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Aurelia aurita — KOCMOIIOJIUTUYHBIN BUI cliMpoMeny3bl, OCHOBHbIE 3aKOHOMEPHOCTH CTPOCHUS U XKU3-
HEHHOTO IIMKJIa KOTOPOTO XOPOIIIO U3BECTHHI. B HacTos111e#t paboTe MpoBeAeHO MOAPOOHOE UCCIeA0BaHNE
pa3BUTHS U CTPOCHUSI TUIaHYIbI A. aurita 1o 3aBepiiieHUs ee MeTaMopdo3a. [Iprku3HeHHbIe HaOII0AeHUS
U U3yYyeHUe TUCTOJOrMUYECKOro CTPOEHMUSI TJIaHy B Mpoliecce oceqaHus U Metamopdo3a nokasaiu, YTo
BHYTPEHHSISI BRICTWIJIKA MaHYOpHyMa MEPBUYHOTO TTOJIUITA (COOTBETCTBYIOIIAS FACTPOJAEpMeE) MPOUCXOIUT
W3 BKTOAEPMAILHOTO CJIOSI 3aJHETO KOHIIA TUIaHyJibl. BriepBbie IpoBeieHO N3y4eHre MPOCTPAaHCTBEHHON U
BPEMEHHOI TMHAMUKM pacIipeiesieH!s] CEPOTOHMH-3PTUYECKUX KIJIETOK C HAYaJIbHBIX CTAIW pa3BUTHUS
3apojbliia 10 GopMUPOBAHUS IEPBUYHOTO MoJumna. Takxke MPoCiaexXeHo pacrpeaeieHue TApO3UHUPOBaH -
Horo TyOynuHa 1 Heliponientuna RF-amuma Ha pa3HbBIX cTagusx pa3BUTUs A. aurita.

Karoueeswie croea: ontoreHes, MmetaMopdo3, MopdoreHes, HepBHas cucteMa, cuudounnslie, Aurelia aurita.

BBEAEHUE

Crpexkaromue (Cnidaria) paccMaTpuBaloTcs Kak
JIBYXCJIOMHBIE, paglalbHO CUMMETPUYHEIEC XHUBOT-
HbI€, 3aHMMalOIIEe B COOTBETCTBUM CO CBOMM 0a30-
BbIM IUIAHOM CTPOCHUSI MOJOXEeHUe, OJM3Koe K
IpeaKOBBIM (opMaM MHOTOKJIETOYHBIX KMBOTHBIX
(Horenp, 1981; Brusca et al., 2003). JlaHHbIE MOJIEKY-
JIIPHO-(UJIOreHETUYECKUX UCCIeIOBAaHWI MOATBEP-
XKIAIOT 3Ty TOYKY 3pEHUSI, TOAYEPKUBAsI, YTO CTpeKa-
IOllIMe MPEACTABIISIIOT COOOM CECTPMHCKYIO TPYIIINy
M0 OTHOIIEHUIO K OujgarepaibHO-CUMMETPUYHBIM
XWBOTHBIM BHYTPHM BCe€X MHOTOKJIETOYHBIX (Medina
et al., 2001). CnemoBarenbHO, IIOHMMAaHWE 3BOJIIO-
UMY Pa3BUTUSI BHYTPU CTPEKAIOIIMX MPEACTABIISICT
Cc0001i OrPOMHBIN MHTEPEC IJIsl YCTAaHOBJICHUS aHIIE-
CTpajbHOTO BapHaHTa Pa3BUTHUS, TIOCTY>KMBILIETO OC-
HOBO JIJI51 9BOJIIOLIUY Pa3HOOOPA3HBIX TUIIOB pa3Br-
THUS OMIaTepaIbHBIX JKUBOTHBIX.

bnarogapst Takomy MHTEpecY, B IMOCAEIHUE IeCsI-
TIJICTHSI OBUTM OTPabOTaHBI HOBBIE MOIEIBHBIC CH-
CTEeMBI, BKITIOUAIOIINE OJUHOYHBIX M KOJIOHUAJTBHBIX
ruapounHbIX (Hanp., Hydra (Bosch, 2003), Hydrac-
tinia echinata (Frank et al., 2001), Podocoryne carnea
(Groger and Schmid, 2001; Seipel and Schmid,
2005), Clytia (Carre et al., 2000) u ap.), Kybomeny3y
Tripedalia cystophora (Kozmik et al., 2008), akTuH1IO
Nematostella vectensis (Fritzenwanker et al., 2002; Bur-
ton et al., 2004), kopayismoBoro noaura Acropora mille-
pora (Miller et al., 1995; Miller and Ball, 2000a). Oc-
HOBHOE BHUMaHMe TTPU N3YICHUN paHHETO Pa3BUTHS
CTpeKaloluX HaIlpaBleHO Ha BBISICHEHUE MEXaHM3-

MOB TE€HETMYECKOI peryJsiiiui YCTAHOBJICHUS I10-
JISPHOCTU U TIEPBUYHOM OCH Yy MHOTOKJIETOUHBIX.
OnHako, MU3-3a GOJBIIOTO pa3HOOOpa3Usl IKCIpec-
cun romojiornyHbeIx reHoB (Hobmayer et al., 2000;
Miller et al., 2000b; Ball et al., 2004; Hayward et al.,
2004; Chourrout et al., 2006), mpeaKoBOe COCTOSTHUE
MeXaHM3Ma YCTAaHOBJICHUS TIEPBUYHOM OCH JJIsT BCEX
CTpeKaloluX W OwWiaTepuil 1O CHUX TOP OCTaeTcs
cnopHbiM. ClieqoBaTeIbHO, HEOOXOAUMBI TOITOJTHU-
TeJIbHBIE MOJIEKYJIIPHO-(UJIOTEHETUUYECKUE U CpaB-
HUTEJIbHO-aHATOMUYECKNUE JaHHbIE II0 OTIEIbHBIM
rpyIIiaM CTPEKarIInX, KOTOpbIe TO3BOJIMIIN OBl YBe-
JIMIUTHE THGOPMATUBHOCTh MMEIOIIMXCS (PUIIOTEHE-
TUYECKUX TOCTPOCHUIA.

Ha maHHBIIZ MOMEHT K TAKUM Majlo OXBau€HHBIM
(¢puIoreHeTHYECKNMMM U CPaBHUTEIbHO-aHATOMUYE-
CKMMMU HCCJeAOBaHUSIMU TPYyMIaM CTPEKaloIIUX OT-
HocaTcsa cundouaHbie (Scyphozoa). daxe mist Aure-
lia aurita, OMHOTO M3 CaMBIX PacIpPOCTPaHEHHBIX U
XOPOIIIO M3BECTHBIX MpPEeACTaBUTENEH CUM(POUIHBIX,
paHHee SMOpHOHAJIbHOE pa3BUTHE U MeTamMopdo3
M3ydeHbl JOCTAaTOYHO MHOBEpPXHOCTHO. Wmelorcs
JIMIIb OOIIMe CBeIeHUsI O paHHEM 3MOPUOHATIBHOM
pa3BuTUU. MI3BECTHO, UTO 3apOABIIIN MPETEPIIEBAIOT
MOJIHOE paBHOMEpPHOE ApoOJieHUEe, B pe3yJibkTaTe KO-
Toporo ¢opmupyercs ueimoodnactyna. CteHKM Oja-
CTYJBI IIPEACTABJIEHBI BBICOKMMU Y3KUMU KJIETKAMU,
61acToueab HeOobimoro ooseMa (Yuan et al., 2008).
TacTpynsuuyst  OCYILISCTBIISICTCS  Pa3HOOOpa3HLIMU
crocobaMu: MyJIBTUTIONSIPHOM UMMUTpalueii, THBa-
TMHAlLIMe WM 000MMU CITocoOaMu OJHOBPEMEHHO
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Puc. 1. CxemaTyHOe n300pakeHUe paHHeTo pa3BUTus A. aurita (13 Yuan et al., 2008). AGopaJIbHBIN ITOJIOC BBEPXY. A — 9M-
OpUOH Ha cTaAuu ApobaeHus1, opMupyroiuii ueaoodnactyny. B—E — npononbHbie cpe3bl uepes LIeHTP COOTBETCTBYIOIIEH cTa-
MU pa3BuTUs. B — mosiBiisieTcst 06J1acTh MHBarnHAIMK, (POPMUPYETCsI TACTPYJIa C PECHUYHBIM ITOKPOBOM, 3aKJIaIbIBAIOTCS 9K~
ToiepMa U NepBUYHasi sHaonepMa. C — ruiaHyJsia ¢ pa3BuBalollelicss HEpBHOM cucteMoii. D — Havyaio Mmetamopdo3a; nepBud-
Hasl 9HAO0JepMa OKa3bIBAaeTCsl CIABJIEHHON B paiioHe abopaJibHOTO TMOJI0Ca, OAHOBPEMEHHO C 3TUM B KJIETKaxX MEepBUYHON
SHI0IEPMbI BbIsIBJIsIETCs Kacmnasa-3. C opaJibHOU CTOPOHBI (DOPMUPYETCST BTOPUYHAsI IHI0AEPMA, KOTOpasi BCKOpe HauMHAET
pacnpocTpaHsThCsl B abopajibHOM HarpasieHuu. E — 3akyagka v pocT Liymnasiel nojurna, 3aBepiieHue meramopdosa.

(Lesh-Laurie and Suchy, 1991). Jluius HegaBHO Ha
OCHOBE MMMYHO-LIUTOXUMUYECKUX METOHOB OBbLIU
YACTUYHO OITMCAaHblI alTMKAIbHBI OpraH M HepBHas
CHCTeMa TIpW pPa3BUTUM U MeTaMopdo3e TUIaHYJIbI
A. aurita (Nakanishi et al., 2008).

B HenasHeii pabote (Yuan et al., 2008), ucroJib3o-
BaHMe KOH(pOKAJIHLHON JIa3epHON W SIJIEKTPOHHOMN
MUKPOCKOITUHU MO3BOJINJIO aBTOpaM OOHAPYKUTb UH-
TepecHoe sIBJIeHUe: B Tpoliecce MeTamopdo3a ria-
HYJIBI B TIEPBUYHBIN MOJIUII €€ SHAoAepMa (“IIepBUY-
Hasi” 1O TEPMMHOJIOTMM aBTOPOB) 3aMelllaeTcsl Ha
“BTOPUYHYIO”, MPOUCXOASIIYIO U3 3KTOAEePMabHO-
ro 1uiacta. IIpu aTom “niepBuyHas” 3HAOAEPMA IO -
BepraeTcs JIereHepanuu u anonTtosy (puc. 1).

Hapsany ¢ uzydenmeM Mmop@oJiornaecKux Iporec-
COB, MIPOMCXOASIINX B pPAHHEM OHTOT€HE3€E CTpeKalo-
X, HEOOXOOMMO IIOHMMaHHWE PETryIsSlur 3TUX
MpPOILIECCOB, B IEPBYIO OYepedb, IIPOIIECCOB MeTa-
Mopdo3za. IIpeanosoXuTesbHO,  PEryJsITOPHYIO
GyHKIMIO Tpyu MeTamMopdo3e BBLITTOJHSIIOT pa3iny-
HBIe HeHpOaKTUBHBIE BEIIECTBA, CEKPETHUPYEeMBbIE
HEpPBHOI cuUCTEeMOM. DTM BellleCTBa TakXKe MOTYT

MPUHUMATD YYacCTUE B PETYJISILIMU OHTOTeHe3a Ha 10-
HepBHBIX cTanusax pa3putus (Bosch and Fujisawa,
2001; Buznikov et al., 2003; Katsukura et al., 2004).
Kaxmast ctagust pa3BUTUSI XapaKTepHU3YeTCs CBOUM
cnenuUUYEeCKUM MPOCTPAHCTBEHHBLIM MATTEPHOM
KJICTOK C HelipOaKTUBHBIMU BellecTBamu. [1pu riepe-
Xole K IIOCIIeoyIolleil cTaguy HepBHas cucTeMa
OpeAbIAYIIei CTaAUM YaCTO MOJTHOCTBIO WJIN YaCTUY-
Ho yrpaumBaercsa (Martin, 2000; Nakanishi et al.,
2008; Seipp et al., 2010).

HeilipoHanbHast opraHu3anus JUUMHOK CTpeKalo-
IIMX U3y4YeHa TOCTATOYHO MOAPOOHO. Y MIaHys THI-
POUIHBIX KJIIETKHM C HeﬁpoaKTMBHbIMI/I BClIECTBAMU
KOHLICHTPUPYIOTCS Ha IepeaHeM IToJIloce Tena, OT-
JeIbHBIE KJIETKM BCTPEUAIOTCS B CJIOE DKTOACPMEI Ha
NpPOTSLKEHMM Bcero Tena audmHKu (Martin, 1988,
1992b; Groger and Schmid, 2001; Nakanishi et al.,
2008). DT HepBHBIE KIETKM, a TAKXKE UX OTPOCTKU
MOTYT COJepXaTh TaKKWe HEPOaKTUBHEIC BEIIECTBa,
kak GLW-, LW-, RF- u FMRF-amunabl, cepoTOHUH,
TaypuH, 1oaMUH, Y-aMUHOMACIISIHYIO KUCIIOTY, TH-
pO3MHUPOBaHHBINM TyOynuH u np. (Groger and
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Schmid, 2001; Katsukura et al., 2004; Boero et al.,
2007; Kass-Simon et al., 2007; Nakanishi et al., 2008).
Inanynsl Aurelia aurita, Kax v 60JIbIIUHCTBO MJIaHYJ
JIIPYTUX CTPEKaIIIUX, WMEIOT 3KTOAEPMaTbHYIO
HEPBHYIO CUCTEMY, COCTOSIIYIO U3 HECKOJIbKMX TH-
noB FMRF-aMua-1monoXuTeIbHbIX HEUPOHOB. DTO
“anmukKajgbHble HEWPOHBI” KJIETKW aIlMKaJIbHOTO
opraHa, pacrioJIOXKeHHOT0 Ha MepeaHeM TTOJIIoCce JIH-
YUHKU; “JaTepajbHble HEMPOHBI” — KJIETKU B OOKO-
BOIi 3KTOAEpMe. AKCOHbI HEMPOHOB amuKaJabHOIO
opraHa oOpa3yloT CIJIETEHHME B OCHOBAaHUU alluKaJlb-
HOTO opraHa W TSIHYTCSI BAOJIb ME30IJIer K 3aIHEMY
koHity ranyasl (Nakanishi et al., 2008).

B npoliecce npeBpallleHUsT B MOJUI 3KCITPECCUsi
FMRF-amuna B aKToAepMe MJIaHyJIbl ITOHWXKACTC,
MEPEXOaUT B BHAOACPMY U TaM MCUYE3aeT, YTO, CKOpee
Bcero, cBs13aHo ¢ anonto3oM FMRF-amun-conepxa-
mux KjieTok. CKOIUIeHUE 3KTOAEPMabHBIX HEHpPO-
HOB Ha TlepeIHeM KOHIIe TJIaHYJIbl TOJHOCTBIO Jere-
HEepUpYyeT, U “BTOpUYHAsl” HEpBHAas CUCTEMa, B KOTO-
pO¥ HEMPOHBI pacrojiaracTcs MpPeuMyIlIeCTBEHHO Ha
OpaJIbHOM KOHIIE TToJInTIa (COOTBETCTBYIOIIEM 3a/THE-
MY KOHILy TIJIaHyJibl), pa3BuBaeTcs de novo (Nakan-
ishi et al., 2008).

B Hacrogmeit paboTe MpoBeaeHO MCCeI0BaHIE
pa3BUTHUS U CTPOEHUS TUIaHYbI Aurelia aurita B MO-
MEHT ee ocemaHust 1 MeTamopdosa. Ha ocHoBaHMU
neiTpadepHOil MUKPO-BUICOCHEMKHN U MCCIIeI0Ba-
HUSI TUCTOJIOTMYECKOTO CTPOSHMST TUUYMHKM Ha pa3-
HBIX cTaausx MeTramopdo3a IoKa3aHO, YTO JIUIIb
4acTh “IepBUYHON” 3HIOAEPMBI IJIAHYJIbI, BO3MOX-
HO, TIOIBEpraeTcs nereHepauu. BMecre ¢ TeM moiry-
YeHHbIe JaHHbIE CBUJIETEILCTBYIOT O TOM, YTO BHYT-
pPEHHSISI BRICTUJIKA MaHyOpryMa IIepBUYHOTO MOJIUTIA
(COOTBETCTBYIOIIASI TacTPOAEPME) TPOUCXOIUT U3
9KTOIEPMAJIbHOTO CJIOSI 3allHEr0 KOHILA IUIaHYJIbI.
Bnepsele Ha A. aurita TIpoBedcHO W3yYeHUE IIPO-
CTPAHCTBEHHOU U BPEMEHHOW TUHAMHUKU pacpee-
JICHUSI CEPOTOHUH-3PTUYECKUX KJIETOK C HaYaIbHbIX
cTanuii pa3BUTHS 3apojbliiia 10 GOPMUPOBAHUSI TTEP-
BUYHOTO MoJinIia. Takske OBLTO TTPOCIEKEHO paciipe-
JieJIeHue TUPO3MHUPOBAHHOIO TyOyJIMHA U Heipo-
nentuga RF-amuma Ha pasHbIX CTagusix pa3BUTUS
A. aurita.

MATEPHUAJT 1 METOJbI

OO0beKT HccaemoBanua — ciundomenysa Aurelia
aurita (Linnaeus, 1758). Marepuan cobupanu Ha be-
JoMopckoit 6uoctanuu um. H.A. Tlepuoa MI'Y
(Kanpanaxkiickuii 3anuB besoro mopst). 13 poToBbIx
JionacTeid TOJIOBO3PENbIX MEAY3 U3BJIEKAIU 3apO/Ibl-
IIe Ha pa3IMYHBIX CTAAUSIX Pa3BUTHS OT 3UTOTHI 10
MOJIHOCTBIO ChOPMUPOBAHHBIX TaHyd. [lojydyeH-
HbIX 3apo/Jiblilieii moMelaiu B yaliku [letpu ¢ duiib-
TPOBAaHHOM MOPCKOM BOAOM, Tl€ IMPOJ0JIKAJIOCh UX
pa3BUTHE BIUIOTH IO OCEMaHUs U MeTamopdo3a 1ia-
HyJibl B TIepBUYHBIM monun. Heobxoaumble ctanuu
buKcHUpoBaIn IJIsI NaAbHEHWIIIEro NCCaeI0BaHMSI.
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IleiirpadpepHyio BUIEOCHEMKY OCEIaHUSI U MeETa-
Mopdo3a TJIaHyJ MNPOBOJAWIM TMOA MUKPOCKOIIOM
MBMH-1 ¢ momouibio mudpoBoit kKamepsl Scope Tek
DCMI130E, noakito4eHHOM K KOMITBIOTEPY, 1 MPO-
rpammMbl Scope Photo (V 3.0.12.146). BugzeomoHTaxk
1M ppoBbIX (oTorpacduii MPOU3BOAUIN C TIOMOIIbIO
Sony Vegas V 8.0.

PDuKcanuio 1Jisi CBETOBOI M 3JIeKTPOHHOI MHKPO-
CKOIMHU OCYIIECTBIISITN 2.5% pacTBOPOM TIIOTapaib-
meruga Ha ¢docdatHoM Oydepe (PBS, pH 7.4),
M300CMOTUYHOM MoOpcKoit Boae (Millonig, 1964)
(1 gac ipu 4°C) ¢ noct-dukcanueit 1% pacTBopom
0Os0, Ha ToM xe Oydepe B TeueHue 1 yaca. Jlo nocre-
Iyoliein o0paboTKu (UKCUPOBAaHHBIA MaTepual
xpanuiau B 70° atanoie ripu 4°C. 111 MUKPOCKOITN-
YeCKOr0 MCCIeIOBaHUSI MaTeprall 3aJINBaJIM B CMECh
anoHa u apanauta (Electron Microscopy Sciences).
CepuliHble MOJIYTOHKHE CPE3bl MOIydYaau Ha yJIBTpa-
ToMe Leica. Cpesbl oKpalllMBaay CMEChIO TOTYUIU-
HOBOI'O CMHEIro U METWJIEHOBOro cuHero (MupoHoB
u 1ap., 1994). Uccnenosanue u ¢ortorpadpupoBaHue
Cp€e30B MpoBoAMIM Ha MUKpocKorie Leica DM2500.

Jlns1 ckaHupyomein MUKPOCKOTTMA (PUKCUPOBaH-
HBI MaTepuaj 00e3BOXMBAIM B CEPUU CIUPTOB U
alleTOHE U BBICYLIMBAIN B KpuTuuyeckoit Touke CO,.
BricylieHHble 00pa3iibl MOHTUPOBAIU Ha CTOJMKHU,
HATBLISIJIA CTUIABOM 30JI0Ta ¢ TTaJJIaIueM U UCCIIeIO-
Bamm Ha Mukpockorax CAM SCAN u SCAN JSM
(Japan).

NMMyHO-IIMTOXHMHYECKOE  OKpalIUBAaHHE OCY-
LIECTBJISIJIA TIO CJIEAYIOIIEMY MPOTOKoJy. Matepua
duxkcupoBamu 4% mnapadopmanpaerunoMm Ha PBS
(pH 7.4, Sigma) Ha xonony (4°C) B TeueHuUe CyTOK,
3aTreM (buKcaTop 3aMEHSJIM Ha CBEXMIA U Jlajiee Xpa-
Huau npu 4°C 1o okpamuBaHus (B TedeHue 1—2 Me-
caneB). Ilepen okpalrmBaHueM 00pa3libl OTMbIBAIA
OT (prKcaTopa B YEThIpeX CMEHAaX ObIYLETO CHIBOPO-
TouHoro ansoymuHa (3% BSA, Sigma, USA) ra PBS
(pH 7.4) ¢ nereprentom (0.3% Triton-X100, Ferak
Berlin, Germany). Ilocie oTMbIBaHUSI HaHOCWJIU
MepBUYHBIE aHTUTENA, UHKYOAlLUs B KOTOPbIX JIJIH-
Jach 12 yacoB nipu 4°C. B pabote ObLIN MCITOIb30Ba-
HBI CIeAylolINe IepBUYHbIC aHTUTEA:

— polyclonal rabbit Anti-Serotonin (1
(AB938, Chemicon, USA);

— rabbit Anti-RF-amide (1 : 3000) (amidation-
sensitive anti-RFamide antibody 1773 Illp) (rmomxyue-
HbI oT 1tpod. I ITnmukepra);

— monoclonal mouse Anti-Tyrosine Tubulin
(1:1600) (T 9028, Sigma, Germany).

OT nepBUYHBIX aHTUTE] MaTepual OTMbIBAIU B
yeTbipex cMeHax BSA Ha PBS u HaHocwiu BTOpUY-
Hble aHTUTeNa, KOHbIOTMPOBaHHbIE C (hryopoxpoMa-
mu TRITC wamn FITC. MHKyOaums BO BTOPUYHBIX
aHTuTeNIax Jummiack 12 yacoB npu 4°C, mocie 4ero
MPOM3BOAUIN OTMBIBKY 00pa3lioB TakK e, Kak U OT
MEePBUYHBIX aHTUTEN. Been 3a 3TUM B TeueHue S Mu-
HYT MPOBOAWJIM OKpalllMBaHUE siAep MPU ITOMOIIU

1000)
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20 MKM
||

Puc. 2. Pannee passutue A. aurita. A — oouutT. b — mMoBepXHOCTH 0OLIMTa, MUKPOBOPCUHKK. B — IBYKJIETOYHBIA SMOPUOH,
CTpEJIKOM YKa3aHbI XKeJITOYHbIC TPaHYJIbl, BUOIUMbIE Ha cKoJjle npenapara. I', /I — Hayajmo racTpyisiliiu, CTpeJIKaMU yKa3aHbI
BIISTYMBAHMSI, CBSI3aHHbIE C MHBarMHalUMeEN WM UMMUTpalneil KieToK. E — moBepXHOCTh SMOpUOHA HA CTaJAUU FacTPYIsILIUM,
Ha KJIETKaX BUIHBI pecHUYKHU. 2K — TU1aHysa, B cOOKY, CTPEIKOM yKa3aH MepeIHNi KOHEll, UMEIOIINi OoJiee Tymyto (hopmy,
yeM 3aaHuii KoHell. MacmtabHast imHelika: A, B, I', I — 20 Mxm, B — 1 mxm, E — 5 MM, 2K — 50 MKM.

DAPI (100 ng/ml; Sigma). M36b1TOoK DAPI oT™MBIBa-
JIM B TPeX CMeHaX AVUCTWJLIMPOBAHHOM BOIbI. MaTe-
pman 3akmodann B 2.5% DABCO (1,4-diazabicyc-
lo[2.2.2]octane, Aldrich-Chemie) B 90% rimuepune
Ha PBS. Busyanmzamuio pe3yiabsraToB IIPOBOIWIN
IIPY TIOMOIIIH JIa3€PHBIX KOH(MOKATbHBIX MUKPOCKO-
noB Leica TCS SPE u Olympus fluoview FV10i. B xa-
YeCTBE OTPHUIIATEIIBHOTO KOHTPOJISI UMMYHOILIMTOXY-
MUYECKOE OKpallluBaHNe TPOBOAWIIN O3 IEPBUYHBIX

AHTUTEII, (I)JIYOPCC]_IE)HHI/IH Ha TaKuX IIp€riaparax oT-
CyTCTBOBAJIA.

PE3VJIBTATHI
Mopgonoeus

Oouutsl Aurelia aurita *MEOT OKPYIIIyIo (hopmy,
UX IuaMeTp cocTaBisieT okoiao 90 MM (puc. 2A).
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Puc. 3. [TocnenoBaTebHOCT TIPUKPETITIEHUS M Hadajia MeTaMopdo3a ruianyiisl A. aurita (ocienoBaTeIbHbIE Kaaphl U3 1eii-
TpadepHoii BuaeocheMKM). A — Havano npukperuieHus IiaHyJjbl K cyoctpaty. b — O6pa3oBaHMe KOHTAKTa ¢ CyOCTpaToM 3a
CYET pacIIMpeHHus MepeaHero KoHua riaHyibl. CTpeaku MOoKa3bIBalOT HANpaBiIeHUs MePUOINYECKUX CKATUN-YITMHEHUN
ranynsl. B—J1 — “IIpoBasiuBaHue” 3aqHero KoHuUa ruiaHyibl. CTpesiku yKa3blBaloT Ha OTBepcTUe BOpoHKU. E — 3aBepiuenue
ocenaHus, Hayaao popmupoBanus mynaiei. 3111 — 3auarku mynaneir; [1 — mianyna; C — cyocrpar. MaciutabHas TuHeika —

100 MxM.

IToBepxHOCTH OOILIMTA MOKPHITA MHOTOUYMCIEHHBIMU
MuKpoBopcuHKamu (puc. 2b). ITociie mepBoro aesne-
HUsI OpoOJieHusT obpasyeTcs IBYKJIETOYHBIA 3apo-
JIBIII; Ha CKOJIe mperapaTa BUIHO, YTO 0JacTOMEpPHI
comepKaT OOJIBIIIOe KOIMYECTBO KEJITOYHBIX I'PAHYJI
(puc. 2B), HaKOMJIEHHBIX OOLIUTOM B TEUEHUE OOTCHE-
3a. B xone npo06iieHus 6;1acCTOMEPBI COXPaHSIOT 10CTa-
TOYHO MPOYHBIC KOHTAKTHI IPYT C APYTOM, U K MOMEH-
Ty Hadaja racTpy/IsILry 3KToAepMa IIPeICTaBIIsSIeT CO-
0oif anutenuii. O Havyase racTpyyasilui MOXXHO CYIUTh
10 BIISTYMBAHUSIM CTeHKU 3MOpuoHa (puc. 2I'). MHo-
rma y sSMOproHa MOXXHO OOHAPY>KMTh HECKOJIBKO BIISI-
yrBaHUM ogHOBpeMeHHO (puc. 2/1). Bo Bpems ractpy-
JISILIMYA Ha TIOBEPXHOCTU SMOPHOHA MOSIBIISTIOTCS pec-
Ne 5 2012

OHTOI'EHE3 TOM 43

Huuku (puc. 2E), KoTopble BHayaje IpUCyTCTBYIOT HE
Ha Bcex KkjeTkax. Ilociie 3aBepilieHUs TacTpyJIsiiuu
3apOMbIlll HAYMHAET BBITATUBATLCS W IIPUHUMAET
¢dopmy TUNIMYHOM 11aHYJbI (puc. 22K).

Ocenanue, npukpeisieaue U MetamMmopdo3 IIaHyJI
A. aurita TIpOXOIUT MO TUITTYHOMY JUIST OOJTBIIMHCTBA
CTPEKaIONINX CLIeHApUIO. AHAIN3 IIPOBEICHHOM 11eii-
TpadepHOIi BUIEOCHEMKHU BbISIBUJI MHTEPECHbBII MO-
MEHT Ha 3aKJIIOYUTEIbHBIX CTaausIX MPUKPETIeHUS
IaHyabl K cyocrpary. Ilnanyna A. aurita ipukpemn-
JIsieTcsl K cyocTpaTy mepeaHUM, HECKOJIbKO pacIlIu-
PEHHBIM KOHIIOM, pacrojarasiCb BepTUKaJIbHO (MTPO-
TOJTbHAS OCh TIJIAHYJIBI TIEPITICHANKYIIIPHA TTOBEPXHO-
ctu cybcrpara) (puc. 3A). Ilociae mpukperuieHus
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Puc. 4. Metamopdo3 miaHybl A. aurita, BUA ¢ OpaJibHOM CTOPOHBI. MUKPOCKOMUS IIpU O0KOBOM ocBellieHuu. A — “IIpoBa-
JIMBaHWe” 3aIHETO KOHIIA TUTaHYJIbI, DOPMUPOBaHNME POTOBOTO OTBepCcTHs. b — 3akianka nrymnaselir mepBuyHoro rnojuna. bp —
6opo3na, orpaHMYMBaIOIIAsl HAPY>XKHbBIN Kpailt BOpOHKOBUIHOTO yrnyoneHust; 3L — 3auarku mynanei; O — MeCTo pacrosno-
JKEHUSI OTBEPCTHSI, COSAMHSIIOLIETO MOJIOCTh BOPOHKU C raCTpajbHOM MOJIOCTHIO MEPBUYHOTO MoJjivmna; P — poToBoe oTBepcTue.

MacmrabHas muHeiika — 100 MKM.

HAYMHAIOTCSI IepUOANYECKIE MPOOOJIbHBIC ITyIbCca-
LM TeJla IUIaHYJIbI, B pe3YJIbTaTe KOTOPBIX ITepeaHUIA
KOHEII IUIaHYJIBI HECKOJIbKO pacIInpsIeTcs, obecIie-
yuBasi OOJIBIINIA KOHTAKT C CyOCTpaToM, a CaMo TEJIO
IUIaHYJIBI HECKOJNIbKO yKopauuBaetrcs (puc. 3b). B
OIpPEaEICHHBIA MOMEHT 3aJJHUM KOHELI IJIAHYJIbI KakK
Obl “mpoBasivBaeTcs” (BTSATUBAETCSI) BHYTPh Tejla
mianyasl (puc. 3B—/1). OToT npoliecc NpoOMCXOaUT
OTHOCHUTEJIbHO MEIJICHHO — IMpH Temreparype 16—
18 rpagycoB Ha 31O TpeOyeTcst oKoyo 3-X yacos. Ilo

OKOHYaHUM BTATMBaHUSI 3aJHEro KOHIA TUIaHyJja
NPUHUMAET TIOYTU IIAPOBUIHYIO WU KyOOBUIHYIO
(opmy (mmpu paccMOTpeHUU cOOKY), 1 Jaliee ee pa3-
MEpPbI HE UBMEHSIIOTCS.

IMocne BTsAITMBaHUS 3aMHETO KOHIIA IUIAHYJIBI, Ha
Oymyleil opajbHOI ITOBEPXHOCTH IIOJMIIA MOXKHO
OOHapYXUTh KOJbILIEBYIO O0po3ay (puc. 4A). B 1ieH-
Tpe MTOBEPXHOCTU, OTPAaHUYECHHOUI 00pP0310ii, BUTHO
MECTO OYyIyIIero poTOBOrO OTBEPCTHs, 00O3HAYCH-
HOE HEOOJIBIIUM yTiIyoJieHueM. B nmanpHeilemM Ha

OHTOTrEHE3 Ne 5
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HEKOTOPOM PACCTOSIHUM OT LIEHTPA OpabHOMI CTOPO-
HbI OCEBIIIEH MJIaHYJIbI, KHAPYXXU OT OOPO3/Ibl, 3aKjla-
IBIBalOTCs 3adaTku mynajelr (puc. 3E). Yame Bcero
CHavaJla MPOUCXOIUT 3aKJIaJKa IBYX MPOTUBOJIEKA-
IIMX LIyIIajel], a 3aTeM, C O4eHb KOPOTKUM MHTEpBa-
JIOM, — ellle OBYX IIPOTUBOJICKAIIUX, B TUNIOCKOCTH,
MEePIEHANKYISIPHOM MIOCKOCTH IMEPBO MapHhl IIyIa-
nen (puc. 4b). Ha ocHoBaHuM aHaiu3a neiTpadep-
HOM BUIEOCHEMKI MOXKHO IIPEIITOJIOXUTD, YTO YIJIH -
HEeHUe ILIymnajiel NPOUCXOAUT MPEUMYIIECTBEHHO 3a
CUET MUTpalMU KJIETOK. [acTpoaepMaibHble KJIETKH,
dopMupylone BHYTPEHHUI CTEpKEeHb IIyIajell,
MIpY TepEMEIIEHN Y B OCh IIyHaJbla YBEIUUYNBAIOTCS
B pa3Mepax 3a CYeT BaKyoJM3allu, a SIUAEPMalib-
HBI€ KJIETKM C OOKOBBIX CTOPOH IIEPBUYHOIO ITOJIMIIA
MepeMelIaloTCsd K OCHOBAHUSM IIyHajell, a 3aTeM U
0 Mepe UX YIIMHEHUS — B HamnpaBJIeHUM UX dU-
CTaJIbHBIX KOHIIOB.

HccnenoBaHue rucToIOTMYECKOTO CTPOEHHUS Tijia-
HYJIBl Ha TIOCJIEIOBATENbHBIX CTAAUSIX €€ Pa3BUTUS,
ocegaHusl 1 MeTamopdo3a B IMIEPBUYHbBIN MOJUI BbI-
SIBUJIO CJIENYIOIIAE 3aKOHOMEPHOCTH.

IlnaBaroniass M KOMITETEHTHass K MeTaMopdo3y
naanyJa A. aurita iMeeT TUITMYHOE IS TUIaHYJI CTpe-
Kalollux cTpoeHne. @opmMa maaHysbl ITUPOKOOBATb-
Hasi, ¢ YyTh 0oJiee IMUPOKMM TIepeIHMM KOHIIOM. B
MOTIePEeYHOM CEUCHUU TIJIaHYJIbl YaCTO UMEIOT YILIO-
LICHHYIO OBAJIbHYIO (MHOTIIa TPEYTOJAbHYIO), a HE LU~
JTMHApUYecKyio ¢opmy (puc. 4A). DKTomepMaTbHBIN
PECHUYHBIA CJIOA MMEET YETKYI0 SMUTEIUATbHYIO
CTPYKTYPY, C HECKOJILKO 00Jiee BEICOKUMMU KJIeTKaMU
Ha TepeaIHeM KOHIE IUIaHYJbl. DKTOAEePMAaJIbHBIN
CJIOH TJIaHYJIbl COAEPXKUT Pa3HOOOpa3HbIE TUIIHI KJIE-
TOK — OMNOpPHbIE (IMUTEIUATBHO-MYCKYJIbHbBIE), He-
CKOJIBKO THUIIOB XKEJIE3UCThIX KJIETOK, HEPBHBIC U
cTpeKkartejbHbIe KIeTKU. CTpeKaTeIbHbIe KJIETKU 00-
Jiee MHOTOUMCJIEHHBI Ha 3aJHEM KOHIIe TUIaHYJIbl, HO
MMEIOTCSI 1 Ha CaMOM MepeTHeEM KOHIIE.

DHIoJepMa TaKXKe CTPYKTYpUPOBaHA U SMUTEIN-
3UpoOBaHa, 1 B TIepeIHEeN TTOJOBUHE TIaHYJIbl 3aMeT-
Ha IoJIoCcTh. B KJleTkax MHOTO TpaHyJl 3afacHbIX MH-
TaTeJIbHBIX BELIECTB, KOTOPbIE B IKTO/IEPME B OCHOB-
HOM CKOHIICHTPUpPOBaHbI B 0a3aJbHBIX YacTsX
KieTok (puc. 5A, B). Me3orjest TOHKasi U pbIXjasi, B
pe3yJibTaTe Yero IJacThl TOCTATOYHO JIETKO CMellla-
IOTCSI APYT OTHOCUTEIBLHO ApyTa (Kak U y cludoIio-
JIUTIOB).

Ilpn KOHTaKTe C CcyOCTpaTOM TIepeaHUII KOHEIl
MJIaHyJIbl HECKOJbKO paclIupsieTcsl, U ee oOIas
dopMa CTAaHOBHUTCSI TPYIIEBUIHON. DKTOACPMAJIb-
HBI CJIOM B MEeCTe KOHTAKTa C CyOCTpaTOM yTOHYAET-
cqa (puc. 5b). OpraHuzaiust 3HAOAEPMEI He TpeTep-
eBaeT 3HAYNTEIbHBIX U3MEHEHUIA.

C HavanoM Ipoiiecca “rorpyxkeHus”’ (BTIrUBa-
HUSI) 3aJHETO KOHIIA B TEJIO OCealolleil IIaHy bl Ha
TUCTOJIOTMYECKUX Cpe3aX CTAaHOBUTCS 3aMETHBIM
YTONIIEHE BSKTOIEePMAJIbHOTO CJIOS Ha OyayiieM
opayibHOM noJitoce. Ha cpe3e 3To yToslieHe BBITIsS-
3 OHTOI'EHE3

Tom 43 Ne 5 2012

339

VT KakK “TIpoOKa”: ee IIepuMeTpP OTMEedeH 00pO3m0oi
Ha BHEIIIHe moBepXxHocTH (puc. 5B).

ITo mepe pmambHeliniero MeramMopdo3a B LIEHTPE
YTOJILICHUST SKTOAECPMbI Ha 3aHEM KOHIIE IJIaHYJIbI
CTAaHOBUTCSI 3aMETHBIM HeOOJIbIlIoe YIIyOJieHue
(puc. 4A). DTo yrIyObiaeHMe YBEIMYUBAECTCS, U
“mpobka” TpaHC(POPMUPYETCSI B BOPOHKOBUIHOE
BIISTYMBAHME 3KTOAepMEL. [1pu aTOM 3HIOaEepMa TLIa-
HYJBI YaCTUYHO CXXKMMaeTcs1 (popMUpyronieics “Bo-
POHKOI1”, a YaCTUYHO OTOABUTACTCS Ha Mepudepuio
(puc. 5T).

IMpottecc morpyXeHus1 U pa3pacTaHus dKTOAEP-
MaJIbHOII “BOpPOHKM” 3aBepllaeTcs oOpa3oBaHUEM
OTBEPCTUSI B SHAOAECPMAJILHOM CJIOE, MpUiexXalleM
KO IHY “BOPOHKM”, a 3aT€M U COOTBETCTBYIOIIIETO OT-
BEpPCTUS B caMOl 9KToaepMaibHOM “Boponke”. ITpu
5TOM TIO TEPUMETPY OTBEPCTUSI MPOUCXOAUT CIUSI-
HHUE BKTOJACPMaIbHOU BBICTUJIKM “BOPOHKU ™ U SHI0-
nepMmbl (puc. 5[1—2XK). C aToro MoMeHTa y IIEpBUYHO-
ro ToJiuIa MOsIBJASIETCS MEIIKOBUIHAS racTpajibHas
cucrtema. CTEHKHU 9KTOAEPMaAILHON “BOPOHKU” MPHU-
JKMMalOTCd M3HYTPU K BHEIIHEW 3KToaepme, B pe-
3yJibTare yero hopMupyeTcs ABYCJIOHas CTeHKa Te-
Jla TIEpeHero oTaejia TepBUYHOro mnoauma. MecTto
CJIUSTHUSI DKTOJAEPMaJIbHOW Y 3HIOJEPMaIbHOW BbI-
CTWIKWA MapKUpyeT TpaHUIly MeEXIYy MaHyOpUuyMoM
(POTOBBIM KOHYCOM) M KEIyJOYHBIM OTIEJIOM Tra-
CTpaJIbHOU cucTeMbl noauna. [paHuiia Mexmy BHYT-
PEHHEN BKTOJICPMATIbHOM BBICTUJIIKOM POTOBOIO KO-
Hyca (MaHyOpuyMa) U HUKeJexXalleh sHaoaepMab-
HOM BBICTWIKON XEJYJOYHOIO OTHeja XOPOILIO
pazinyrmMa: BO-MEPBBIX, BEICTUIKA POTOBOTO KOHYyca
HECKOJIbKO TOHBIIIE BBICTUJIKM XKeJTyTOYHOTO OTaea,
a, BO-BTOPBIX, BBICTUJIKM 3TUX OTIAEIOB OTINYAOTCS
MO COCTaBy W CTPYKType Cjaralommx HX KJIEeTOK
(puc. 5XK).

YacTte 3HIOAECPMEI TUIAHYIBI, KOTOpast OblIa “OT-
»KaTa” BBOpauMBaIOLIENCS U pa3BUBAIOIICIUCS 9KTO-
JiepMajibHOUM “BOpPOHKOI” “ucue3aeT”. AHaIU3 He-
CKOJIBKUX CEPUIl TUCTOJIOTUYECKUX CPE30B TOCIIEI0-
BaTeJbHBIX CcTaguii MeTtamMopdo3a JUYUHKU He
MO3BOJISIET OTHO3HAYHO CYIUTh O TOM, UTO MPOUCXO-
JIUT C OTOI 3HAOJIEPMOII — OHA AETE€HEPUPYET WUJIU XKe
BXOJIMT B COCTaB SHIOJAEPMBbI XEIyIOYHOTO OTAeaa
nojumna.

3ateM y MEepBUYHOTO IOJUIIAa HaYMHaeTcsl op-
MUpoBaHHue 1mynaner (puc. SE), To4ku KOTOpbIX 3a-
KJIaIBIBAIOTCSI Ha TpaHUIle POTOBOTO KOHYCA U JKeJTy-
JIOYHOTO OTaea nepBUUHOro noaurna (puc. SE).

HepG’Ha}l cucmema

OcHOBHOE BHMMaHUE B UCC/IEIOBAaHUM XapaKTepa
1 JIUHAMUKU paclipelejeHUs] HeHpOaKTUBHBIX Be-
IIECTB OBUIO YIEJIEHO MOMEHTY OCEMaHUs W MeTa-
Mopdo3a maaHyabl B TEepBUYHBIN Tonun. Kpome
3TOro, ObLIO MPOBEICHO BhISIBJIEHNE HEMPOAKTUBHBIX
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BEIICCTB Ha paHHUX dSMOPHMOHAIBHBIX CTaIUSIX pa3-
BUTHUA A. aurita.

CepoToHMH OOHApYXXMUBaeTCsl YK€ Ha CTaauu
JpoOJIeHUsT MOYTH BO BCcex GiacToMepax Ha Ipejra-
CTPYIAIIMOHHON  CTagWM  pPa3BUTUS  3apOIbIIia
(puc. 6A). BHYTpH KJIETOK CEpOTOHWH 3aKJIIOUeH B
KPYITHBIE TPaHyJIbl, KOTOPBIC pABHOMEPHO pacrpeie-
JICHBI TT0 LIMTOIIa3Me KiIeToK. Jpyrue HelipaabHbIE
MapKepbl 0 CTaaUM TacCTPYJSILIMKU BKITIOUMTEIHHO
BBISIBJIEHBI HE OBLIH.

ITo Mepe nanbHelIero pa3BUTUs 3apobliiia IaT-
TepH pachpenesieHus CepoTOHMHA MeHseTcsa. Ha
CTaInM MPETJIaHyJIbl CEPOTOHMH-COAEPXKAIIe KIIeT-
KM OCTarOTCsl TOJIBbKO B 3KTOJAEPMAaJIbHOM CJIOe, MpU
5TOM OCHOBHOE WX KOJIMYECTBO OOHApYKMBaeTCSI Ha
TepeIHeM TToJToce TuraHyabl. [pernnanyisl, He TOTo-
Bble K MeTamMopdo3y, colepxkar HeOOJbIIOe YUCIO
VIJIMHEHHBIX CEPOTOHWH-COMEPKAIINX KIIETOK Ha
nepenHeM KoHIle (puc. 6b). dnpa B 3TuX KiieTKax cMe-
LLIEHBI Oa3ajibHee 110 CPAaBHEHUIO C IPYTMMU SKTOAED-
MaJIbHBIMU KJIETKAMU, MPU 3TOM CEPOTOHMH JIOKAJIU-
30BaH JIMIITH B alTUKAILHONW YaCTH ITUTOTUTA3MBI STHUX
KiIeToK (puc. 6B, B). ¥V 3penbIx e, KOMIIETEHTHBIX K
MeTaMopho3y T1aHysI, CEpOTOHUH BBISIBJIEH B 0OJIb-
IIMTHCTBE KJIETOK Ha TTepeaHeM Tomoce. K aTomy Bpe-
MEHU CEpOTOHMH 3aHMMAaeT KaK aluKaJlbHYIO, TakK U
GasaJTbHYIO IIUTOITIa3My KJIETOK (puc. 61).

[ToMuMoO KJIETOK anuKajJbHOrO OpraHa, cepoTo-
HUH BBISIBJISIETCS B OTOEJBHBIX KJIETKAX B JIaTepalib-
HBIX 00J1aCTSIX dKTOAEpMBI rutaHyibl (puc. 6/1). Tlo
dopMe 3T KIJIIETKM HAIIOMUHAIOT MMMYHOITOJIOXM-
TelIbHbIE KJICTKU IIePEeIHEro IOoIoca: OHU HMEIOT
cToJ10YaTyI0 (POPMY M CJIeTKa CyxKaloTcs B 0a3ajIbHOM
HampasiieHuHn. Mx 0a3ajabHas ITOBEPXHOCTh I'PaHU-
YUT ¢ ME30TJIeeii, alluKajlbHasi IOBEPXHOCTh BHIXOIUT
BO BHEIITHIOIO cpeny. BMecTe ¢ TeM KakKux-1mbo Kiie-
TOYHBIX OTPOCTKOB, OTXOASIIMX OT 0a3ajbHOM YacTU
KJIETOK 1 COIECPKAIINX CEPOTOHNH, HE BBISIBJICHO.

Wzyyenune pacnpeneneHusi RF-amMuaa mo3Boimiio
MOJyYNTh HamboJiee MHTEPECHBIE NJaHHBIE O CTPOE-
HUM HEMPOHOB y T1any A. aurita. ITpu momoliuy aH-
tuten K RF-amuny ynajiochk BEIIBUTBH HE TOJIBKO TeJia
HEPBHBIX KJIETOK, HO U MX OTpocTKU (puc. 6E). Tena
RF-aMua-noa0KUTEIbHBIX KJIETOK PaclOI0XEeHbI B
JlaTepajbHOU 3KTO/epME TTAaHYIbI, KJIETKU CTOJI04Ya-
TOli (hOpPMBI, alMKAIILHOW MeMOpaHOI BBIXOAST Ha

TMOBEPXHOCTH IJIaHyJIBl. Ha camMmoM TiepesHeM MoJTro-
ce RF-aMun-1nosioXXuTeIbHbIX KJIIETOK HE BBISIBJIECHO.
Otpoctku RF-amMua-comepxXaliyx KJI€TOK OTXOIST OT
X 0a3aJbHBIX YaCTei 1 HAIIPABJISIIOTCS B CTOPOHY IIe-
peaHero mnoJjiroca riaHyabl. CaMy OTPOCTKU IIPU 3TOM
MPOXOAST IO, CJI0€M 3KTOAEPMbI, BAOJIb IJIMHHOU OCH
KMBOTHOTO, B obOysactu Me3orien. RF-ammm-comep-
>Kallle KJIETKU Y TUIaHyJ A. aurita eTMHAYHBI.

ITpu momoI1M aHTUTENT K TAPO3UHUPOBAHHOMY TY-
OyJIMHY yIaJIOCh BBISIBUTH TOHKWE OTPOCTKM TOJIITH-
HOM OKOJIO 2 MKM, MPOXOJISIINe BAOJb BCEro Teja
M1aHyJibl B o6jactu Me3oriieu (puc. 7A). [1pu atom
TeJla HEPOHOB, COAEpKalllue KaKue-aubdo Heulpo-
aKTUBHbBIC BeIeCTBAa WM TYyOYJIMH, HE OOHapyXke-
HBI, TIOBTOMY MECTO OTXOXAECHUSI UMMYHOTIOJIOXW -
TEeJIbHBIX OTPOCTKOB J0 CUX IMOP OCTaeTCs HEe BbISIB-
JICHHBbIM.

C Havasiom MmeTamopdo3a HelipOHBI MPU MTOMOIIU
WUCIMOJIb30BAHHBIX aHTUTEJ MEPECTalOT BBISBISTHCH.
Y npuxkpenusieics K cyocTpary IulaHyJbl He oOHa-
PYX€Hbl CEpPOTOHWUH W HEUpONEeNnTHUAbI, TakKXke Ha
9TOW CTalud CTAHOBSTCSI HEPa3TUYMMBbI BOJIOKHA,
cojJiepxalliie THpPO3UHUPOBAaHHBIN TyOyJIuH. B Haua-
JIe 3aKJIaIKy TUTIOCTOMA Y TTOYEK Liynajel] peakius
Ha aHTHWTeJIa TaKXKe OTpuliaTeIbHasl.

TTozxxe, Korna NepBUYHBIN TTOJUIT YK€ T0CTaTO4-
HO pa3BUT U CIIOCOOEH AOOBLIBATH IMUIIY, B €ro IIy-
Hajablax MOXHO Pa3INYUTh BOJIOKHA, COACpIKAIIe
TUPO3UHUPOBAHHLIN TyOynuH (puc. 7Bb). OcobeHHO
XOPOIIIO 3TU BOJIOKHA Pa3jIMYMMbl B OCHOBAaHUM Iy~
najbla M B ero IMpoKCUMalbHOM nmonoBuHe. Ha He-
KOTOpPBIX TIpernaparax MOXHO OOHapy>KMTb KJIETKH,
KOTOpEIE TIPEAIIONIOXKUTEIIFHO HECYT MOJOOHBINA OT-
POCTOK: OHM JAalOT MHTEHCUBHYIO peaKIINio Ha aHTU-
Tejla K TUPO3MHUPOBAHHOMY TyOyJauHY. Tena Takmx
KJIETOK, IIO-BUIMMOMY, PacOJIOKEHbBI B OCHOBAaHUU
3KTONEPMAIIBHOTO CJIOSI.

OBCYXAEHUE

JetanbHoe M3ydeHUe HAaYaJbHBIX CTaAWil pa3BU-
TUS TIPEACTABUTEJICH NPAKTUUYSCKU JIOOBIX TPYIIT
MHOTOKJICTOUHBIX JKMBOTHBIX, 1aXKe XOPOILIO U3BECT-
HBIX [0 MOHOTpadUsSIM U YYeOHMKAaM, 3a4acTylO MO3-
BOJISIET BBISIBUTD PSII HOBBIX MHTEPECHBIX (PAKTOB.

Puc. 5. UaMeHeHMe BHYTpeHHE OpraHu3aluM TJIaHyJ bl A. aurita B ipoliecce ocegaHust U MetaMopdo3a B IepBUYHBIIA MOJIHUTI.
IIpononbHbie cpe3bl. A — OpraHu3anus IIaHyJIbl, KOMIIETeHTHOM K ocenanuio. b — [MpukperuieHue niaaHyJsbl K CyocTpaTy, uc-
TOHYEHUE IKTOJIEPMAIBHOTO CJI0ST B MECTe KOHTaKTa (cTpenka). B — Hauano “nmorpykeHusi” 3amHero KoHia ruianyJsl. I — o06-
pa3oBaHUe IKTOAEPMAIbHON “BOPOHKM” U OTTECHEHUE €10 YaCTU IHA0AEPMBI. [| — ClMsiHME SHAONEPMBI C IKTOAEPMATbHOMN
“BopoHkoit”. E — o6pa3oBaHue OTBEPCTUS B THE IKTOAepMabHOM “BopoHKM”. 2K — 3aBepiiieHre OpMUPOBAHUS TacTpaib-
HOI CMCTEeMBbI TIEPBUYHOIO TTOJIWIA; HAa BCTaBKaxX IMOKa3aHbl COOTBETCTBYIOIINE YYACTKU (CTPEJIKM) BHYTPEHHEUN BBICTWIIKI
MEePBUYHOTO IMOJIUIIA TP OOJIbLLIEM YBEIMYEHNH (MacluTabHast IMHeKa — 5 MKM). 3 — Hauaso 3aKjaiKu Liynaiel] IepBUYHO-
ro noaura. b — 6oposna, orpaHnYMBalONIas SKTOAEPMaIbHYIO “po0OKy”; I — rpaHMIIa MeXIy dKTOAEPMaIbHON BBICTUIIKON
MaHyOpuyMa 1 SHI0EePMaJIbHON BBICTWIIKOW XXEJTyIOYHOro oTnesa noauna; [ — ractpajibHasi MojocThb; 3 — 3alHUI KOHel|
anynbl; O — OTBepCTHE MEXITYy 9KTOASPMOIi U aHaoAepMoit; [T — nepeaHuii KoHew ruiaHynsl; [1p — akToaepManbHast “ripoo-
Ka” Ha 3aJHeM KOHIIE TIJIaHYJIbI; DB — 9KTOoAepMaibHas “BOpoHKa”; DK — 3KToAepMa; DH — 3HA0IAepMa; MyHKTUPHAsI TUHUS —
rpaHulIa MeXIy SKTOAEPMO U 9HA0AepMOil. MacuiTabHast inHelika — 50 MKM.
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Puc. 6. Pacnipenenenue ceporonrHa u RF-amuna Ha ipearacTpy/isiliMOHHOM CTaAuX U B IIPOLIECCE CO3peBaHMs TIaHYJIbl A. au-
rita. A — ONTUYECKUI cpe3 IMOPHOHA HA MPEAracTPy/ISILIMOHHOM CTaaiuK, peaklys TPOTUB CEPOTOHMHA. b — caruTranbHbIA
ONTUYECKUT Cpe3 MPETIaHyJIbl, CTPEJIKO YKa3aHbl CEPOTOHUH-TIOJIOXUTEIbHBIE KJIETKU Ha TIepeTHeM KoHIle. B — niperuiany-
J1a, HAJTOXXKEHHME JIBYX KaHAJIOB: CEpPOTOHMH (CHUMOK, MACHTUYHBIN 6B) 1 sinpa. CTpeika yka3bIBaeT Ha siipa CepOTOHUH-COIEP-
JKAIKUX KJIETOK MepeaHei 9KToaepMbl. [ — carMTTaabHblii ONTUYECKUI Cpe3 IUIaHYJIbl, CTPeIKa yKa3bIBaeT Ha CEPOTOHUH-TIO-
JIOKUTEIbHBIEC KJIETKY Ha TiepeHeM KoHIIe. JI — MakcuMaibHasI TIPOEKIIMsI CTOTIKM M3 12 ONTUYECKUX CPE30B, BHITTOJTHEHHBIX
B IapacaruTTajJbHOM 00JIaCTH IUIAHYJIBI C IIATOM 2 MKM, peakiivsi IPOTUB CEPOTOHMHA, CTPEIKM YKa3bIBalOT HA UMMYHOITOJI0-
JKUTEJIbHbIC KJIETKU B JIaTepaibHOi 3kToaepMe. E — MakcuMalibHasi TpoeKius 33 caruTTalbHBIX ONTUYECKUX Cpe30B (1iar
2 MKM) TIaHYJIbI, peakuust mpotuB RF-amMuma, ctpenkamMu oTMedeHbl UMMYHOITOJIOXKUTETbHBIE KJIIETKH B JIATePaJIbHOW SKTO-
nepMe. AO — anuKaJabHBINM oprad. MacitabHasi JuHeiika — 50 MKM.

Pazeumue auuunxu u ee MemaMOpd)oa

PazButue rutanyn Aurelia aurita IpUHUMUITUAIBHO
HE OTJIMYAeTCs OT TAKOBOIO, MHOTOKPaTHO OITMCaH-
HOTO IJIs1 TIPEACTaBUTENIEl pa3HBIX I'PYIII CTpeKalo-
mux. JdpobieHne HauMHAaeTCsI B BUJIE Bpe3arolieiics
00OpO3abl, KOTOpasl MOSIBJISIETCS, KaK IPUHSITO CYM-
TaTh, ¢ aHnManbHoOro nojmwca (Freeman et al., 1980,
1990; Fautin, 2002), u 3akaHYMBaeTCcs1 (POpMHUPOBaA-
HMeM OJ1acTy/bl ¢ HEOOIbIIONI MOJA0CThIO. TacTpyisi-
LU OCYIISCTBIISICTCS WJIM IIyTeM MYJIBTUIOISPHON
UMMUTpaly, WA IIyTeM MHBaruHalluyu ¢ aHUMaJlb-
Horo (4TO elle He ObLJIO JOKa3aHO OJHO3HAYHO) MO-
JIroca, Win, 4To 6oJjiee BeposSITHO, 000MMHU ciocodaMu
onHoBpemeHHO (CepaBuH, 1988, 1989; Lesh-Laurie
and Suchy, 1991; FO. Kpayc — J1u4HbIC COOOILIEHUS).
B monp3y yyacTust B racTpy/Isiliii MYJIETUIIOISIPHOM
MMMUTpPallM CBUIETEIbCTBYIOT HECKOJIBKO BIISIUM-
BaHUI Ha MOBEPXHOCTU OJIACTYJIbI, KOTOPbIE MOTYT
COOTBETCTBOBAaTh HE TOJBKO MECTy MHBarmHalUU
IUIacTa, HO ¥ MeCTY BBICEJICHMS U3 Hero KiieToK (Yuan
et al., 2008; Kumburegama et al. 2011).

B pesynbrare hopMupyeTcss TMIIUYHASL IBYXCIIO-
Hag mianyna. ng A. aurita xapaktepHo (hopMHUpOBa-
HUE TJIaHYJIBI ¢ 000MMHU SIUTEIU30BAHHBIMU CIIOSI-
MM — 3KTOAECPMON U SHIOASPMOIi, U HEOOJIBILION MO-
JIOCTBIO BHYTPU. DIUTENU3ALUSI SHIOACPMbBI 3aMET-
HO MeHee paBUJIbHAS, TI0 CPABHEHMIO C TAKOBOM K-
TOIEPMbI, 0COOEHHO B 00JIaCTU 3aaHEro KOHIIa Iia-
HyJbl. OQHAKO 3HI0AEepMa 3peJIoil IIaHybl A. aurita
OTJIMYAETCSI OT TAKOBOM Y psiga MpeacTaBUTeleit aTe-
KaTHBIX TUAPOUIHBIX, Y KOTOPBIX SHIOAEPMA OCTACT-
CSI HEATIUTEJIM30BAaHHOM U IIPEICTaBIIsIeT COO0M PhIX-
JIOE CKOIUIEHHE KPYMHBIX, YaCTO BaKyOJIM3UPOBAH-
HbIX KIeTokK (Weis et al., 1985; Kroiher et al., 1990;
Walther et al., 1996). CrtpoeHune 3peioil TIaHYIIbI
A. aurita TipencTaBlisieT COOOM MPOMEKYTOUHOE CO-
CTOSITHYE MEXIYy IIaHyJIaMU psiia TeKATHBIX TUIPO-
WIHBIX ¥ IMYMHKaMu KopayuioB (Burton et al., 2004;
Kraus et al., 2007).

IIpouiecc ocenaHusi U metamopdo3a TMaaHyJIbl

A. aurita TIPOXOOUT 10 KJIACCUYECKON ST CTpEKalo-
IIMX C IPUKPEIJICHHON MOJUIIOUAHOM CTaauen cxe-
OHTOTEHE3 Ne 5
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Puc. 7. PactipeneneHurie TMpO3MHUPOBAHHOTO TyOyJIWHA Y TUIAHYJIBI U CLIM(UCTOMBI A. aurita. A — MakcuMalbHas mpoeKius 4
MPOJIOBLHBIX OTITUYECKUX CPE30B, BBITIOJIHEHHBIX C IIIarOM 2 MKM B ITapacaruTTajJbHOI 001aCTH TUTAHYJIBI, CTPEJIKU YKA3bIBAIOT
Ha TOHKUE UMMYHOIOJIOXUTEJIbHbIE OTPOCTKU B 00JIaCTU Me3oryien. b — mpoaosibHbIi ONTUYECKUIA cpe3 CLIMMUCTOMBI, 00-
JIACTh OTXOXIEHMS IIyHaiblia, CTPEJIKH YKa3blBalOT Ha TOHKME UMMYHOTIOJIOXKUTEIbHbBIE OTPOCTKU B Iiynaibile. AO — anu-
KkanbHbI opraH; OlLl — ocHoBaHuMe mynanbia; LI — mrynanaeiie. MacirabHas TuHelika — 50 MKM.

Me: TUYMHKA CBOUM TIepeIHNM KOHIIOM TTPUKPETIIS-
eTcsl K CyOCTpaty, IpMKMMAaeTCsl K HeMy U TpeTepIie-
BaeT MeTamopdo3 (Mappenun u KoceBuu, 1984;
Plickert et al., 1988; Kroiher et al., 1990; Sommer,
1990; Walther et al., 1996). B pe3ynsrate hopMupyer-
cq nepBUYHbIN mosun (cuucgucroma). Cam mera-
Mopd03 B OOJIBIIICH CTETIEHN HAITOMUHAET METaMOop-
(03 aTeKaTHBIX TUAPOUIHBIX, Y KOTOPBIX TUYMHKA HE
pacruiacTbIBaeTCsl MOJHOCTBIO IO CyOCcTpaTy, U ee
BHYTPEHHSISI OpTaHM3aIlMs IpeTepIieBacT MEHBIINE
W3MEHEHUS, YeM TaKoBasl Y TEKATHBIX T'MAPOUIHBIX
(Sommer, 1990). I[Tnanyna A. aurita TMilb He3HAYM -
TEJTBHO PacCIIMPSCTCS M COKpAIIaeTCs B IUTMHY B IIPO-
1ecce TMPUKPEIJICHUsI K CyOCTpaTy M 3aIycka MeTa-
mopdo3sa. Ee TKaHeBas opraHu3alus TakKKe B 3HaUKM-
TETBHOM CTEeTIeHW COXpaHsSeTCs B OpTraHU3alluu
MEPBUYHOTO ITOJIMTIA. 3a MCKIIIOUYeHUWEM IIpoliecca
¢dhopMupoBaHUs MaHyOpUyMa.

BrIsiBJIeHHBIN B HACTOsIIEH padoTe rmpoiecc gop-
MUPOBaHUS MAHYOpUYMa U €r0 BHYTPEHHE! BBICTHII-
KM, pacCMaTpHUBaBIIEHCs paHee KaK 3HAOIePMalib-
Has 110 ITIpUpPoOJa€, IIO3BOJIACT HAM 'OBOPUTDH O HEKOTO-
poil CBSI3M 3TUX TMPOLECCOB ¢ (HOPMUPOBAHUEM
IJIOTKY Y KOPAJIJIOB.

VY xopannoB riaorka opMupyeTcs B KOHIIE TIPO-
1ecca racTpyjiasiy B pe3yjbrare MOTrpy>KeHUue poTo-
BOTO OTBEPCTUSI BHYTPb racTPaIbHOM TTOJIOCTHU C BBO-
pauyMBaHWEM YacTU JBYXCJIOWHOW CTEHKU. Mexmiy
[JIOTKOM M OOKOBBIMM CTEHKaMM TeJia TI€PBUYHOTO
MOJIMIIA KOPAJUIOB OCTAETCd MPOCBET TacTPajibHOM
MOJIOCTH, BBICTJIAHHBIN TacTpoaepMoii. B manpHeit-
IIeM OT KpaeB IJIOTKM HayuHaeTcs (hopMUpOBaHUE
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TMIEPBUYHEBIX CEIIT, KOTOPhIE “(PUKCUPYIOT” TIPOCTpaH-
CTBEHHOE MOJIOXKEHUE IVIOTKU, HE JaBasi €ii BO3MOX-
HOCTHM BbIBOpaurBaThcst HapyKy (Fautin and Mariscal,
1991; Miller and Ball, 2000a; Burton et al., 2004).

VY A. aurita HabnonaeTcs cXoaHbl nipoiiecc. C Ha-
JajoM MeTaMopgo3a IIaHyJIbl Ha ee 3amHeM (Oymy-
11IeM OpaJIbHOM MOJIIOCE) KOHIIE MPOUCXOIUT MOTpy-
JKEHUE 3KTOJAEPMaATIbHOIO cIos. B oTiiMuune ot cooT-
BETCTBYIOILLIEH CTaauu Yy KOpa/uloB, Ha Oyayilem
OpaJIbHOM TOJIOCe TUIaHYJbl A. aurita 3HAOAEPMA
ellle He OKOHYATEJIbHO 3TMUTEIM30BaHa, U MO3TOMY
He UMeeT OJHOCIOWHOro cTpoeHus. Kak pe3ybrar,
Ha 3a/JIHEM KOHIIE TUIaHYJIbl HE MOXeT C(POpMUPOBATh-
cs TIpaBWJIBHOE JBYCJIOWHOE BIsluMBaHue. Bmecto
ATOTO KJIETKU SKTOASPMAJIBHOTO TJIacTa B LIHTPE 3a/1-
HEro ToJItoca IJIaHyJIbl CTAaHOBSITCSI 00Jiee BBICOKMMMU,
a caM IUIacT — OoJtee TocThIM (puc. SB). lanee B ieH-
Tpe 3TOro YTOIIIEHHOIO IiacTa HauMHaeT GopMupo-
BaTbCSd BOPOHKOBUJIHOE BISIUMBAHUWE, KOTOPOE, MO-
Ipy>Kasich BHYTPb IJIaHYJIbI, OTTeCHSIET 3HIoaepMy. [1o
Mepe TMOrpyXeHHusl SKTOASPMAJIbHOTO IlacTa BHYTPb
TUIaHyJibl U (bOPMUPOBAHNSI BOPOHKOBUIHOW CTPYK-
TYPbl YaCTh KJIETOK SHAO0IEPMbI Ha 3aJHEM KOHIIE T1J1a-
HYJIbI OKa3bIBaETCS 3aKJIIOUEHHON MEXITy SKTOHEp-
MaJIbHBIM TUIACTOM HAapy>KHOW CTEHKM U BOPOHKU
(Puc. 5T). B nanbHelieM 3TH KJI€TKH, 10 BCeit BUIU-
MOCTH, pe30pOUpYIOTCs, obecreunBasi JOMOJTHUTETb-
HOe MuTaHue JIMYMHKK B mpolecce Meramopdosza u
yMeHbI1Iasi 00beM JTUUMHOUYHOM sHI0AepMbl. UMeHHO
5TU KJIETKU U ObUIU, MO BCElt BUAMMOCTH, BbISIBJIEHBI B
paborte dHa c koyuteramu (Yuan et al., 2008) kak KJieT-
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Puc. 8. Cxema metamopdo3a ranybl A. aurita u GopMUPOBaHUS BBICTUIIKUA racTPabHOM MOJIOCTH TTIepBUYHOTO ojumna. Ha
cxeMe M300pakeHbI TTPOAOJIbHBIE CPE3bl PA3IMIHBIX CTAAW MeTaMopd03a, OpUEHTUPOBAHHBIX OPAJbHBIM TTOJIOCOM BBEPX.
CepbIM LIBETOM BbljIeJIeHA dHI0AepMa, OeJIbIM — 9KToAepMa. 3BE310YKaMU OTMEUYEHbI MECTa 3aKJIA[IKH LiyTaell.

KU “TIepBUYHON”
afnorTo3y.

OHAOACPMbI, ITOABCPrarommnccsa

OnHako, B OTJIMYME OT YKa3aHHOI 9TUMU aBTOpa-
MU ITOJIHOM pe30pOLIMHU Bceil 9HAOASPMEI TUIaHYJIbI, B
HaIlleM MCCJIeIOBAaHUN YEeTKO IIPOCIICKMNBAETCS IIpe-
€MCTBEHHOCTh MEXIY 3HIOAEPMOU JTUYMHKHU U Ta-
CTpPOAEPMOI TIEPBUYHOrO nojuma. JINiib 4acTh 3H-
JIOJIEPMBI, TI0-BUAUMOMY, IIOABEPTracTCs pe30pOLnu,
KaK 3TO OOBIYHO HaOJromaeTcs IIpu MeTamopdo3e
TUIAHYJIONOJOOHBIX JIMUMHOK cTpekarolux (Seipp
et al., 2001). bonee Toro, HaM1 He ObUIO OTMEYCHO U
BBOpayMBaHUS II€PEIHEr0 KOHIIA IUIAHYJIbI BHYTPb
MpY NIPUKPEIUIEHUM IJIaHyabl K cyocTpary. Hampo-
TUB, IIPOMCXOIUT pacIIpeHUE U “paciuiacThiBaHUE”
MepeIHero KOHIIA IUIaHYJIbI IO CyOCTparTy.

ITocne ycTtaHOBJIEHUST KOHTAKTOB MEXAY KpassMu
SHJI0JIEPMATTBHOUN BBICTWIKU C SKTOAEPMAIBHON BO-
POHKOM TIpOUCXOAUT (DOPMUPOBAHUE OTBEPCTHS B
LIEHTPE BOPOHKMU, COEAMHSIONIEE BHEIIHIOI Cpely C
MOJIOCTHIO TTonuIa. Ha 3Toii cranumu mecto nepexoaa
9HJO0AEPMATBHOM BBICTWJIKW TacTPaIbHOW IMOJIOCTH
MoJIMIa B 3KTOAEPMaJIbHYIO (MO IPOUCXOXKICHUIO)

BBICTWJIKY OyIylllero MaHyOpryMa 4eTKO OOO3Haue-
HO KOJIblIeBOIt 60po3noii (puc. SE, 2K).

Paznmmams B TommHe BHYTpeHHEH BBICTYIIKH Ta-
CTpaJTbHOﬁ ITOJIOCTH MEPBUYHOTIO ITOJINIIA ITOCTCTICH -
Ho criaxkuBawTcs (puc. 53). TeM He MeHee, KJIeTou-
Has OpraHU3aIysI 3TOM BRICTUIKY Ha YPOBHE MaHyO-
pUyMa U XKeJlyTOYHOro oTnesa pasinndyaercs. Ha ato
obpatun BHUMaHue elle Yanman (Chapman, 1978)
TIPY ONMCAaHNN MUKPOAHATOMMH KyOoTToIua (Torma
Cubozoa ellie paccMaTpuUBaIN BXOASIIIMMHU B K. Scy-
phozoa). OgHakoO HUKAKMX TMOCJIEIYIOINX UCCAen0-
BaHUWII MPOBEACHO HE OBLUIO, M OOBSICHEHUS 3TOMY
dakTy maHo He ObL10. [ToydeHHBIE B HACTOSIIIICH pa-
00Te JaHHBbIE TMO3BOJSIOT OOBSICHUTH OUYEBUIHYIO
pPa3HUIY B OpTaHU3aIH BHYTPEHHETO STTUTEIIN Ta-
CTPaJILHOM TIOJIOCTU TIEPBUYHOTO ToiHUIa A. aurita
(puc. 8). Kpome Toro, onmucaHHbI xapaktep (hopMu-
poBaHUsI MaHyOpuUyMa y cliMgonoauna B 3HaYUTe b-
HOI CTeneH! HAaITOMWHAET Mpollecc (POPMUPOBAHMS
IJIOTKM y KopaJtoB. Kopasibl B HacTosiiee Bpems
paccMaTpUBalOT Kak Ipymily CTpeKalolux, HarboJiee
OJIM3KYIO IO CTPOCHMIO M Pa3BUTHIO K TTPEIKOBOMY
cocrosumio (Schuchert, 1993; Kobayashi et al., 1996;
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Collins et al., 2005). Ecau 210 TaK, TO MOXHO IIpe/I-
MOJIOXUTh, YTO (POPMUPOBAHME MaHYyOpUyMa y ClLIv-
dononuna npu Meramopdo3e HeTlUTalolIecs Tu-
YUHKU SIBJISIETCS HEKOTOPBIM YIIPOIIIEHUEM Mpoliec-
ca (GoOpMUPOBAHMUS TJOTKU Y KOpaulOB IpHU
“nmpsiMmoM” pa3BUTUM TiociaenHux. M cBsizaHoO 3TO,
CcKopee BCero, C MMHHMAaTIOpU3ale 1 o0lIuM yIrpo-
IeHUEeM TIOJIMTTOUAHON CTaAuU B X)KU3HEHHOM ITUKJIE
cundOuIHEIX.

IIpencraBisieT UHTEpEC U TOPSIAOK 3aKJIAAKK 11y~
najel y iepBUYHOTO nonumna A. aurita. [lpeobnanaio-
et cMMMeTpUen y CM(pOMIHBIX Ha TTOIUTTIONTHOMN
U MEIy30UIHON CcTamusix SIBisieTcss 4-ex JiydeBasi
cummMerpus (Lesh-Laurie and Suchy, 1991). OgHako
B (hopMe 3peJion TUTaHYIIBI U TIPH ee MeTaMopdo3e SBHO
MPOSIBJIsIETCS OUIaTepasibHast WU IBYJTydeBast CHMMET-
pust. Ha tiorepeyHoM cpese 3pelible TUiaBalolue Iia-
HYJIbI U TIPUKPETTUBIIMECS TUIAHYJIBI UIMEIOT YIUIOIIEeH-
Hy10 popMy C IIpeodiagaHueM OuIaTepaIbHOM CHUM-
merpumn (puc. 4A). 3aknaaka MepBbIX IIIyrajell
TMIEPBUYHOTO TIOJIUIIA TIPOMCXOIUT IO cXeMe 2 + 2, 9TO
TakKe MOoAYEepKUBAET ABYJYyYeBYIO CUMMeTpUIo. Takue
OCOOEHHOCTU PAa3BUTUSI CLUUGOUIHBIX TAKXKE MOXKHO
paccMaTpMBaTh KaK ‘“ocTaTKui”’ OMJIaTepabHOCTH,
CBOMCTBEHHOI mpenkam crpekamommx (Groger and
Schmid, 2001; Martindale et al., 2002; Finnerty et al.,
2004), 1 TIpoceKBaOIIEICS B pa3BUTUI KOPAJLIOB.

Poaw Heﬁpoalcmueﬂblx eeuiecme 6 passumuu

[IpoBeneHHOE MCCcIemOBaHNE MPOCTPAHCTBEHHO-
ro U BPEMEHHOIO pacIlipelejeHUsT HeMPOaKTUBHBIX
BEIIECTB ObLJIO HAlpaBJieHO, B MEPBYIO odepedb, Ha
BBISIBJICHHE MX MOTEHIIMAJBHON pOJIM B IIpolieccax
pa3BUTUS TUIMHKU U MHULIMALIMKM €€ MeTaMopgdo3a.
ITosryyeHHBIe HAMM JaHHBIE 110 CTPOSHUIO HEPBHOM
CUCTEMBl M HAJIMYMIO HEMPOAKTUBHBIX BEILECTB B
HelipoHax A. aurita BO MHOTOM CXOJISITCSI C pe3yJIbTa-
TaMu Tipedblaymx pador Ha Cnidaria. BoJjblnmH-
CTBO pabOT MO BEISIBICHUIO HEWPOAKTUBHEIX BEILIECTB
OBLIO MPOBEASHO HAa JIMYMHOYHOM CTaINU Pa3BUTUSI
crpekatomux (Martin and Chia, 1982; Martin, 1988,
1992a; McCauley, 1997; Groger and Schmid, 2001;
Zega et al., 2007; Nakanishi et al., 2008). B nHamreit
paboTe 3TU MCCIIeNOBaHUS TakxKe IMPOBEAeHbI U Ha
SMOpPHOHAIBHBIX CTaIMsIX pa3BuTus. McciienoBaHue
JIOKaJIM3aluy CePOTOHUHA Y A. aurita ObLIO IpOBeae-
HO BIIEPBBIE.

CepoTOHUH BBISIBIIEH V A. aurita yXe Ha CTaauu
paHHe racTpyJibl B OOJBIIMHCTBE KieTok. K HacTo-
sIIeMy BpeMeHU nHGOPMALIMK O HAIMYUY HelipoaK-
TUBHBIX BEIIECTB Ha SMOPUOHAJIbHBIX CTaIUSIX CTpE-
KalollIMX HAaKOIUJIEHO MaJjio, OAHAKO, CUMTAETCs, UTO
XOJIUHAPTUYECKIUE, alpEHIPTUYECKIE U CEPOTOHIP-
TMYecKre CHCTEMbl MpPEeACTaBJICHbI HA PaHHUX 3M-
OpHOHAJILHBIX CTAAMSIX BCeX MO3BOHOYHBIX U OecIo-
3BOHOYHBIX XMBOTHBIX (Buznikov et al., 2003). ITo-
CKOJIbKY IMEHHO Ha CTaIH TacTPY/ISILIMY HAYMHAETCST
muddepeHurpoBka kiaetok (Yuan et al.,, 2008;
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Marlowet al., 2009), MOXHO MPEAINOJOXKUTb, YTO
OKpallluBaHWe HaOJIodaeTCs B MpealIeCTBEHHUKAaX
OTOPHBIX KJIETOK KaK B CaMOM PpacIlpOCTpaHEHHOM
ture kietok. CiienoBarenbHO, Ha 3TOM CTaauu CEepo-
TOHUH He SIBJISIETCS HellpalbHbIM MapKepoMm, a CIy-
JKUT JOHEPBHBIM TPAHCMUTTEPOM U yUaCTBYET B Tepe-
Jlaye MEeXKJIETOYHBIX CUTHAJIOB, KaK 3TO ObLIO 10Ka3a-
HO 1JId JOpyrux Oecrno3BoHOYHBIX (Buznikov etal.,
2001, 2003). HeiipoTpaHCMUTTEpPBl OOECTeYMBAIOT
pa3iuyHble MEXKJIEeTOUHbIE B3aMMOAEHCTBUSI, HEOO-
XOJIUMBbIE, B TOM YHCJI€, /11 KOHTPOJISI MUTO3a U MaK-
pomodiekysipHoro cuHte3a (Buznikov and Shmakler,
1981). IMockonbky HaOmOgaEMOe HaMU BHYTPUKIIE-
TOYHOE pacripeie/IeHUEe CEPOTOHUHA UMEET IrpaHyJIsIp-
HBII XapakTep, MOXHO MPEANOJIOXUTh, YTO CEPOTO-
HUH 3aKJIIOYEH B >KEJTOUYHbIX I'paHyjiax. BoaMoxHO, B
3TUX MECTax U MPOUCXOJUT €ro CUHTE3, KaK 3TO ObLIO
MoKa3aHO Ha JIPOOSIIUXCS SMOPHOHAX MHOTOIIETHH-
KoBoro uepBsi Ophryotrocha labronica (Emanuelsson,
1974).

OrcyrctBue RF-amuma Ha sMOpHOHaAIbHOM CTa-
JIUY Pa3BUTHSI UCKJTIOYAET €T0 poJib B Mepeaaye CUr-
HaJIOB Mex a1y OJ1acToMepaMu U FacTPYJISILIUU.

Y nperuiaHyJibl CEpOTOHUH BBISIBJISIETCS] HA MIEpe/I-
HEM MOJIOCE, B allMKaJbHBIX YaCTIX DKTOAEePMAallb-
HBIX KJIETOK. DTO CBSI3aHO, CKOpPee BCETO, C Ha4ajaoM
¢opMUpOBaHUS aIlIMKAJIBHOTO OpraHa, CEHCOPHOI
CcTpyKTypHl Scyphozoa (Martin and Chia, 1982; Yuan
et al., 2008) u npyrux ctpekatommx (Chia et al., 1979;
Weis et al., 1985; Marlow et al., 2009).

YV 3penoii maaHyJ/bl BE3UKYJIbI C CEPOTOHUHOM BhI-
SBJISIIOTCS M B 0a3ajibHOM, U B allMKaJILHOM YacTsIX
KJIETOK aliKaJabHOTO opraHa. PaHee cepOTOHMH ObLIT
OoOHapyXeH B KJIETKax IepeIHero moJjioca TIaHysl
FEudendrium racemosum (Hydrozoa). DTu KieTKu
MMEIOT KOJIOOBUIHYIO (POPMY U CYKAlOTCSI B 6a3alib-
HoM HamnpaBiaeHuu (Zega et al., 2007), kak u cepoTo-
HUH-coAepxXaluue Kietku A. aurita. Takas dopma
MOXKET OBITh CBSI3aHA C HAJITMYMEM HEPBHOTO OTPOCT-
Ka: y3Kasl 6a3ajbHail 00J1acThb TaKOM KJIETKU HEIO-
CPEACTBEHHO IIEPEXOAUT B OTPOCTOK, KOTOPBI, OJI-
HAKoO, HE COAEPKUT CEPOTOHUHA HU Y A. aurita, HU 'y
E. racemosum.

YcraHoB/I€HO, UTO TUJ1aHYJIbl A. aurita MOTYT BOC-
NPUHUMATh CUTHAJIBI OT COU(pUCTOM CBoero Buaa. B
OTBET Ha TaKWe CUTHAJIbI TUIAaHYJIbl OCENaloT U BCTY-
narpT B MeTaMopdo3 B yxke ChOpMUPOBAHHOU KOJIO-
HUUW TIOJIMIIOB, TIOCKOJIbKY CKOIUJIEHUE TIpe/liie-
CTBEHHUKOB YKa3bIBacT Ha MECTO ¢ OJaronpUsITHbI-
MU ycinoBusiMu i nx pasputust (Grondahl, 1989).
LleHTpanbHy1O pOJib B 9TOM MPOLIECCE MOXET UTPaTh
arnyKaJIbHBIN OpraH Kak CEKpeTOPHO-CEHCOPHBI arl-
napart, KJIeTKU KOTOPOro, Mo-BUIUMOMY, CITOCOOHBI
BBIIEJSITh CEPOTOHUH BO BHENIHIOW Cpeny W/Wiv
BHYTPUKJIETOYHOE MpocTpaHCcTBO. ClenoBaTesbHO,
PpOJIb alMKAaJIbHOTO OpraHa COCTOUT U B BOCHPUSITUUA
BHEIIHMX XMMWYECKHUX CUTHAJIOB, U B Miepeaye 3TUX
CUTHAJIOB ApyruM KjeTkaM IutaHyJiel (Nakanishi
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et al., 2008). Ha nipumepe ruapoumHoro Phialidium
gregarium ObLIa MpeaIoXKeHa MOJIEIIb Iepeaadyn CUr-
HajioB 00 MHULIMALIMU MeTaMopdo3a TMIUHKU (Mc-
Cauley, 1997). CornacHo 3TOi cXeMme, CEPOTOHWH
BBIJIEJISIETCSl BO BHEIIIHIOW Cpeay B OTBET Ha CHUTHa-
JIBI, CTUMYIUpYIOLIEe MeTaMmopdo3 (B JTaHHOM CIIy-
Jae — OaKkTepranbHas MHAYKIMA). [lanee cepoToHMH
13 BHEIIIHE! cpeabl B3aUMOJEHCTBYET ¢ pelienTopa-
MU COCEIHUX KJIETOK M BBI3bIBAET KacKaj XUMHUUe-
CKMX pE€akUMUM, IIPUBOISAIINNA K MEPEeCTpOrKaM KJie-
TOK COTJIaCHO NporpamMmmMe Mmetamopdosa.

Kinetku ¢ orpoctkamu, coaepxaiue RF-amwun,
CKOpee BCero, SIBISIIOTCS Y A. aurita CEHCOPHBIMU
kietkamu. OO0 3TOM MOXHO CYAUTHb II0 UX (popme.
Tak, cornacHo padbote MapTtuH ¢ coaBTopamu (Mar-
tin et al., 1983), mocesilieHHOM MeTaMOpPdO3y TIaHY-
el Mitrocomella polydiademata, HepBHass cucTtema
JIMIMHKU COCTOUT W3 TAaHTJIHUO3HBIX M CEHCOPHBIX
kiaerok. O6a TuUIa XapaKTepU3YIOTCS HaIUYUeM
HEPBHOTO OTPOCTKA, a OTJIMYME 3aKITI0YaeTCsS B TOM,
YTO Teja TaHTJHMO3HBIX KJIETOK PACTIOJIOKEHBI Ha
ypOBHe 6a3aJIbHOM YaCTU SKTOJAECPMBI, B TO BpeMsl KaK
CEHCOPHBIE KJICTKHU TIHYTCS OT ME30TJIEH IO TTOBEPX-
HOCTH JJUWUYMHKH, pacroiarasicb, TaKuM o0pa3oM, 110
BCEI TONIIMHE SKTOAEPMbI. BhIsSIBIeHHBIE HAMU MPU
momoIu aHtuTeN K RF-amuny xietku A. aurita mo-
XOXH TIO OITMCAHUIO Ha CEHCOPHBIE.

Panee RF-amun-conepxxamnime KiIeTKH OBIIN 00-
Hapy>KeHbI B JlJaTepajibHOI 3KToAepMe rianya Podoc-
oryne carnea (Hydrozoa). ODTu KJIeTKM HECYT OTPOCT-
KW, OPUEHTUPOBAHHBIC BIOJIb JTMHHOM OCH TUIaHY-
bl (Groger and Schmid, 2001). Tlnanynsl Pennaria
tiarella Takxe XapakTepu3yloTcsl OM- M MYJBTUIIO-
sipHbIMU R F-amMum-1mmonoXxknte TbHBIMI HeMipoHaMU,
KOHTAKTHUPYIOIIUMHU TIPU TIOMOIIU OTPOCTKOB C APY-
TMMHU HeHpOHAMU, CEHCOPHBIMU U SIUTEINATBHO-
MBIIIEYHBIMU KJTeTKaMu (Martin, 1992b; Kass-Simon
etal., 2007). Takum o6Gpazom, RF-amma, mpucyr-
CTBYIOILLIMIA B HEPBHBIX KJIETKAX U UX OTPOCTKAX, MO-
KeT MIPpUHUMATh yJacTHe B Iiepenade pa3TmIHbIX CUT-
HasioB. KpoMe aTOro, ecTh JoKa3aTeIbcTBa OTHOIIIE-
HUSI 3TOTO HeMponenTuaa K peryjsiiui Meramopdosa
IUTAaHYJI: TIpU BHeCceHMHM 5K3oreHHoro RF-amuma B
cpemy ¢ XUBBIMM TUUUHKaMu H. echinata, y HUX CHUA-
>KaeTcsl ABUTaTe/IbHasi aKTUBHOCTbh, 1 OHU TMO3Ke BCTY-
maloT B MeTaMopdo3, 4eM JIMIMHKKA KOHTPOJILHOM
rpymnbl  (Katsukura et al., 2004). CiemoBaTebHO,
RF-amun-coaepxaiiye KieTKU MiaHya A. aurita Mo-
TYT IPUHUMATh yJacTHe B TIpoliecce MeTamopdo3sa, a
TaKKe YJIaBIMBaTh 1 TepeaaBaTh IPYTUM KJIeTKaM pa3-
JIMYHBIC CUTHAJIbI U3 BHEIITHEH Cpelibl.

BoisiBeHUMEe HEMPOHOB TPU TOMOIIM aHTUTEN K
THPO3WHUPOBAHHOMY TyOYJTMHY BO3MOKHO G1aroma-
pPSI TOMY, UTO Tejla U Ga3aabHbIe OTPOCTKH HEPBHBIX
KJIETOK COJEpKaT MHOTOUYMCJIEHHBIC MyYKU MHKPO-
Tpybouek (Martin, 1988; Groger et al., 2000). bnaro-
Iapsi 5TOMY METOLY OBLIM BBISIBJICHBI OTPOCTKH HEPB-
HBIX KJETOK Yy ruanyn P. carnea w E. racemosum. Y
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P. carnea HepBHBIE OTPOCTKM 00PA3yIOT YETKYIO CETh,
COCTOAIIYIO M3 ITPOAOJIbHBIX U ITONEPECYHBIX BOJIOKOH
(Groger and Schmid, 2001). HepsHas cetb E. race-
mosum MeHee CTPYKTypupoBaHa, 4yeM y P. carnea, u
npeacraBjiade€T COBOKYIIHOCTb TOHKHMX BOJIOKOH,
0oJIbllIasl YacTh KOTOPBIX HallpaBjieHa MolepeK Mpo-
JIOJIBHOM OCU TUIaHyJbl. BoOJIOKHA, BBISIBIEHHBIE Y
TJIaHyNl A. aurita, HatipaBJieHbl BIOJb IJIMHHON OCU
JIMYUHKW; TIONIEPEUYHbIC BOJIOKHA HE BBISIBJICHBI, BO3-
MOXHO, IJisI MX OOHApyXEHUsS HEOOXOOWUMbI WHBIE
MeToAbl MIAeHTU(GUKAIINU HEepBHOW TKaHu. Kpome
3TOTO, pa3iNuyKre B pacIioIOXKeHUU HEPBHBIX OTPOCT-
KOB MOXET CBUJIETEILCTBOBATh O PA3JIMUHBIX IJIaHAX
CTPOCHUSI HEPBHOM CHUCTEMbI Y OTIEJbHBIX BUIOB
CTpeKalolInX.

HawnbGoubiiee ynciio HEHPOHOB MOXHO OOHapy-
XKUTH y ITUIAHYJIBI, TOTOBOM K OCENAaHUIO U BCTYILIS-
HUIO B MeTaMopdo3. OmHAKO, TTOC/Ie OCeTaHUs TIIa-
HynBI A. aurita, B poliecce MeTaMopdo3a B CLIMPH-
ctroMmy, cepoToHuH M RF-amua wucuesalor us
snupepMbl. Bo Bpemss Mertamopdo3a KIETKU He
BKJIIOUAIOT METKM K 3THUM BeElIeCTBaM 4YTO, CKOpee
BCEro, CBsI3aHO C aIloNTO30M CEHCOPHBIX HEPBHBIX
KieTok A. aurita (Nakanishi et al., 2008). CorinacHo
HeJAaBHUM MCCJIEIOBAHUSIM PAHHETO Pa3BUTHUS U Me-
Tamopdo3a A. aurita, TIOC]ie OCeNaHUs TUIAHYJbI
HEpBHbIE KJIETKU U3 3KTOAEPMbI ITepeMelaloTcs B
SHAOAEPMY OYIyIIIEro abopaJbHOTO ITOII0CA ITOJIUIIA.
B 37011 ke 061acTH OTMeuaroT oOpa3zoBaHUE arloITO-
TUYECKMX TeJIEL] U UMMYHOLIMTOXUMUYECKU BBISIBJIC-
Ha KacIasa-3, 4To MOXeT CBUACTEIbCTBOBATh O ri0e-
JIX B TOM YHUCJIE U HEPBHLBIX KJIICTOK 4YE€PE3 arloIiTo3
(Nakanishi et al., 2008; Yuan et al., 2008). AmmonTo3
HEPBHBIX KJIETOK B X0Je MeTaMop(do3a TaKXKe CBOWM-
CTBEHEH M IulaHyJlaM ruapouaHbix (Groger et al.,
2000; Seipp et al., 2010).

OnHako, Jaxe Y TOJAbKO 4TO c(hOpMUPOBAHHBIX
MEPBUYHBIX MOJIUTIOB A. aurita HeWpOHaJIbHbIE KJIET-
KM BbISIBJIEHBI HE ObUIU. DTU pe3yJbTaThl pacXOasTCs
C TIOJIyYEHHBIMU paHee JaHHBIMU Ha Pa3IMYHBIX T10-
Jnumnax Cnidaria. Tak, CEpOTOHMH HaXOAUTCSI BO BHYT-
PUHEMPOHHBIX BE3UKYJIaX, HEUPOMBILLIEYHbIX U HEMN-
POCIIUPOLIMTHBIX CUHAICax Yy MOPCKOIO aHeMOHa
Aiptasia pallida. Y Renilla coelikeri cepoOTOHUH BBISIB-
JIEH B TeJlaX U OTPOCTKaxX HEMPOHOOOPa3HbIX KIETOK,
KOTOpbl€ KOHTaKTUPYIOT C HEMATOLIMTaM IilyIajiell
(Kass-Simon et al., 2007). Heliponentuabl cemeii-
ctBa RF-amMuioB BbISIBJEHBI Ha TOJUITOUAHBIX CTa-
nusix Metridium senile, Hydra magnipapillata, Anthop-
leura elegantissima, Eirene viridula, Alcyonium digi-
tatum n H. echinata (Grimmelikhuijzen, 1983, 1985;
Grimmelikhuijzen et al., 1991; Kass-Simon et al.,
2007). B GOJIBLIMHCTBE OMUCAHHBIX ClTydaeB Helpo-
HbI JIOKaJIM30BaHbl B 00JIaCTU TUTTIOCTOMA 1 B OCHOBA-
Huu 1rymnanen. ¥ couducrom A. aurita BOJOKHA, CO-
JepKalie TUPO3UHUPOBAHHBINA TYOYJIWH, BbISIBIIC-
Hbl B OCHOBAaHUU U B MPOKCUMAJIbHOW ITOJIOBUHE
myrnanei. BosaMoxHo, B QyHKIIMOHMPOBAHUUW HEPB-
HOI1 ccTeMbl CLIM(UCTOM A. aurita TPpUHUMAIOT yJa-
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CTHE UHBIE HEIPOAKTUBHbBIE BEIIECTBA, OTJIMYHBIE OT
HCCJIMOBaHHBIX B paMKax Haileil paboTbl. Kpome
3TOTO, €CTh BEPOSITHOCTD, UTO ¥ Pa3HbIX BUIOB CTpe-
KAIOIINX JeTPpanalvsi HEPBHBIX KJIETOK IUIAHYJI B XOJIE
Metamopdo3a UMEET Pa3HYI0 CTENEHb BBIPAXKEHHO-
CTH, a TAKXKE€ MOTYT HECKOJIBKO PAa3HUTHCSI MEXaHU3-
MbI caMoro MeTaMopdo3a. Bce aTo MOXeT BIUSTH Ha
OpraHu3aluio HEPBHOU CUCTEMBI MTOJIMUIIA.

IMpoBeneHHbBIEC NCCIETOBAHUS TO3BOJIVIIN AETAb-
HO OIrcaTh U MPOaHaJIU3UPOBaTh MPOLIECC METAMOP-
¢do3a mnanyn A. aurita. IlonydyeHbl HOBBIE TaHHBIE O
GOpMHUPOBAHNM YacTeU ITEPBUYHOIrO ITONMIIA (CIM-
¢UCTOMBI) U BBICKa3aHbI MPEANOJIOKEHNSI O BO3MOX-
HBIX (PUITOTEHETUUECKMX CBSI3SIX IIPOLiecca MeTaMop-
do3a y ciimONIHBIX M APYTUX TPYITT CTPEKAIOIINX.
BnepBble 1ogpodHO uccaeaoBaHa MPOCTPaHCTBEHHAST
1 BpeMEHHasl JUHAMJKA HEMPOAKTUBHBIX BEIIECTB B
paHHEM pPa3BUTUM CUMUMOUIHBIX, YTO JAET BO3MOX-
HOCTh HE TOJIBKO OOpHCOBaTh CTPOCHUE HEPBHOM CU-
CTeMBI, HO M MPEOIIOJIOKUTh POJIb HEMPOAKTUBHBIX
BEIIECTB B Pa3BUTUU OPTaHU3Ma B LICJIOM.
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On Some Features of Embryonic Development and Metamorphosis of Aurelia Aurita
(Cindaria, Scyphozoa)
T. D. Maiorova, 1. A. Kosevich, and O.P. Melekhova

Biological Faculty, Moscow State University, Moscow, 119991 Russia
e-mail: ikosevich@gmail.com

Abstract—Aurelia aurita is a cosmopolite species of scyphomedusae. Its major structural patterns and life cy-
cle are well investigated. This work provides a detailed study on development and structure of the planula in
A. aurita until it completes its metamorphosis. Lifetime observations and histological study performed during
the settlement and metamorphosis of the planulae demonstrated that the inner manibrium linen of primary
polyp (gastroderm) develops from the ectoderm of the planula posterior end. The spatial and temporal dy-
namics of serotonergic cells from the early embryonic stages until the formation of the primary polyp were
studied for the first time. In addition, the distribution of tyrosinated tubulin and neuropeptide RFamide at

different stages of A. aurita development were studied.

Keywords: ontogenesis, metamorphosis, nervous system, Scyphozoa, Aurelia aurita
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