HBIM IIOJIMXETaM.

IIpuBeneHHbIe HAMW OpPUTUHAIBHBIC W JIUTEpa-
TYPHBIC JaHHbIC CBUACTEIBCTBYIOT O TOM, YTO Xapak-
Tep pa3BUTHS IOCTIIAPBAJIbHBIX CETMEHTOB Y A. virens
HE COOTBETCTBYET OOEUM CYIIECTBYIOIINUM MOICISIM
GYHKIIMOHUPOBAHUS 30HBI POCTa (30HbBI JOOABICHUS
cerMeHTOB, SAZ) — u TelIo0JacTUUECKOM, 1 TrUd-
¢dy3HOI1. DTO 0OCTOSATEIIHLCTBO CTABUT BOIIPOC O Ha-
JIMYUU Yy HEpEU T YHUKAJIbHOTO MeXaHU3Ma aHaMopd-
Horo pocra. [To nMerommuMcs TaHHBIM ITOKa HEBO3-
MOXHO MPEIIOXUTh HOBYIO MOJEIb (hOPMUPOBAHUS
CETMEHTOB U3 30HbI POCTa, OMHAKO CTOUT MTPOBECTU
CPaBHUTEILHBIN aHAJIM3 Y& YCTAHOBJICHHBIX 3aKO-
HOMEPHOCTEI CeTMEHTALIMU Pa3HbIX KUBOTHBIX.

Ot1inurieM ot TetobIacTuIecKoit SAZ, xapakTep-
HOI 1T 3apOAbIIIEH MOSICKOBBIX aHHEIUI U HEKOTO-
PBIX paKooOpa3HbIX 13 Kitacca Malacostraca, SBiIsteTcs
OTCYTCTBHE B TOCTJIApBAIBHOM Pa3BUTUM OECIOSICKO-
BBIX aHHEJIUJI TEJIOOIACTOB U CTEPEOTUITHOTO TTaTTEPHA
JeJieHusT uxX MMoToMKoB (Zattara, 2020). Kpome Toro,
MpeAcTaBlIeHNE O TeJI00IacTaX, KaK O MYJETUIIOTEHT-
HBIX CTBOJIOBBIX KieTKax (Balavoine, 2014; Chipman,
2020a) He TT03BOJIIET MHTEPIIPETUPOBATh TAKMM 00pa-
30M SAZ Hepeun (Niwa et al., 2013), mOCKOJIBKY 3KC-
npeccus “reHoB NOJSIPHOCTHA CETMEHTOB” B 30HE PO-
crta (engrailed y A. virens u npyrux anHenup (puc. 3),
wntl v hh'y Perinereis nuntia) npemaroJiaraet ropasao
6oJiee orpaHUYEHHBIE TIOTEHIINU €€ KJIETOK. Mozeib
muddy3Hoit SAZ mpuMeHMMa K 30HE pocTa 00ib-
LIMHCTBA YWICHUCTOHOTHX Y 3apOAbIIIIaM ITO3BOHOYHBIX
(B OTHOIIIEHUU TTPECOMUTHOI Me30IepPMBI U XBOCTO-
BOIi MOYKM). DTa MOJe]b MpeayCMaTpUBaET LUK~
yeCcKUe U3MEHEHUS aKTUBHOCTU T€HOB (OCLIMJUISIIINI
aKcHIpeccuu reHoB “pair-rule” u Notch curaanmnra)
B obOmupHOo# monysunu kKiaetok (Williams, Nagy,
2017; Diaz-Cuadros et al., 2021) (puc. 4), yero He Ha-
omomaeTcsd y aHHeaun. M y 4JIeHUCTOHOTUX, U Y TI0-
3BOHOYHBIX MOJIEKYJISIpHbIE MapKepbl MOJISPHOCTHU
CEerMEHTOB/COMUTOB HAYMHAIOT 3KCITPECCUPOBATHCS
BIOJIb HOBBIX TPAHMUII TOJILKO TOCIE crelpUKauu
BCEMl TEppPUTOPUU MeTaMepa, Torma Kak y A. virens
9KCIpeccus engrailed MapKupyeT IepeaHIO ITpaHu-
11y 3a4aTKa 3a70JITO IO 3aBepIIeHUs HapaOOTKU KJle-
TOYHOTO MaTeprayia CerMeHTa 1 ero creluKaium.
TakuMm 06pa3oM, MBI IPUXOINM K 3aKTIOUEHUIO O HE-
MPUMEHUMOCTU OITMCAHHBIX BBIIIIE MOJEEH K OCT-
SMOPHUOHAITLHOMY MIEPUOTY OHTOTeHE3a aHHEIH.



202

KAWPOB, KO3WH
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Puc. 4. Cxema mociienoBaTesIbHOro 00pa3oBaHus CETMEHTOB Y wieHHCTOHOrux (a—B) (mo Williams, Nagy, 2017) u aHHeIuabl
A. virens (r—e). 3eieHas 3aJTUBKa — 00JIACTU SKCIIPECCUM engrailed, TrypIypHBIit — 06/1acTh crieliu(UKaIM HOBOTO CETMEHTA,
G.Z. —30Ha pocra. (a) HakoruieHue k1eTouyHOro Marepuaia B 30He pocta (00J1acTh K3a11 OT MOCJIEIHEN MOJIOCHI SKCITPECCUU
engrailed). (0) Cneundukaiys mapacerMeHTa B MepeaHeil YacTu 30Hbl POCTa BCIIENCTBME OCUWUISLIMN 3KCIIPEeCCUU TeHOB
“pair-rule” u Notch curnanuara. (8) O6ocobiieHre cerMeHTa, CBSI3aHHOE C OKOHYATEIbHBIM OTIpeIeIeHUeM TpaHuI] (3aKJIa-
Ka HOBOW TMOJIOCKI 9KCTIpeccun engrailed), n Hayamo MopdoreHe30B (hopMUpoOBaHUE 3a4aTKOB KOHEYHOCTE 1 MEXKCEeTMEHT-
HbIX 60po3n). (r) PacuinpeHue KojiblIeBOro 1oOMeHa 3KCIPecCUu engrailed B 30He pocTa SIBJISIETCS MEPBBIM 3TANOM 3aKJIadKu
HOBOTO CErMeHTa, KOI/a, MO-BUIMMOMY, YCTaHABIMBAECTCS MOJICKYJISIDHBIM MPOGUIb KJIETOK Ha ero rnepeaHeil rpaHulle.
(1) HakoruteHne KJIeTOYHOTO MaTepuaa 3a CYeT mposrdepanuu BeaeT K 000COoOIeHUIO IBYX TOMEHOB 3KCIIpeccHuu engrailed,
KOTOpPBIE OTIEJISIIOT CETMEHTAPHBIM 3a4aTOK OT IPEAIIEeCTBYIOIIEIO CeTMEeHTa (CIiepeaun) v oT MUuruaus (c3aar). MexaHu3Mbl cIie-
HM(UKALIMM CeTMEHTAPHOTO 3aYaTKa aHHEJNI OCTAIOTCSl HeU3BeCTHBIMU. (€) MopdoreHes, pocT u nuddepeHIIMPOBKa HOBOTO

CEIMCHTA COITPOBOXKIAIOTCA MOCTECIICHHBIM COKPpaIlICHUEM JOMCHA SKCIIPECCUU engr ailed BIOJTb MEXCETMEHTHOM 60p03Z[I>I.

ITockoabKy BOIpOC O €IMHCTBE 3BOIIOLIMOHHOTO
MIPOMCXOXKACHNSI CETMEHTOB aHHEIMI 1 WICHUCTOHO-
TUX 0 KOHIIA HE pellleH, CJIeAyeT paCCMOTPETh 3aKOHO -
MEPHOCTM UX Pa3BUTHS C YYETOM IIPEICTaBIECHHBIX
naHHbIX. [TaTTepHbI 3KCIpeccuu engrailed y Hepeun u
YJIEHUCTOHOTUX CXOIHBI TEM, UTO TTOCJIeIOBaTEeIbHOE
MOSIBJICHUE TTOJI0C SKCIIPECCHUM ITPOUCXOIUT 10 MOP(PO-
JIOTUYECKOTro 000co0IeHnsT cerMeHTOB. C IOMOIIBIO
(bYHKIIMOHAIBHBIX 3KCIEPUMEHTOB IJISI YJICHUCTOHO-
rMX JOKa3aHO ydacTue engrailed B Tipolieccax marrep-
HUpoOBaHUs U MopdoreHeza cerMmeHTOB (Gustavson
et al., 1996; Lim, Choe, 2020). M0XHO ITPpeIoIoXUTh,
yTo engrailed BBIOMHSIET CXOAHbIE (DYHKUMU U Y
A. virens. OmHaKO COOTHOIIIEHIE IIPOIIECCOB YIIMHEHMST
ocH (co3maHusl KJIETOYHOIOo MaTepualia), crierpuKa-
LMY U TIOJISIpPU3allM CETMEHTOB, a TAK>Ke BOBJICUEHHbBIE
B BTO T€HbI, MO-BUANMOMY, CWIBHO OTJIUYAIOTCS Y aH-
Hea 1 wieHnucToHorux (Balavoine, 2014).

YV 4JIEHUCTOHOTUX C TEPMUHAILHBIM POCTOM CHa-
yajia o0pasyeTcs MaTrepuas mapacerMeHToB (puc. 4a),
KOTOPBGIi ToaBepraeTcs crelndpukanum (puc. 40), a
MOTOM OKOHYATEJbHO YCTaHaBIMWBAIOTCS TPAHMIIbI,
MapKHUPOBaHHbIE MIOJIOCAMU SKCIIPECCUU “TEHOB IO~
JISIpHOCTH cerMeHTOB” (puc. 48) (Williams, Nagy, 2017).
[1pu aToM aKcnipeccus engrailed B 30He pocTa OTCYT-
CTBYET, HO TPAHCKPHUITHI 3TOTO IeHa BBISIBIISIIOTCS B
KJIeTKaX Ha TepeIHNX TpaHulIaX ITapacerMeHTOB, CO-
OTBETCTBYIOLIMX 3aJHUM I'paHULIaM JIe(PUHUTUBHBIX
cerMeHTOB. KpoMe HAaceKOMBIX, 3KCIIPECCUSI en-
grailed prypodveHa K 3aIHell TpaHUIle CeTMEHTOB Y
MHOTOHOXEK, PaKOOOpa3HBIX, XEIUIEPOBBIX, OHU-

xodop u tuxoxomok (Patel et al., 1989a; Damen,
2002; Hughes, Kaufman, 2002; Gabriel, Goldstein,
2007; Janssen, 2017; Lim, Choe, 2020). Takum obpa-
30M, B OTJINYME OT WIEHUCTOHOTUX, Y A. Virens KOH-
CepBaTUBHBIA “HOTrpaHUYHBIN” TIaTTepH engrailed
BO3HMKAET ellle A0 TMOJHOI JeTepMUHAllMY 3aJyaTKa
cerMmeHTa (puc. 4). Ml mpeAriojiaraem, 4to y A. virens
CHayvaJia IIpONCXOIUT CIeIN(PUKAITNS TIepemHeii Tpa-
HUIIBI CETMEHTa, a 3aTeM 3aJHeii, UTO COMPOBOXIa-
eTcsl HapaOOTKOM KJIETOYHOro MaTepuasia COOTBET-
CTBYIOIIIETO CeTMEHTa. DTO TOBOPUT O KapANHATbHBIX
paszIuyusx B MeXaHU3Max CerMeHTallud Hepeun u
MmeTamepHbIX Ecdysozoa.

3AKJIIOYEHHME

DBOMIIOLMOHHOE TPOUCXOXIEHUE TaKUX KOM-
IUIEKCHBIX MMPU3HAKOB, KaK CErMEHTALNSI, SIBIISIETCS
MPUHLIMITNAIBHO BaXXHBIM M HEPEIIEHHBIM BOIIPOCOM
ononornu. B HacTosiee BpeMsl aHAJIM3 CETMEHTUPO-
BaHHOTO IIJIaHA CTPOEHUS IIPOMCXOAUT Ha YPOBHE
CPaBHEHUST MOJIEKYJISIPHO-TEHETUUECKUX U KJIETOYHBIX
MEXaHU3MOB Pa3BUTHSI CETMEHTOB B PA3HBIX TAKCOHAX.
DTOT aHAJIN3 CYIIECTBEHHO OTPaHUYEH HETOCTATKOM
JeTalbHBIX OMUCATEIbHBIX M (DYHKIIMOHAIBHBIX MC-
CJIeTOBaHUI CETMEHTALINK Y GECITOSICKOBBIX KOJTbUAThIX
yepBeil. U3yynB onqmH M3 HamboJiee KOHCEpPBATUB-
HBbIX T€HOB-MapKepoOB CErMeHTaluu engrailed, Mbl
COMOCTAaBUIM ITATTEPHbBI SKCIIPECCUU €r0 OPTOJIOTOB
Yy aHHEJIU, U YWICHUCTOHOIMX, a TAKXKe IIpOaHaTU3K-
poBaiu TPUMEHUMOCTh CYIIECTBYIOIIUX MOIEIEN
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OKCITPECCHA TOMOJIOTA ENGRAILED

SAZ x aHHenmuaaM. DTO MO3BOJUIIO HAM 3aKTIOUNTh,
yTO 00pasoBaHUE CETMEHTOB M3 30HBI POCTa B IIO-
CTJIapBaJlbHOM Pa3BUTUM Hepeua oOnamgaeT psSaoM
ocobeHHOCTel. MBI mpenrionaraeM, 4To crieludu-
Kalusl ceTMeHTa A. virens ueT napajijieJIbHO C YIIU-
HEHUEM IepeaHe3aaHel 0CU, TaK KaK cHavaja ornpe-
JIeligeTcsl MepeqHsisi TpaHulla cerMeHTa (MapKepoM
KoTopoii ciyxkuT 3Kkcrpeccuss MPHK engrailed), na-
Jiee ciaeayeT JOCTpauBaHUE €ro 3aJHUX TEPPUTOPUIA,
a 3aTeM TOSIBIISICTCSI OKOHYATEIbHAS 3aIHSISI TpaHuIIa
(bopo3ma Mexay CerMEHTOM M IUTUAUEM). AHAIU3
3aKOHOMEPHOCTEM 3KCIIpecCun engrailed y Guiarte-
pUii TO3BOJISIET MPEAIIOIOXUTh, UTO aHIECTPATLHOM
POJIBbIO BTOTO TeHA CIIeAyeT CUNTATh PETYISIIINIO Heli-
panpHOM U depeHIINPOBKI 1 CO3IaHNE TTOTPAHNY -
HBIX TeppuTopuii. BoBneueHue engrailed B mporecchl
MaTTepHUPOBAHUSI 3a4aTKOB CETMEHTOB Yy Hepeun
(a BOBMOXHO U Y BCeX aHHEIW), WICHUCTOHOTUX U
XOPIOBBIX, ITO-BUANMOMY, IPOUCXOINIIO HE3aBUCHMO.
JanpHeiime nccnenoBaHusI JOJDKHBI ONPEICS/INTh, Ka-
K1€ 3aKOHOMEPHOCTU PabOThI engrailed v IpyrX T€HOB,
MaTTEPHUPYIOIIMX CETMEHTbI, ObLITM yHACJIEAOBAHbI HE-
peugaMu oT OOIIero Mmpeaka KoJibuaThIX YepBeid, a
KaKVe BO3HUKIIA B 3BOJTIOLIMU TTO3IHEE. DTO MO3BOJIUAT
MPOBECTU MOJTHOLIEHHOE CpaBHEHUE (DYHKLIOHUPOBA-
HUSI TEHETUYECKOTO perepTyapa CEerMEHTUPOBAHHBIX
KUBOTHBIX U PEKOHCTPYMPOBATH 3BOIOLIMOHHYIO MC-
TOPUIO CETMEHTALIMM O0JIee TOCTOBEPHO.

BJIATOJAPHOCTHU

JlaHHOE uccieqoBaHUe BHIMOJIHEHO Ha 6aze Mopckoii
Buonormyaeckoit Cranmum (YHB “Bbenomopckas™) CII6IY,
PLI MM, P PMuKT u PII KM CII6I'Y. Beipaxaem 671a-
ronapHocth Pomany IletpoBuuy KocTioueHko 3a mpeno-
crapjieHHyO Tuiasmuay ¢ dparmeHtoM KIHK engrailed
A. virens 1 o0CyXIeHHe TeKCTa pyKomucH. braromapum
Hanexny AunpeesHy PHIMNITOBY 3a IOMOIIb B CO3IaHUN
WTIOCTpaLii.

OUHAHCUPOBAHUE PABOThI

PaGora BhINOJHSUIACH NpU Toaaepkke rpaHta PH®
Ne 21-74-00055, https://rscf.ru/project/21-74-00055/.

COBJIIOJEHUE 5TUYECKUX CTAHOAPTOB

B oTHO1IeHNM O0OBEKTOB MCCIEAOBAHMS COOJIIOIAINCh
MPUMEHUMEIE STUYECKNE HOPMBI.

KOH®JIUKT MHTEPECOB

ABTOpBI 3asIBJISIOT, YTO KaKOM-1100 KOH(MINKT MHTE-
pPECOB OTCYTCTBYET.
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Expression of the engrailed Homologue in Larvae and Juveniles
of the Annelid Alitta 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
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