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FepmacdpoanTU3IM U MHTEpcekcyanbHocTb y Clava
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PE3IOME: IlpoucxoxaeHne pa3HbIX BAPHAHTOB PA3MHOMXEHHUS KUBOTHBIX U PACTCHHUIN
ocTaeTCs aKTyajIbHOM MPOoOJIEeMOi 3BOJTFOIIMOHHBIX HccaenoBannil. OcoObIil HHTEPEC s
MMOHUMAaHUA 5BOJIIOIIUHA IOJIOBOI'O Pa3MHOXKCHUA MPEACTABIIAIOT MEPEXOJAbl MEKIY I'€p-
Ma(pOAUTH3MOM H Pa3/ielIbHONOIOCTHIO B MPE/EIax OJHON U TOH jKe TPYIIbI OpraHu3-
MmoB. [lns Crpekatommx (Cnidaria), 6a3anbHON TpyINIibl MHOTOKJIETOYHBIX JKHBOTHBIX,
XapaKTepHO MHOYKECTBO BapUAaHTOB KaK OECIOJIOr0, TaK W IOJIOBOTO Pa3MHOMKEHHS,
IMO2TOMY MPCACTABUTECIIN JAHHOI'O TaKCOHA ABJIAIOTCA NMEPCIICKTUBHBIMU O6'I)€KT8.MI/I JJIs
peLIeHHUST YIOMSHYTOH ITPpOo0IeMBl.

BriepBeie y mutopansHoro Buja ruapouoB Clava multicornis (Forsskal, 1775) u3 benoro
MOpSI B €CTECTBEHHBIX YCIOBHUSIX OOUTaHHs ObUIM OOHAPYKEHBI TepMapOJUTHBIE KOJIO-
HuH. JlaHHBIN B THAPOUIOB XapakTepusyercst GopMupoBaHneM TOHO(OPOB (peayupo-
BaHHBIX Me[[y3) Ha TUJIpaHTax B IEPpHUO/ IMOJIOBOI0 pasMHOXKCHHUA U TPaJUIIMOHHO CUHUTA-
€TCs1 pa3/IeIbHOMOIBIM. Pa3mudaroT KOMOHHUH, THAPAHTHI KOTOPBIX (DOPMHUPYIOT TOHODOPEI
TOJIBKO CO CHIEPMATO30MJIaMH, W KOJIOHHH, TUIPAHTHI KOTOPBIX (POPMHUPYIOT rOHO(DOPHI
TONBKO C )KEHCKMMH ramMeTamu. Takue KOJIOHHH, a TAKKC CaMUX T'MAPAHTOB, Ha3bIBAIOT
MYKCKUMH 1 )KEHCKHMH COOTBETCTBEHHO. OOHApY )KEHHbIE HAMU T'epMapPOTUTHBIE KOJIO-
HUM COJIep)Kald THJPAaHTOB Pa3HOrO Iojia B OJHOI KojoHMH. Boiiee Toro, B Takmx
repMadpOAUTHBIX KOJOHHSX TPUCYTCTBOBAJIM THJIPAHThI C HHTEPCEKCYIbHBIMHU FOHO(O-
paMu, BHyTPHU TAKOTO TOHO(Opa 3aKITFOUCHBI 0JHOBPEMEHHO KCHCKHE M MYKCKHE TaMETHI.
I[eTaHI/I Opranu3aliiui MHTCPCCKCYAJIbHbBIX FOHO(bOpOB HCCJICJO0BaHbl HA CBETOBOM U YJIb-
TpacTpyKTypHOM ypoBHsX. [Ipu skciepuMeHTanbHOM CpallliBaHUU THIPAHTOB, B3SITHIX U3
MYKCKHX M JKEHCKUX KOJIOHHH, ¢ roHohopaMy Ha Ha4yaJbHBIX CTAIAMSIX Pa3BUTHUS, ObLIH
NOJTy4eHbl XMMEPHbIE OPraHU3MbI, Y KOTOPBIX OJIMH W3 THAPAHTOB (GOPMHUPOBAI TOHO(O-
PBI TIPOTHBOTIOJIOKHOTO T0JIa, & TAKKE MHTEPCEKCYalbHble TOHO(OPBI. ITO MO3BOJIHIO
BBICKA3aTh IPE/IIOJIOKEHUE, YTO MOSIBJICHUE TepMappoauTHBIX KoioHuid C. multicornis B
npupojie 00YCIOBJICHO CpacTaHUEM OJIM3KO PACIIOIOKESHHBIX KOJIOHHUIT pa3HbIX TOJIOB.
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ABSTRACT: The origin of different variants of animal and plant reproduction remains an
actual problem of evolutionary research. The transitions between hermaphroditism and
dioecy within the same group of organisms are of particular interest in understanding the
evolution of sexual reproduction. Representatives of Cnidaria, the basal group of multicel-
lular animals, are characterized by variety of both asexual and sexual reproduction.
Therefore, members of this taxon seem to be promising objects for solving the mentioned
problem.

For the first time the hermaphroditic colonies of the littoral hydrozoan Clava multicornis
(Forsskal, 1775) from the White Sea were found in natural habitats. This species is
characterized by development of gonophores (reduced medusae) upon the hydranths during
the period of sexual reproduction and is traditionally considered to be dioecious. There are
colonies which hydranths form only male gonophores and colonies which hydranths
produce only female gonophores. Such colonies, as well as the hydranths themselves, are
called male and female, respectively. We found hermaphroditic colonies with hydranths of
different sexes within the same colony. Moreover, intersexual gonophores containing
female and male gametes simultaneously were present in such hermaphroditic colonies.
Details of the organization of intersexual gonophores were studied by methods of light and
electron microscopy. Experimental fusion of hydranths taken from male and female
colonies with gonophores at the initial stages of development resulted in emergence of
chimeric organisms, in which one of the hydranths formed gonophores of the opposite sex,
as well as intersex gonophores. This allowed suggesting that the development of hermaph-
roditic colonies of C. multicornis in nature occurs due to the fusion of closely growing
colonies of different sexes.
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BBegenne

BaxxHo# mpoO6meMoii SBOTIOIMOHHBIX HC-
CIICZIOBAaHUH SBISIETCS BOTIPOC O ITyTSAX CTAHOB-
JICHUSI CYMISCTBYIOMINX BapHAHTOB IOJOBOTO
Pa3MHOXCHHS MHOTOKJICTOUYHBIX OPTaHU3MOB,
a TakXKe OIPENEeICHHE SBOIIOIUOHHBIX IPO-
[IECCOB, BEAYIIUX OT Pa3eIbHOIMOIOCTH K O~
HOBPEMEHHOMY TepMadpoAUTH3MY H Ha000-
port (Leonard, 2018). I'epmadpoauTtusm oueHb
pacmpocTpaHeH y pacTeHUH, Cpelu KOTOPBIX
TONBKO 6% pa3IeabHOMONBIX (IBYIOMHBIX)
BuI0B. Cpean KUBOTHBIX TePMappOAUTHIM
BCTpEYACTCS 3HAUUTEIBHO peke: repMadpoIu-
TaMHU SBJSTFOTCS OKOJIO 5% BUIOB JKUBOTHBIX, &
€CITH UCKITFOYUTH HACEKOMBIX, CPEI KOTOPHIX
BCEr0 HECKOJBKO TepMadpOAUTHBIX TpeCTa-
BHTEJEH, TO 01 repMadpOAUTHBIX BUIOB CO-
CTaBIIICT OJTHY TPETh OT HBIHE CYIIECTBYOIIUX
*kuBOTHBIX (Jarne, Auld, 2006).

Bonpmoit uHTEpEC U1 aHaTHU3a BO3MOXK-
HBIX ITyTeH SBOIIOIIH ITOJIOBOTO Pa3MHOKCHHS
Y MHOTOKJIETOYHBIX BBI3BIBAIOT TAKCOHBI, IS
MpeICTaBUTENIe KOTOPBIX XapaKTepHO He-
CKOITbKO BAPHAHTOB pa3MHOXKeHHs. Takux opra-
HU3MOB MHOTO CPEI HH3IIUX MHOTOKJIETOY-
HBIX JXUBOTHBIX. K mpumepy, aKTHHHAM
(Anthozoa, Cnidaria) cBOWCTBEHHBI pa3ieiib-
HOTIOJIOCTh W TIAPTEHOTeHe3, a Oecronoe pas-
MHOKCHHE TIPEICTABIICHO TaKUMH BapHaHTa-
MH, KaK Jamepanys, MoMepeyHoe U PO I0ITb-
HOe JiefieHune, aBToToMus mrymnaner (Bocharova,
Kozevich, 2011). B GoabIIMHCTBE TaKCOHOB
Crpekarormux (Cnidaria) mpeobnamaror pas-
JICITBHOTIONBIC BUIBI, OJTHAKO Y CKICPaKTHHHUE-
BEIX KopaitoB (Anthozoa: Scleractinia) Han6o-
Jiee pacIpoCTpaHeH repMadpoUTH3M C BBIME-
TOM ITOJIOBBIX ITPOAYKTOB B OKPYIKAFOIIYIO Cpe-
ny (Goffredo, Telo, 1998; Harrison, 2011).
Bonee Toro, mis KopajsioB W3BECTHBI CaMble
penKue BapHWaHTHI MOJIOBOTO Pa3MHOMKCHUS.
Hanpuwmep, y xopamna Aiptasia diaphana omu-
CaHa TPHOAIMS, TTPU KOTOPOH B TOMYJISAIHH
MIPUCYTCTBYIOT JKEHCKUE, MY)KCKHE U repMad-
ponutHble monumel (Armoza-Zvuloni et al.,
2014).

BapuaHTBI TIOJIOBOTO Pa3MHOKEHUS y pa3-
HBIX BHJIOB MHOTOKJICTOYHBIX OPTaHU3MOB OII-
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peneNstoTCs TeHeTHYECKUMU HITH DKOJIOTHYec-
KuMH (pakTOpaMu MO0 COBMECTHBIM [ICHCTBH-
eM (axTopoB U3 obeux kareropuid. Tpaauiu-
OHHO pa3JINYaloT JBa OCHOBHBIX THIIA MEXaHH3-
MOB OIpeIeJIeHHs TT0JIa: XPOMOCOMHBIH (geno-
typic sex determination, GSD) u 3aBUCUMBIii OT
oKkpyXkatomei cpensl (environmental sex
determination, ESD) (Leonard, 2018). /s
MJICKOTIUTAIONINX, TITUI] U OOJIBIIMHCTBA HACE-
KOMBIX XapaKTepHO XPOMOCOMHOE OIIpejierie-
HHE TI0J1a, B TO BPEMsI KaK I0JI MHOTHX PEITH-
T ¥ pBIO 3aBUCHT OT TEMIIEPATYPBI OKPY KAk~
meit cpensl (temperature-dependent sex deter-
mination, TSD). Bonee toro, moka3aHo, 4To
MOJT HEKOTOPBIX BU/IOB )KUBOTHBIX KOHTPOJIH-
pyeTcsi COBMECTHBIM JICHCTBHEM IeHETHYCCKUX
¢axropos u remneparypsl (GSD +TE) (Janzen,
Phillips, 2006; Piferrer et al., 2008; Gamble,
Zarkower, 2012). ITon MHOrMx 0ecrio3BOHOY-
HBIX OTPEJIEISETCS DKOJIOTHUECKUMU (haKTopa-
MH, HAlpUMep H3MCHCHHEM TEMIIepaTyphl,
¢dororneprosa WIN IUIOTHOCTHIO TOMYJISIMN
(Tingley, Anderson, 1986; Carre, Carre, 2000;
Toyota et al., 2021).

XPOMOCOMHOE ONpe/IeNICHHE 110J1a HINPOKO
pacIpocTpaHeHo M XOPOIIO U3y4YEeHO y Tpell-
craButene Bilateria, B To BpeMsi Kak B CeCT-
puHcKoii rpynme Cnidaria yqyacTie XpoMOCOM B
OITpEeIeTICHUH T10J1a JIOKAa3aHO TOJILKO JIJIsl €/INH-
crBernoro Buna Corallium rubrum (Mittwoch,
2000; Gamble, Zarkower, 2012; Pratlong et al.,
2017). UccnenoBanust KApUOTHUIIOB Y MpeCTa-
BuTenel poaa Hydra He BBISIBUIIN HAINYNUS Te-
TepoMopdHBIX XxpoMocoM. [TokaszaHo, 4to or-
penenenue nona y Hydra npoucxomuT 3a cueT
ABTOHOMHOMW CMEIU(UKAIINN HHTEPCTUIIHATD-
HBIX KJIETOK (i-KJIETOK) MOJIOBOH JIMHKU (germ
cells, GCs) B mpeAmecTBEHHUKH KCHCKUX HITH
myxckux ramer (Nishimiya-Fujisawa, Koba-
yashi, 2012; Siebert, Juliano, 2017; Anokhin,
Kuznetsova, 2018). Bmecre ¢ Tem, 1uist Cnidaria
MI0Ka3aHO y4yacTHe B ONpPEJEIICHUH I10Jia Top-
MOHOB M T€HOB, TOMOJIOTHYHBIX TAKOBBIM Y
Bilateria, yto nenaer npeacrasureneit Cnidaria
MEPCIICKTUBHBIMUA OOBEKTaMH [UIsl U3y4YCHHS
9BOJIIOLIMM MEXaHM3MOB OIpEJeNICHHs TIoNa Yy
Metazoa (Collins et al., 2006; Traylor-Knowles
et al., 2015; Chen et al., 2016). B nornManuu
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9BOJIFOIMHU CYIIECTBYIOUINX BAPHAHTOB MOJIO-
BOT'0 Pa3MHOKCHHUsI Y MHOTOKJIETOYHBIX Opra-
HH3MOB Ba)KHYIO POJIb MOXET ChI'PaTh H3yde-
Hue repmadpoanTHbIx BunoB Cnidaria.

HInpoko pacmpoCTpaHCHHBIH THAPOU
Clava multicornis (Forsskal, 1775) n3Becten
Kak pasaenbHonoibiii Bun (Weissman, 1883;
Harm, 1902; Goette, 1907; Schuchert, 2008). B
MIEPHO/] TIOJIOBOTO Pa3MHOXKCHHUSI B OCHOBAHUH
racTpajbHOTO OT/Ea THAPAHTOB (GOPMHUPYIOT-
st TOHO(OPBI — MPHUKPEIUICHHBIC PEAYIHAPO-
BaHHBIC Mey3bl. CO3peBaHUe TaMeT U Pa3BH-
THE TINYHHOK C MOMEHTA OTLIOI0TBOPEHUSI OOIIH-
TOB IPOUCXOIUT BHYTpH roHO(popoB (Piraino et
al.,2011). Y C. multicornis pa3nu4arT MyKc-
KHE KOJIOHWH, BCE THPAHTHI KOTOPBHIX HECYT
rOHOGOPBI CO CIepMaTo30uaAaMH (MYKCKHE
THPAHTHI), U )KCHCKHE KOJIOHUH — C TUAPaH-
TaMH, COACPKAIIUMHU OOLIUTHI BO BCEX TOHO(O-
pax (;keHCKHe rHapaHThl). Kiro4yeBbM MOMEH-
TOM B Pa3BUTHH MEIYy30UJIHBIX CTagull Y
Hydrozoa sienstercss hopMupoBaHue Memy3o-
uaHoro y3enka, “glockenkern”. V3emok ¢op-
MHPYET BBICTUIIKY CYOyMOPEIUISIPHO# OJI0CTH
KOJIOKOJIa MeJTy3, MPEICTABICHHYIO JIUTEIH-
AITbHO-MBIIICYHBIMUA KIICTKAMHU C MOTMEPEYHO-
MOJIOCATOM HCYSPUCHHOCTHIO COKPATHTEIBHBIX
orpoctkoB (Kiihn, 1914; Frey, 1968; Ball et al.,
2004; Seipel, Schmid, 2005). ¥V KeHCKUX u
MYKCKUX ToHOQOpoB C. multicornis pa3BUTHE
MEIY30UHOTO y3eiKa pasnudaetcs. Memys3o-
UJHBIN y3€JI0K B MY>KCKOM ToHo(dope hopmu-
PYeT 3aMKHYTYO CyOyMOPEIUISPHYTO MOJIOCTb,
BHYTPH KOTOPOIl pa3sBHBAIOTCS M CO3PEBAIOT
CIIEPMATO30U/Ibl, B TO BpeMsi KaK B YKCHCKOM
roHodope cyOymMOpesuisipHasl MOJIOCTh OTCYT-
ctByet (Goette, 1907).

B xononusix C. multicornis u3 bemoro Mopst
HaMU ObUTH OOHApyKeHbI TepMadpoaUTHBIC
KOJIOHHH, B KOTOPBIX HMEITHCh MY»KCKHE U KCH-
cKkHe ruipaHThl. Hamu Takke Oblti 0OHapyKe-
HBI TepMadPOUTHBIC KOJOHUH, KOTOPBIE TO-
MHMO KEHCKUX M MYKCKHX THIPAHTOB COIEP-
Kanu repMadpOAUTHBIX THAPAHTOB. [ epmad-
POJMTHBIC THAPAHTHI OJHOBPEMEHHO HECIH
KEHCKHE U MYKCKHE TOHO(OPBI, a TaKKe CO-
JepKaau repMadpoanuTHbIC (MHTEPCEKCYallb-
HbIe) TOHO(DOPBL. BHYTpH HMHTEpCEKCyaTbHBIX
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TOHO(OPOB OJJHOBPEMEHHO HaXOJIHIIHCh KEHC-
KM€ U MyXCKHe raMeTsl. B HacTosmeit pabote
MIPUBEJ/ICHO OIMMCaHHE MHTEPCEKCYabHBIX T0-
HO(OPOB, IKCIEPUMEHTAIBLHO MOJTBEPIKACHO
TIPEATIOI0KEHHE O BO3MOYKHOCTH PAa3BUTHS I'ep-
Ma(pOJUTHBIX KOJIOHUH B pe3yJsibTaTe cpacra-
HUSI KOJIOHWH Pa3HOTo 110J1a, a TaKKe U3Y4eHO
BIIMSIHUE TEMIIEPATYPhl Ha 110J1 (POPMHUPYFOLIHX-
Cs1 TOHO(OPOB.

Marepuaj 1 MeTOABI

MATEPUAIL Clava multicornis — mmpo-
KO pacnpocTpaHeHHbli B CeBepo-BOCTOYHON
ATnantuke OOpeanbHBIN BHJ KOJOHHAIBHBIX
THJPOUIOB, OOMTAIOIINI OOBIYHO Ha BOJIOPOC-
nax pona Fucus B 30HE HIDKHEH JNTOpaH
(Schuchert, 2008). B benom mope B paifoHe
BBC MI'Y stor maccoBelif BHI (popMupyeT
CTOJIOHWAJIBHBIE KOJIOHUH TPEHMYIIECTBEHHO
Ha BOJIOPOCIISX pona Ascophyllum B 30He HIXK-
Helt mutopamu (Naumov, 1960). Clava multi-
Cornis XapakTepHU3yeTcsl KOMITAKTHBIMU KOJIO-
HUSIMH, PACIIOJIATAIOIIUMHUCS B HEOOIBIINX YT-
TyONICHNSX WM MECTax Pa3BETBICHUS TaJIO-
MOB BOJIOPOCIIEH.

B Teuenue urong 2018 r., B c€30H MOJIOBOTO
Pa3sMHOKEHNS BH/JIa (CepeInHa HIOHS — Cepein-
Ha aBrycTa), BOnm3u bemomopckoit 6uomoru-
yeckoit cranmmn umenn H.A. Tlepmosa (Epeme-
eBCKHii mopor), 66110 codpano 6onee 1000 ko-
nouuit C. multicornis. Tlocie cOopa KOTOHUU
MIPOCMATPHUBAIH U POTOTpaUPOBAIH IO CTeE-
peomukpockoriom Leica M165C.

CBETOBAS U DJIEKTPOHHAS MUK-
POCKOIIHSL. I'onodops! pukcupoBanu 2,5%
rITyTapanbaeruaoM Ha pocdaraom 6ydepe (pH
= 7,4) B TedueHue 12 4acoB mpu TeMIepaType
4 °C (Millonig, 1964) m OTMBEIBaT STHUM XK€
Oydepom. 3aTem ToHOPOPH MOCTHUKCHPOBA-
11 B 1%-HOM pacTBOpEe TETPAOKHUCH OCMHUS
(0sO,) na Tom xe Oydepe Mpu KOMHATHOH
Temreparype B Tedenue 1 gaca. [Tocne oTMbIB-
ku Oydepom MaTepuan AETHAPATHPOBAIN B
CepHH BOCXOAANIMX KOHIEHTpPAIMH STaHOJA
(10°,20°,30°,40°,50°,60°, 70°), BBIOCpKHIBAS
Ha KaKJOW CTYNEeHM MPOBOJKHU JBa pa3a no 10
MHUHYT, IOCJIE Yero XpaHuwiu B 70°-HOM 3TaHO-
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ne npu Temnepatype 4 °C 1o mocnenyromiei
00pabotku. Jlist 3aKioueHust 00pa3oB B CMO-
JIy MaTepHal, XpaHuBIuuiics B 70°-HOM 3TaHO-
Jie, TOABEprajiy JanbHeHIel AerupaTaniuy B
9TaHoJIe U aneToHe. Beck nporecc neruapara-
1uu npousBoaunu npu 4 °C, mocie yero mare-
pHa 3aKIIF0YAIIU B CMECH SITOKCHIHBIX CMOJI —
smoHa u apaiguta (SPI-Pon ™ 812 Kit, Spi-
Chem, B COOTBETCTBHY C PEKOMEHIAIIMSIMH ITPO-
HU3BOJUTENS).

ITonyToHkue cpesbl TOMMUHON 1 MKM U3ro-
TaBIMBaIM Ha yabTpamuxkporome LKB III. Ox-
palMBaHue CPe30B MPOBOAMIN PACTBOPOM
CMECH TOJYHUJMHOBOI'O ¥ METHUJICHOBOTO CHHE-
ro (Mironov et al., 1994). Cpe3sl uzydanu u
¢dororpadupoBanu Ha Mukpockore Leica DM
2500, ocHameHHOM I1TH(pOBOI Kamepoii Leica
DMC 2900. YnpTpaToHKHE Cpe3bl TOJIIUHOM
70 MKM HM3TrOTOBJSUTM Ha yibTpaTome Leica.
KonTtpacTupoBanue MpoBOAMIM YypaHHI-alle-
tarom (Hall, 1995) u nurparom cBuHIa
(Reynolds, 1963), nocne uero oopasipsl uccie-
JIOBJTH C TIOMOIIBIO IIPOCBEUNBAOIIETO AJICKT-
pounoro mukpockorna JEOL JEM-1011 (Japan)
¢ mudposoii porokamepoir ORIUS SC1000W
(yckopsitomiee Hanpsbkenue 80kB; mporpamma
ynpaBiieHus: kamepoii: Digital Micrograph
(GATAN)). [Tonyuennsle n3oopakeHus oopa-
OarpiBanu B mporpamme Adobe Photoshop
(Adobe Inc.). Koppekuuto sipKkocTH, KOHTpacTa
OCYIIECTBIISUTH IPUMEHHUTEIIHLHO KO BCeMY N300-
PaKEHHIO.

OKCIEPUMEHTHI. Ilpu Gonpmoit uuc-
neHHocTH Kojionu#t C. multicornis Ha cyOcTpa-
TE JKEHCKHE M MYKCKHE KOJIOHWH THJIPOHJIOB
pacrojyiararoTcst OueHb OJIM3KO JPYT K APYTY, U
B 9TOM CJIy4ae TPaHUIly MEXIy OTIEeIbHBIMU
KOJIOHUSIMH DPa3iIM4YUTh MPaKTUYECKH HEBO3-
MOXKHO. J1J15 9KCIIEpUMEHTOB OTOMPAITH TOJIBKO
SIBHO Pa3JINYMMBbIC KCHCKUE U MYKCKHE KOJIO-
HUH, KOTOpPBbIE POCIIM Ha OT/ENBHBIX BETBSX
TaJIJIOMOB BoJiopociell. B konoHusx, U3 KoTo-
PBIX OBLIM B3SITHI TUIPAHTHI AJISI DKCIICPUMEH-
TOB, BCe TOHO(OPHI COAEPKAIHU JINOO TOIBKO
OOIIUTHI, JINOO TOJIBKO CIIEPMATO30M/IbI.

W3 pa3HOMOSBIX KOJOHMH OTCEKalnu M-
paHTOB ¢ 3a4aTKaMu TOHO(OPOoB. XKeHCKUX U
MYCKUX THJIPAHTOB IPKUMAITH CPE3aMH APYT
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K JIPYTY ¥ CKPEIUISUIN TIOIIapHO, HAaHW3bIBasl Ha
CTEKJISIHHBIE KamWuIsipl. Takum 00pa3om, Mbl
chopmupoBanu 20 map MOTCHIMAIBHBIX XH-
MEpHBIX OPraHU3MOB, KQXKIBIH 13 KOTOPBIX CO-
CTOSUT U3 CKPEIUICHHBIX BMECTE >KEHCKOTO M
MYKCKOTO TuapaHTOB. JKEHCKHE THIPaHTHI
METHJIM KYyCOYKOM HHTKH, NPOAETHIM uepe3
THIIOCTOM, JUTSL MJICHTU(HKAIMN TT0CTIe 3aBep-
mieHust skcnepuMenTa. [locne cpacranus ruj-
PaHTOB CTEKJISIHHBIC KaNMULIPbl yJasuid, a
c(OpMHUpPOBaHHbIE OPTaHM3MBI MOMEIIATN Ha
TIOKPOBHBIE CTEKJIA B OTAEIbHBIC Yaiku [lerpu
U coJiepKald TPH TOCTOSIHHOW TeMIIepaType
12 °C, 10 ecTh cpeaHell TeMmieparype BObI
Benoro mops B utoje (10 AaHHBIM aBTOMATH-
yeckoil MeTteoposyorudeckoit cranuuu AWS
2700 3a 2008-2016 rT.), C €KEAHEBHBIM KOPM-
JICHWEeM HayTnycamu Artemia salina. VI3 mec-
Ta CpacTaHMs THAPAHTOB BBIPACTAIIN CTOJIOHBI,
KOTOPBIC NMPHUPACTAIH K TIOKPOBHBIM CTEKJIAM.
[onydeHHble B pe3ysbTaTe cpacTaHusi Opra-
HU3MBI MBI OyJIeM Ha3bIBaTh XHUMEPHBIMH.
XaysHIIHIIb] HA0JI0Jal HHTEPCEKCyallbHbIe
kononuu Hydractinia echinata (Fleming, 1828),
BO3HMKAIOIINE U3 OJHOTO MIEPBUYHOTO TIOJIUTIA
(Hauenschild, 1954), nostomy ObL10 HE0OXO-
JMMO HCKJIFOUMTH BEPOSITHOCTH BO3HUKHOBE-
HUsI repMadpoIMTH3Ma M HHTEPCEKCYallbHOC-
TH, 00YyCJIOBJICHHBIX I'€HETHYECKUMU OCOOCH-
HOCTSIMU BBIOPaHHBIX KOJOHHH. JIJ1s1 9TOTO KO-
JIOHUH, U3 KOTOPBIX 0TOOpAIN I'MPAHTOB JIJIs
9KCIIEpPUMEHTA, OBUTH OCTaBJICHBI B aKBAPHYME
nipu temreparype 12 °C nist HabmroeHus 3a
COCTAaBOM I'aMeT B CO3PEBAIOIIUX FOHO(POPAX.
OCHOBBIBAsICh Ha JJAHHBIX O TOM, YTO U3MeE-
HEHHE TeMIIepaTyphl BIMsET Ha COOTHOIICHHE
TI0JIOB B TIOMYJISILIMH WJIN JK€ BBI3BIBACT PEBEP-
curo rojia y Hekotopbix Hydrozoa (Carre, Carre,
2000), MBI IPEION0KUIN, YTO IPUUUHOH 11O-
SIBJIICHUST repMadpoauTHEIX KojdoHHH y C.
multicornis MOTYT OBITh PE3KHE W 3HAYNUTEIb-
HbIE KOJIeOAHMsI TEMIIEpaTyphl, CBS3aHHbIEC C
TIPUJIMBHO-OTIMBHBIMU SIBJICHUSIMU B 30HE 00U~
taHus Buaa. C [eIbio NPOBEPKH BIUSHUS TEM-
niepaTypsl Ha u3menenue nonay C. multicornis,
KOJIOHUH THJIPOUIOB C (POPMHUPYIOLIMMUCS TO-
Hoopamu Opajy U3 eCTECTBEHHOM Cpejibl 00H-
TaHUs U JJ1s1 HAOJIIOJICHHUS 32 Pa3BUTHEM TOHO-
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(opoB TOMenIany B aKBapuyMbl C TEMIIEpary-
poii Boibt 8° 6o 16 °C. Yka3aHHBIC 3HAUCHUS
OBLTH BBIOPAHBI UCXO/IS U3 TOTO, YTO OHH ITPE/I-
CTaBJISIOT CO00I MUHMMAJIBHYIO U MaKCHMaJlb-
HYIO TeMIIepaTypy BOJbI BOJIHM3HM MecTa cOopa
konoHuil B bernoM Mope B urone, B MEPHOA
TI0JIOBOT'O Pa3MHOKEHUS BUA (110 JaHHBIM aB-
TOMAaTHYeCKOW METEOpPOJOTUYECKON CTaHIMH
AWS 2700 3a 2008-2016 rr.). B xaxmom un3
aKBapuyMOB cojiepxkainu 1o 40 KoJOHUH, cpeu
KOTOPBIX 0bUTO 20 MykcKuX U 20 KEHCKHX.

PesyibTarhl

Xenckue u My>KCKHE KOJIOHUH THIPOH/IOB
JIOCTaTOYHO XOPOIIO Pa3InUUMBI I10 I[BETY T'0-
HO(OPOB y TUIPaHTOB. MEJKHE OOLUTHI OKpa-
IICHBI B JKEITHIA MM OENOBATBHIA LBET U MO
Mepe pocTa IIPUoOPETAIOT CepyIo OKpacKy. Ta-
KyI0 TEMHYIO NHUTMEHTAlHI0 CO3PEBAIOIIETO
OOIINTA, KOTOPYIO APYTHE aBTOPHI OMHCHIBAIN
KaK ToJTy0OBaTy10, CBSI3BIBAIOT C IPUCYTCTBUEM
KEJITOYHBIX TPaHyJ, KOJIMYECTBO KOTOPBIX
YMEHBIIIAETCSI TI0 MEPE CO3PEBAHMSI IMOPHOHA
(Hargitt, 1906). Cepyro OKpacky COXpaHSIOT H
Ppa3BUBAIOIINECS] SMOPHOHBI, & 3PENble TUINH-
KH-TITaHYJIbl OKPAIICHBI B JKENTHIH 11BeT. MoIto-
JIble MYXCKHe TOHO(OpBI PO3pavyHbIe, HO MO
Mepe CO3pEBaHUsI CIIEPMATO30UA0B MpHUOOpe-
TaroT Oenechlil BET. B ce30H monoBoro pas-
MHOXKEHHS )KEHCKHE KOJIOHMH THAPOUJIOB JIET-
KO OTJIMYUTH OT MY’KCKHX IO CEpoi OKpacke
COAEP’KIMOTO TOHO(OPOB.

JKeHckne KOJIOHUM COCTOSIT U3 THAPAHTOB,
KOTOpBIE HECYT TOHO(OPHI C OOLUTAMH (PHC.
1A, B), ruapaHThl MY»KXCKHX KOJIOHHH HECYT
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roHo¢opsl co criepmartozonnamu (puc. 1C, D).
Cpenu coOpaHHBIX W HCCIICJIOBAaHHBIX HaMH
kononuit C. multicornis ObuIM OOHApYKEHBI
HECKOJIbKO BapHUaHTOB KOJIOHUWH, B KOTOPBIX
OJIHOBPEMEHHO MPHCYTCTBOBAIIM 00a TUIA ra-
MeT. B mepBoMm BapuaHTe B OJHOM M TOH Xke
KOJIOHUHM MMEITUCh JKCHCKUE M MYIKCKHE TH-
panThl. Bo BTOpOM BapuaHTe B KOJOHHMHU IPHU-
CYTCTBOBAJIM KEHCKHE, My>KCKHE U repMadpo-
JUTHBIE THAPAHTBI, IIPHYEM MOCIIEHUE HECITH
OJTHOBPEMEHHO JKCHCKHE, MYKCKHE U HHTEp-
cekcyanbHble roHOops! (puc. 1E-G; 2A). B
TPEThEM BapHaHTE B KOJIOHWHU OBUTH MY)KCKHE
THJPAHTBI, @ TAKXKE THAPAHTHI C MYKCKHUMHU U
HHTEpCEeKCyanbHBIMU rOHO(GOpamu. Bee atu pu
TUIA KOJIOHWH MBI paccMaTpUBalIM Kak rep-
Ma(pOUTHBIE.

YacToTa BcTpeyaeMoCcTH repMadpoIUTHBIX
KOJIOHUH C TpeMsI TUIIaMHU THJIPAaHTOB COCTABH-
na 5% ot o0uiero yucina npocMOTPEHHBIX KO-
nonunii. KooHuu ¢ AByMs THIIAMU THIPAHTOB
BCTpeyaIuch pexke — He Oosee 1% ot Beex
H3y4eHHBIX KoJoHuil. Tperuil BapuaHt Koio-
HUH, BKITIOYAIOIIUI MY>KCKUX THJIPAHTOB U TH/I-
PaHTOB C MYXCKUMH M HWHTEPCEKCYalbHBIMH
roHo(opamMu, ObIJT CAMBIM PEJIKUM 1 OBLIT BCTpE-
yeH ToJbKo B 0,2% ciyuaes.

WuTtepcekcyalibHble TOHO(OPHI, KaK MPaBH-
JI0, COJICPIKAJIN OJIMH, PEXKE J[Ba OOLIUTA, a B
OJTHOM HMHTEPCEKCyaJIbHOM TOHO(pOpE MBI Ha-
omonanu Tpu oorura (puc. 2B). OouuTtsl, 00-
Hapy>XKCHHbBIE B HHTEPCEKCYalIbHBIX TOHO(Opax
C. multicornis, HaXOJUIIKCh HA PA3HBIX CTAIH-
SIX pa3BUTHs. B onHUX roHodopax Hapsay co
CIIepMaTO30MIaMH OBbUTN MeJIKHE Oesechle Hiln
JKEJITOBATHIC OOIMTHI, B TO BPEMsl KaK B IPYTUX

E pamkamn). ['unpanTsl, Hecymue OJHOBPEMEHHO JKCHCKHE, MYXKCKHE U HHTEPCEKCYalbHbIC TOHO(MOPHI, BBLICICHBI
pamkamu Oenoro nsera. JKeHckue roHO(OPHI 3aKIIOYEHBI B ITyHKTHPHBIC Oelble paMKH. My»xKckie roHO(OpPEI 3aKiIo-
YeHBI B IIyHKTHPHBIC YepHble paMKH. CTpeIKaMy ITOKa3aHbl HHTEPCEKCyalbHbIe TOHO(OPEI, COAepIKalie BHYTPU KaK
JKEHCKHE, TaK U MyXcKkue ramersl. Macmtab: A — 2 MmM; B— 1 mm; C—2 mm; D — 1,25 mm; E— 0,5 mm; F — 1,3
mM; G — 1 Mm.

Fig. 1. Colonies of Clava multicornis during reproductive period.

A — female colony; B — hydranths with female gonophores containing oocytes; C — male colony; D — hydranths with
male gonophores containing spermatozoids; E — hermaphroditic colony; F, G — hydranths from hermaphroditic colony
simultaneously containing male, female and intersexual gonophores on each hydranth (marked in E by frames).
Hydranths simultaneously containing female, male, and intersexual gonophores are in white frames. Female gonophores
are in dotted white frames. Male gonophores are in dotted black frames. Arrowheads point to intersexual gonophores
containing male and female gametes. Scale bars: A — 2 mm; B— 1 mm; C — 2 mm; D — 1.25 mm; E — 0.5 mm; F —
1.3 mm; G — [ mm.
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Puc. 1. Kononnn Clava multicornis B iepuo]; pa3MHOKESHUSL.

A — KeHCKasi KOJIOHUS; B — rupaHThl ¢ )KeHCKUMH roHO(GOpaMU, colepikaiuMu ooiuTbl; C — MysKcKask KOJIOHUS,
D — ruzgpaHThl ¢ MyKCKHMH TOHO(MOpaMH, coAepkaluMu criepmarozonsl; E — repmadponuraas xomonus; F, G —
THAPAHTHI U3 TepMadPOAUTHON KOJTOHUH, HECYIIUE )KEHCKHE, MyKCKHE U HHTePCeKCyalbHble TOHO(OPHI (IT0Ka3aHbl HA
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Puc. 2. UnTepcekcyansubie roHodopsl Clava multicornis.

A — THIPAHT C JKEHCKUMH, MY’KCKUMH U HHTEPCEKCyalbHEIMI TOHO(OpaMu; B — H3011poBaHHbIC HHTEPCEKCYaIbHBIC
TOHO(OPEI, COAEpIKAIIIE OOLUTEI H CIIepMaTo30uAbl. OOIUTHI IPUIIETAIOT K CHAIUKCY (TacTPOAEPMAIEHOMY BBIPOCTY);
C — npobnenune >MOpHOHA BHYTPH HHTEPCEKCYyalbHOro roHodopa. bemoil crpenxoil orMedeH SMOPHOH Ha CTagHu
YeThIpeX KIeTOK; D — >MOpPHOH Ha CTaAuH MOPYJIBI B HHTEPCEKCYaIbHOM ToHO(MOpE (TI0Ka3aH Oelol CTPeNKoit).
O0603HaYCHUS: 0 — OOIUT; S — CIIEPMATO30UIbI; SP — CIAJUKC (BBIPOCT racTpoaepmsl). Macmtab: A — 1,3 mm; B —
0,2 mm; C — 0,1 mm; D — 0,3 MMm.

Fig. 2. Intersexual gonophores of Clava multicornis.

A — hydranth with female, male and intersexual gonophores; B — isolated intersexual gonophores with oocytes and
spermatozoid mass. Oocytes are adjoining spadix (gastroderm outgrowth); C — cleaving embryo within intersexual
gonophore. White arrow points to the 4-cells embryo; D — embryo at the morula stage within intersexual gonophore
(white arrow).

Abbreviations: 0 — oocyte; s — spermatozoids; sp — spadix. Scale bars: A — 1.3 mm; B— 0.2 mm; C — 0.1 mm;
D — 0.3 mm.

roHO(Opax OOLUTHI ObUTH KPYITHBIMU U OKpa-
IICHBI B CEPBII UK cepo-roiyOoii 1BeT. B He-
KOTOPBIX HMHTEpCEKCyalbHbIX roHodopax C.
multicornis Mpl HaOJIOJATTU TPOOJICHUE — KaK
NpaBWIO, OAMH JpoOsuiics IMOPHOH cepo-
royiy0oro 1Bera cpequ Oelecoil Macchl Crep-
maTto3ouoB (puc. 2C, D).

AHATOMUSA U YIIBTPACTPYKTYPA
MHTEPCEKCVYAJIbHBIX TTOHO®OPOB.
AHaTOMUSI MHTEPCEKCYaJIbHBIX TOHO(OPOB
ObUTa M3y4YCHA Ha TMCTOJOTHMYCCKUX Tpernapa-
tax. CTeHKa roHO(opa 00pa3oBaHa IBYMs CJIO-
sMH KieTok. Ha npononbHOM cpese yepes ro-
HO(OP BUIHO, YTO Macca CIiepMaTO301UI0B OT/Ie-
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JIEHA OT OOINTA CIIOEM KJIeTOK. OOIUT 110 00Be-
My 3aHHUMaeT MPUMEPHO MOJOBUHY TOHO]Opa.
[Muromnasma oonnTa 3aMoIHEHA KEATOUHBIMA
rpaHyJIaMH, OKPYTJI0€ SpO CMELICHO OTHOCH-
TEJILHO IIEHTPa K Mepu(eprn 00ouuTa 1 OImxe
K MOBepXHOCTH ToHO(opa (puc. 3A). B 30He
KOHTaKTa CO CHaJUKCOM (peaylHpOBaHHBIM
POTOBBIM XO0OOTKOM) Ha IMTOBEPXHOCTH OOIIHTA
XOpOIIO 3aMETHBI MHKpPOBOpPCHHKHN (puc. 3B,
4B). Bropyto nonoBuHy roHodopa 3aHHMaeT
Macca CliepMaTo30M/I0B, Cpe/Id KOTOPBIX 0OHa-
PYXKHMBAIOTCS YIJIOBaThIe KJIETKU C KPYMHBIMH
snpamu (puc. 3C—E); uHoraa Ha cpesax Takue
KJIIETKH BCTPEUANNCh B 3MHEpMe TOHO(OPOB
(puc. 3C, D). luTorrazma 3TUX KJIETOK 3aIoI-
HEHa OKPYIJIBIMH TI'paHyJIaMH C 3JIEKTPOHHO-
MIJIOTHBIM COJICP)KUMBIM, BCIIEICTBHE YEro
BHEIIHE OHU HAIIOMUHAIOT OOIMTBHI MEIKOTO
pasmepa (puc. 3F).

B ocHOBaHMH KaXI0T0 CJIOSI KJIETOK, 00pa-
3YIOIIMX CTEHKY ToHO(opa, 3aMeTHa 0a3alib-
Hast miactuHKa (puc. 4A, B). O6mas macca
CTIEPMATO30M/I0OB 3aKIIOUCHAa B OOOJOUKY U3
KIIETOK, UMEIOIITY10 0a3aIbHYIO IIACTUHKY (pHC.
4C). T'onoBka criepmaro3onia UMeeT Gopmy
BBITSTHYTOTO KOHYCa C 3aKPYyTJICHHOH BepIIu-
HOM. [IpakTHdeckn BeCh 00BEM TOJIOBKH 3aHU-
MaeT KPYIHOE SO C TOMOTEHHBIM 3JICKTPOH-
HO-TUIOTHBIM XpoMaTHHOM. Ha BepmimHe ro-
JIOBKM 3aMETHBI OKPYTJIbIC I'paHyJisl (puc. 4D).
B ocHOBaHMY TOJIOBKHM CIIEPMAaTO301Aa PACTIO-
JI0’KeHBI yeThipe MuToxouapun (puc. 4E). u-
CTaJIbHYIO LICHTPHOJIb, OT KOTOPOI OepeT Hava-
JI0 )KTYTHK, OKPY’KaIOT JICBSITh TIEPBUYHBIX T1e-
PHUILIEHTPHOIISIPHBIX OTPOCTKOB, KAXKIBIH U3 KO-
TOPBIX Pa3BETBISICTCS HA TPU BTOPUYHBIX OTPO-
ctka (puc. 4F). JInMHHBIN )KTYTUK UMEET CTaH-
JIApTHO OpraHU30BaHHYIO akcoHeMmy (9 mepu-
(epuyecKkuxX AYIUIETOB MUKPOTPyOOdeK + 2
HEHTpaJbHBIE MUKPOTpyOoukn). Hecmotpst Ha
TO, 4TO BCSl Macca ClIiepMaTo30H/10B 3aKIIF0UCHa
B 000JIOUKY M3 KIJICTOK, KTYTHKH OT/ICIBHBIX
CTIEpPMAaTO30M/I0B HAOIIOIAJTH MEKITY ME30TJIe-
€l, BBICTWJIAIOLLEH BHYTPEHHIOK CTEHKY TOHO-
¢dopa, ¥ BHEKIJIETOYHBIM MaTPUKCOM, OKpY’Ka-
oMM oonut (puc. 4B).

OKCIIEPUMEHT 110 CPAIIIMBAHWIO
PA3HOIIOJIBIX TUJIPAHTOB. M5l BbIABH-
HYJH TPEANOI0KEHHE, YTO repMadpoANTHBIE
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kononuu C. multicornis MOryT ()OPMHPOBATH-
csl B pe3ylbTaTe CpacTaHusi TMCTOCOBMECTH-
MBIX KEHCKUX M MYXCKHX KoJoHui. J{ist ipo-
BEPKH 3TOT0 MPE/IIOIIOKESHUS TPOBEIH TTOTap-
HOE CpalMBaHUE KEHCKUX K MYKCKHX THJIpaH-
TOB (puc. SA). Uepes ueTrbIpe JTHs [ociIe Havana
9KCIIEPUMEHTA BCE Taphl THAPAHTHl HAUUHAIN
cpactatbes (puc. SB). CrrycTsi ertie 1eBsTh THCH
OBUIO OTMEYEHO, YTO COCTaB MOJIOBBIX KIIETOK
M3MEHMIICS y YETBIPEX U3 IBA/ILATH XUMeD (pHC.
5C-F), npuuém B ronoopax TOJIKO OJTHOTO U3
THJpaHTOB XuMepbl. HamMu Obutn 3aperucTpu-
POBaHBI /[Ba BapuaHTa N3MEHEHHsI TOHO(POPOB:
NepBbIid — OpMHUPOBaHNE MYKCKHX U MHTEp-
CEeKCyaJIbHBIX TOHO(OPOB Ha MCXOMHO IKEHC-
koM ruzipanTe (y nByx xumep) (puc. 5C, D; 6A),
BTOPOIl — (OPMHUPOBAHME KCHCKUX M MHTEP-
CEeKCyaJIbHBIX TOHO(OPOB Ha MCXOJHO MYIKC-
koM ruapanTe (y nByx xumep) (puc. SE, F; 6B).
B ronogopax Broporo rujipaHTa, y4acTBOBaB-
11ero B ()OpMHUPOBAHUH XUMEPBI, OJOBBIE ITPO-
JYKTBI COOTBETCTBOBAJIM UICXOAHOMY HOJTY TH/I-
paHra.

SKCITEPUMEHT 1O BJIIUSHUIO U3ME-
HEHUA TEMIIEPATYPbI HA CMEHY
I[NOJIA TUIPAHTOB. Habntoenue 3a co3pe-
BaHHeM ronodopos B konouusx C. multicornis,
COZIEpIKaIXCsl B aKBapHyMax C TeMIeparypa-
Mu Boabl 8° u 16 °C, He BBIIBUIIO H3MEHCHHH B
HCXOJHOM cocTaBe ramer. [lo okoHuanuu pas-
BUTHS BCE TOHO(DOPBI B KOJIOHHUSX C MYKCKUMHU
THJPAaHTaMH COJICPIKAIIN TOJIBKO CIIEpPMaTO30H-
b, @ BcE TOHO(OPBI B KOJIOHUSX C KEHCKUMHU
THJPAaHTAaMH — JTHYHMHOK-TUIAHYJI.

O0cyxkaeHue pe3yJibTaToOB

BaxHBIM IIaroM K HOHUMaHHIO IBOJIFOIIUH
CYILECTBYIOLIMX BAPHAHTOB IIOJIOBOT'O PA3MHO-
xKeHus y Metazoa siBIsieTcsl HCCIIeI0BaHHE Me-
XaHHU3MOB OITpe IeIICHHM 110712 y Oa3alIbHOM IpyTI-
mel Cnidaria. CTpekaronie XapakTepu3yoTCs
CaMBIMHU Pa3HBIMH BapHAHTAMH Pa3MHOXKCHHS,
a TaKKe CIIoco0aMu OMpEICNICHHs 1oJIa, KOTO-
pble BKIIOYAIOT T} HepeHIIMPOBKY CTBOJIOBBIX
i-KJICTOK, BIIMSIHUE TEMIIEpaTypbl, KOHIICHTpa-
LU0 TOJIOBBIX TOPMOHOB, a TaKXe ydacTHe
TMIOJIOBBIX XPOMOCOM.
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Puc. 3. ['ucronoruueckast opraHu3alis HHTepceKCyanbHbIx roHodopos Clava multicornis. A—E — rucro-
JIOTHYECKHe cpe3bl uepe3 roHopop; F — ymapTpacTpykTypa KISTKH, NMPEANIOIOKUTENBHO SBISIOMIEHCS
IIPEKPATUBLIUM POCT OOLUTOM.

A — TPOIOJBHBIA THCTOJIOTHYECKHI CPe3 Yepe3 HHTEPCEKCYallbHbIi roHO(op; B — obnacth, moka3aHHas B paMKe Ha
A, BKJIFOYA€T YYacTOK I‘OHOCIJOpa MEXAY OOLUTOM U CIHaJUKCOM. CTpeJ’IKaMI/I IIOKa3aHbl KPYIIHBIE MHUKPOBOPCHUHKHU
00IIMTA, JIeKALIME B IPOCTPAHCTBE MEXIY OOLUTOM U cragukcoM; C — IONEpeyHblil THCTOJOIMYECKUI cpe3 yepes
HHTepCeKCyalbHbIi roHodop; D — obiacts, moka3aHHas B pamke Ha C, COIEPIKHUT y4acTOK ToHO(pOpa ¢ KICTKaMH,
HAIIOMHAHaOMIMMHU OOILMTHI; E — BHemHe cxoxue ¢ OOLMTaMU KJIETKH BHYTPH MAacCChl CIIEPMATO30MI0B U B dIIUJICPME
roHodopa (0TMeUeHs! cTpenKamMu); F — yIbTpacTpyKTypa IpernoIoKUTeIHO OCTAHOBHUBILETOCS B POCTE OOLUTA CPEAN
MAacchl CIIEPMaTO30U10B (CTPEIKaMH MOKa3aHbl )KIYTHKH CIIEpMaTo30M10B). JlaHHAs KIIETKA COJEPKUT KPYIHOE SIIPO
C SIAPBIMIKOM, a eé LUTOIIa3Ma 3ar0JIHEHAa MHOT'OYHCICHHBIMHU I'paHyJIaMU C 3JIEKTPOHHO-IIJIOTHBIM COAEPKUMBIM, YTO
xapakTepHo st oorutoB Hydrozoa.

O6o3HaueHHs: N — AAPO; NU — SAJAPBIIIKO, O — OOLHUT; S — CHEPMATO30UAbI; SPp — CHAAUKC; Y — KEJITOUYHBIC I'PAHYIIBL.
Macmrad: A — 50 pm; B — pm; C — 50 pm; D — 20 um; E — 30 pm; F — 3,5 pm.
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B nuTepaType CYIIECTBYIOT pa3iHyHbIC
MHEHHUSI OTHOCHTEIBHO 3HAYCHUS TCPMHHOB
«UHTEPCEKCYATbHOCTBY U «TepMappOAUTHIM»
(Allen, 2009; Avice, Mank, 2009; Ogal, 2011;
Grilo, Rosa, 2017; Adolfi ef al., 2019). B nan-
HOHM paboTe MBI HCIIONb3YeM T€ 3HAUCHUS JaH-
HBIX TEPMHHOB, KOTOPbIC HANOOJIEE TOYHO OTH-
CHIBAIOT siBIcHUs, Habmwogaemeie y C.
multicornis.

TepMUHBI «HHTEPCEKCY», HHTEPCEKCYyalb-
HBIiD», KMHTEPCEKCYaNbHOCTh» OBLIH BIICPBbIC
npepioxkensl [onpammuarom (Goldshmidt,
1917). MuTepcexc — cocTosHuE, IPU KOTOPOM
y TOHOXOPHCTOB (0cO0El pa3HBIX IOJIOB) pa3-
BUBAIOTCS OOIMUTHI MIIH CTIEPMATOTOHUH BHYT-
pH HOPMAIbHBIX TOHAJ MPOTHBOIOJIOKHOTO
TOJTa, YaCTO C H3MEHCHHEM CTPYKTYPBI TOHA/,
TMOJIOBBIX Iy TEH UITK HAPYKHBIX MOJOBBIX Opra-
Hos (Grilo, Rosa, 2017).

[Mox repMadpoOAUTH3MOM MOHHUMAIOT TPHU-
CYTCTBHE TIPHU3HAKOB OOOMX IIOJIOB y OJHOW
0CO0M OJTHOBPEMEHHO WIIM TTOCJIEOBATEIBHO.
OnHOBpEMEHHbIH repMadpogUTH3M BCTpeUa-
eTcsly BUJIOB, Y KOTOPBIX B3pociiasi 0co0b 001a-
JIaeT MOJHOCTHIO (PyHKIIMOHATBHBIMH MYKCKOMH
M KEHCKO perpoIyKTHBHBIME cucTeMami. [Ipu
MOCJIEIOBATEIFHOM THIIE TepMappoIuTH3IMA
MPOUCXOAUT MEPEXOJI OT OJIHOTO TOJIA K IPYTO-
MY B T€UEHHE )KU3HH B3pociiol ocoou (Adolfi et
al., 2019).

I'epMadpoUTH3M PACTIPOCTPAHEH CPEIH
CKJIEpaKTUHHUEBBIX KopaimioB (Scleractinia,
Anthozoa) (Goffredo, Telo, 1998; Waller et al.,
2005; Kerr et al., 2010; Siebert, Juliano, 2017).
B rpynne Medusozoa repmadpoautusm BCTpe-
4aeTCs B OCHOBHOM Yy TpeJCTaBHTECH
Hydrozoa. lnst Scyphozoa B mutepatype ectb
onucanue repmadponutusmay Chrysaora hyso-
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scella (Linnaeus 1767) u Stephanoscyphus
eumedusoides Werner 1974 (Westheide, Rieger,
1996; Siebert, Juliano, 2017). Cpenu npexcra-
suteneit Hydrozoa ciyvau repmadponutisma
OBLTM OTMEYEHBI y TMPEJCTABUTEICH pPOIOB
Turritopsis, Eleutheria, Cladonema, Tubularia,
Myriothela, a takxe y Buno Aglaophenia
helleri, Sertularella polyzonias, Plumularia
pinnata, Diphasia fallax, Eudendrium simplex,
Hydractinea humilis (Podocoryna humilis
(Schuchert, 2021)), Distichopora violacea,
Monocoryne gigantea, Laomedea conferta
(Laomedea calceolifera (Schuchert, 2021)),
Clava squamata (C. multicornis (Schuchert,
2008)), Clava leptostyla (C. multicornis
(Schuchert, 2008)), Hydractinia echinata
(Hargitt, 1906; Foyn, 1927; Hauenschild, 1954;
Miiller, 1964). Cityuau npucyTCTBUS JKEHCKUX
U MY)KCKHX TIOJIOBBIX KJIE€TOK BHYTPH OJHOM
TOHAJBl Y MEJy3, YTO XapakTepHo s Turri-
topsis polycirrha (Keferstein, 1862), paccmar-
pHBAIIK KakK CIIy4an OJJHOBPEMEHHOT0 repmad-
pomutu3ma (Schuchert, 2004). TIpumepom moc-
NIeJIOBATEIBHOTO repMadpoIUTH3MA MOTY T CITY-
JKUTh HEKOTOPBIE MpeICTaBUTENN poja Hydra,
y KOTOPBIX )KCHCKUE U MYIKCKHE FaMEThI pa3BH-
BAOTCs MOTIEPEMEHHO Y OIHOI ocobu (Siebert,
Juliano, 2017).

Omnucanusi HHTEPCEKCYATbHBIX TOHO(DOPOB
(paccMOTpPEHHBIX KaK BapHaHT repMadpo/iu-
tn3ma) st pona Clava puBeICHBI B paboTax
Xaprurra i suna C. leptostyla (C. multicornis
(Schuchert, 2008)) u3z Byzac-Xona (CIIA),
Qoitna mns C. squamata (C. multicornis)
(Hargitt, 1906; Foyn, 1927). IlonpoOHoe omu-
CaHHe THUCTOJOTHYECKOrO CTPOCHHs repmad-
POJMTHBIX TOHO(OPOB B JaHHBIX paboOTax OT-
cytcTByeT. B paborax Beiicmana, Xapwma, ['éte

Fig. 3. Histology of Clava multicornis intersexual gonophores. A—E — histological sections of gonophores;
F — ultrastructure of presumably non-developed oocyte.

A — longitudinal histological section of the intersexual gonophore; B — area framed in A presents gonophore’s area
between the oocyte and spadix. Arrows point to the oocyte’s large microvilli in the space between the oocyte and spadix;
C — transverse section of the intersexual gonophore; D — area framed in C presents gonophore’s area with oocyte-like
cells; E — oocyte-like cells within spermatozoid mass and gonophore’s epiderm (arrows); F — ultrastructure of the
presumable non-developed oocyte lying within the mass of developing spermatozoids (arrows point to the spermatozoid
flagella). This cell contains a large nucleus with a nucleolus, and its cytoplasm is filled with numerous electron-dense

granules, which is typical of Hydrozoa oocytes.

Abbreviations: n — nucleus; nu — nucleolus; 0 — oocyte; s — spermatozoids; sp — spadix; y — yolk granules. Scale
bars: A — 50 um; B — 20 um; C — 50 pm; D — 20 pm; E — 30 um; F — 3.5 um.
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Puc. 4. [leranu ynpTpacTpyKTypbl HHTepceKCyanbHbEIX ToHodopoB Clava multicornis.

A — Y4acCTOK CTCHKH r0H0¢)opa, K KOTOPOMY IIPUJIETAET OOLUT. CTpeJ'IKaMI/I mokasaHa Oa3allbHasl IJIAaCTHHKA MEXKIY
BHHHepMOﬁ r0H0(b0pa 1 SIIUTEIINAJIBHBIM CJIOEM — MPOU3BOTHBIM MEIY30MIHOTO Y3€JIKa. B 3IIPIIICpMaJ'II;H0]>’I KJICTKE
I‘OHO(bOpa 3aMETHO OKPYTJIOE AP0, B— JKTYTHUKHA CIIEPMATO30M 0B (HOK&BHLI YEPHBIMU CTpeHKaMH) MEXKIY SIUTEIIN-
AJIbHBIM CJIOEM CTCHKH FOHO(l)Opa — MNPOU3BOHBIM MEIYy30UIHOTO Y3€JIKa U OOLUATOM. B clioe, CCI)OpMI/IpOBaHHOM
Mey30UIHBIM y3€JIKOM, BUIHA KJIETKa, COJleprKamasi KpYIHYIO CTpeKaTelIbHYIO0 Kalcyry (KHUAOLHCTY ). B snuaepmans-
HOM KJICTKE CTEHKHU I‘OHOq)Opa 3aMETHBI AP0 U AOPBIIIKO. Benpivu CTpEJIKaMU MMOKa3aHbl MUKPOBOPCUHKHU OOLIUTA, C—
0011acTh TOHO(OpPA HA IPAHUIE MEKTY OOLMTOM M MAaccoil criepMaTo30ua0B. YepHoil cTpenkoi nmokasaHa OasaibHas
TUTAaCTUHKA 3MUTEINAIIBHOTO CJI0A — MPOU3BOJTHOTO0 MEAY30MIHOTO Y3€JIKa, OTACIAOMIEIO MacCy CIepMaTo30u10B OT
oonura. Benoii CTpeJ’IKOﬁ OTMECYCH KOHTAKT MEXKIY KICTKaMU 3MUTCIUATIBHOTO CJI0S — MPOU3BOTHOIO Y3€JIKa, D—
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s C. multicornis repMappoOIUTH3M HE OITHU-
can (Weissman, 1883; Harm, 1902; Goette,
1907). CoBpemeHHBIC pabOThI HE BKJIFOYAIOT
onucanue pa3sutus ronodopos C. multicornis,
KaK U yIIOMHUHAHHUE O TepMapOUTU3ME Y 1aH-
Horo Buaa (Rossi et al., 2000; Pennati et al.,
2013; Piraino ef al., 2011). EnuacTBeHHOE Ha-
OJIO/IEHHE JKEHCKUX U MYXXCKHX THIPAHTOB B
oJIHOM KonoHuH caenano lyxeprom, KOTOpSIi
rmoJiaraji, 4To MpUYMHa JaHHOTO SBJICHHS 3aK-
JIFOYCHA B CPACTAHUH OJIU3KO OCEIAFOIINX T1j1a-
Hy1 (Schuchert, 2008). Takum o6pazom, Buj C.
multicornis TOATOE BPeMsl CUUTAJICS] UCKITFOUH-
TENBHO Pa3IeIbHOMONBIM.

CnocoOHOCTB K (POPMUPOBAHHIO XMMEPHON
KOJIOHUH IMyTEM CPACTaHWs T€HETUYECKHU pa3-
JNAYAOMINXCA TOJUNOB OOHApyXeHa Y
Ectopleura larynx (Ellis et Solander 1786)
(Nawrocki, Cartwright, 2012; Chang et al.,
2018). B skcnepuMeHTax Mo TpaHCIUIAHTALUU
TKaHe# TUIPAHTOB W CaMHUX THAPAHTOB Y
Hydractinia echinata noka3ano, 4To TUApaHTHI
(dbopmupoBamu ToHOGOPHI MoJIa TPAHCIIAHTA-
Ta, a TaKKe HMHTEPCEKCyallbHble TOHO(MOPHI
(Hauenschild, 1954; Miiller, 1964; Lange et al.,
1989). Kpome Toro, B CBOMX JKCIEpUMEHTAX
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MroJiiep mokasai, 4To pa3HbIe MO TEHOTHUITY H
(eHOTHITY, HO THCTOCOBMECTHMBIC KOTOHHH H.
echinata criocoOHBI cpactatbesi, GopMupys
xumepsl (Miiller et al., 2004). ITonyueHHsie
HAMHU PE3YJIbTAThl MOATBEPIKAAIOT, YTO THI-
pautbl C. multicornis pa3HOTO MOJIa CIIOCOOHBI
cpacrtatbes ¢ 00pa30BaHHEM XUMEPHBIX KOJIO-
HUH.

B nureparype cymiecTByeT MHEHHE, YTO
MPOILIECC PA3BHUTHS MOJOBBIX KJIECTOK KOJOHH-
AITbHBIX THPOUIOB BKIFOYACT 3TaIl MUTPALIH,
KOT/Ia B IIOYKH MeJy3 WK TOHO(OPOB MUTPH-
PYIOT i-KJIeTKH, TU(hepeHInpyOLIHecs B 1alb-
HelimeM B mosoBbie kieTku (Weismann, 1883;
Brien, 1973; Campbell, 1974). Iuddepeniu-
POBKa )EHCKUX FaMeT U3 i-KJIETOK, H3HAYAITbHO
JIOKATM30BAHHBIX B CTOJIOHAX, M JajbHEUIIast
MUTPALHsI OOI[UTOB B MOYKH (HOPMHUPYIOIIHXCS
TOHAHTHEB (MOJIOBBIX 300HM0B, MOYKYHOIINX
Me/y3 U MOKPBITHIX 3alIUTHON TEKOH 13 Mepu-
capka) onwmcanbl st Obelia (Gonothyraea)
loveni u Obelia (Laomedeya) flexuosa (Aizen-
shtadt, Polteva, 1981). Kpome Toro, Mrosuie-
poM ObUTa HATSAHO TPOJSMOHCTPUPOBAHA
MUTpaNsi HHTEPCTUIMATBHBIX KICTOK B XH-
MepHbIX KoJoHUsIX H. echinata. Eciv onny n3

MIPOJOJNIBHEIN cpe3 uepe3 crepmaTo3ony. CTpenkol MOKa3aHbl BE3HKYIBI C 3IEKTPOHHO-IUIOTHBIM COACPKHMBIM Ha
BEepIINHE TOJIOBKH cIepMaTo3onna; E — ydacTok roHodopa co crepMaTo30HIaMH, COACPIKALINIl IIONEPEYHO CPe3aH-
HBIH CIIepMaTO30H] B 00IaCTH MHTOXOHAPHUIL. MexK Iy 4eThIpbMsI MUTOXOHIPHSIMH 3aMeTHA IIEHTPUOIb; F — momepeu-
HBIIl Ccpe3 AWCTAIbHOM LEHTPUONU CIIEPMAaTO30HIa, OO0l CTpeNKoW MOKa3aH NEPBUYHBIH NEPHIEHTPUOISIPHBII
OTPOCTOK, YEPHOU — BTOPHUYHBIA MEPHICHTPUONSAPHBIH OTPOCTOK. PAmoM ¢ sapamMy CIepMaToO30HIO0B 3aMETHBI
OKPYTJIbIE TPAHYIBI C YIEKTPOHHO-IUIOTHEIM COACPIKUMBIM (0003HAYEHBI YePHBEIMHU CTPEIIKAMH).

O003HaueHNs: cn — KHHJOLHUCTA; ep — dHuaepMa ronodopa; f — KIryTHK criepMaTo30u1a; M — MUTOXOHIPHU; N —
SIIPO; MU — SIAPBIIIKO; O — OOLUT; S — CIIEPMATO30U/IbI; Y — IPaHyIbl kenTka. Macmrad: A — 4 um; B— 1 pm; C —
1,Sum; D —2 um; E — 0,75 pm; F — 0,4 pm.

Fig. 4. Ultrastructure details of Clava multicornis intersexual gonophores.

A — area of the gonophore’s wall with adjacent oocyte. Arrows point to the basal lamina between the gonophore epiderm
and epithelial-like layer formed by the medusary nodule. Nucleus is observed in epiderm cell; B — presence of
spermatozoids flagella (black arrows) in the space between the epithelial-like layer, formed by medusary nodule, and
the oocyte. The cell with cnidocyst is observed in the epithelial-like layer, formed by the medusary nodule. In the
gonophore epiderm cell nucleus and nucleolus are observed. White arrows point to the oocyte outgrowths; C — part of
the gonophore including the area between the oocyte with yolk granules and the spermatozoid mass. Black arrow points
to the basal lamina under epithelial-like layer formed by the medusary nodule that separates spermatozoid mass from
the oocyte. White arrow points to the junction between the cells of epithelial-like layer formed by the medusary nodule;
D — longitudinal section of the spermatozoid head. Arrow points to the apical electron dense vesicles; E — part of a
gonophore with spermatozoid mass: section through the spermatozoid’s area with four mitochondria. Centriole is
observed between mitochondria. Arrows point to spermatozoid flagella; F — cross-section of spermatozoid distal
centriole, white arrow points to the primary pericentriolar process, black arrow points to the secondary pericentriolar
process. Electron dense vesicles (black arrows) are observed nearby to spermatozoid nuclei.

Abbreviations: cn — cnidocyst; ep — gonophore epiderm; m — mitochondria; n — nucleus; nu — nucleolus; 0 —
oocyte; s — spermatozoids; y — yolk granules. Scale bars: A — 4 pm; B— 1 pym; C — 1.5 pm; D — 2 pm; E — 0.75
um; F— 0.4 pm.
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Puc. 5. DKCriepuMeHThI 0 cpaliuBaHuto ruapanToB Clava multicornis U3 KOJOHUN MPOTHBOMOIOKHBIX
TIOJIOB.

A — KEHCKHMH U MY)KCKOW THJIPAHTbI, HAHM3aHHBIE HA CTEKJISTHHBIN Kanmwuisip (YKa3aH CTPEIIKOil) uis cpamuBanus; B —
CpacTaroueCs r'MApaHTbl Ha CTEK/IIHHBIX KallUJlIspax; C — XHMEpa ¢ UBMEHEHHBIM COCTAaBOM IIOJIOBBIX KJIETOK B
FOHOCI)Oan HCXOOHO KEHCKOI'O THApaHTa; D— O6J'IaCTI>, TIOKa3aHHas B paMKE Ha C: u3MEHEHHBIE TOHOq)OpBI Ha UCXOOHO
JKEHCKOM T'HIPAHTE; E — XUMEpa ¢ U3MCHCHHBIM COCTaBOM IIOJIOBBIX KJIETOK B I‘OHOd)Oan UCXOJHO MYXKCKOI'o
TUApAHTA; F— O6J'IaCTI>, TIOKa3aHHas B paMKE Ha E: usmenennsie FOHOCI)OpBI Ha HCXOJHO MY>KCKOM I'HIpaHTE. Macmira6:
A—1mv;B—5mm; C,E—1wMm; D, F— 0,4 Mm.
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Puc. 6. Cxemarmueckoe mzobpaxenune xumep Clava multicornis, TOTYyIeHHBIX B SKCIIEPUMEHTAX IIO
CPalIMBAaHUIO TMPAHTOB U3 KOJOHHUH IPOTUBOIOJIOKHBIX MOJIOB.

A — xuMepa, coaepiallasi My>KCKOIl 1 HHTEPCeKCyaIbHbIi FOHOQOPBI HA UCXOHO XKEHCKOM rujpante; B — xumepa,
cojepKallas KeHCKHH M MHTePCEKCYalbHbIH TOHO(GOPBI HA UCXOMHO MYXKCKOM ruipante. CTpenkaMM IOKa3aHb
rOHO(OPBI, B KOTOPBIX H3MEHHIICS COCTAB FaMeT B Pe3yJbTaTe dKCIepUMeHTa. IIyHKTHPHOM IMHHEeH 0603HaYEeHO MECTO
CpacTaHus JKEHCKHUX M My’KCKHX THAPaHToB. CuMBOJIBI § 1 J' 0603HAYAIOT HCXOIHBII TOJI THAPAHTA (10 SKCTIEPHUMEHTA).
OG03HAYECHNUSA: O — OOLUT; S — CIIEPMATO30H/IBL.

Fig. 6. Schematic representation of Clava multicornis chimeras obtained after experimental fusion of
hydranths from colonies of opposite sexes.

A — chimera containing male and intersexual gonophores in the initially female hydranth; B — chimera containing
female and intersexual gonophores in the initially male hydranth. Arrows point to gonophores with altered gametes
content after the experiment. Dotted line corresponds to the region of fusion between male and female hydranths.
Symbols ¢ and T show initial sex of hydranths (before the experiment).

Abbreviations: o — oocyte; s — spermatozoids.

Fig. 5. Experimental fusion of hydranths from Clava multicornis colonies of opposite sexes.

A — male and female hydranths on glass capillary (arrow); B — fusing male and female hydranths on glass capillaries;
C — chimera with altered gonophores in the initially female hydranth; D — area framed in C presenting altered
gonophores in the initially female hydranth; E — chimera with altered gonophores in the initially male hydranth; F —
area framed in E presents altered male gonophores in the initially male hydranth. Scale bars: A — 1 mm; B — 5 mm;
C,E— 1 mm; D, F— 0.4 mm.
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KOJIOHHI TIepe]l CpallliBaHHEM 00padaThIBaIH
MHUTOMHIIHOM, JIUIIAOIINAM i-KJIETKH CIIOC00-
HOCTH K JICJICHHUIO, TO TaKasi KOJIOHHS CTAHOBH-
JIaCh PEIUITHEHTOM i-KJIE€TOK, MOCTYMAFOIINX 13
BTOPOU KOJIOHWH XUMepbL. bosee Toro, TaHHbIe
9KCIIEPHUMEHTBI TIO3BOJIMIIH JTOKA3aTh TOTUIIO-
TEHTHOCTH 1-KJIETOK, KOTOpasi BBIpa)kanach B
CMOCOOHOCTH HMHTEPCTHUIHATBHBIX KJIETOK K
b GepeHIUPOBKE B JTUTEITHATBHBIC KICTKH.
B pesynbrare 0O0paboTaHHAs MHTOMHIIMHOM
KOJIOHHUsI TpuoOperasa TCHOTUI W (PCHOTHII
KOJIOHMH-T0HOpa i-kinetok (Miiller et al.,2004).
[puHMUMAas BO BHUMAHHUE BBILICTICPSYNCIICHHbIC
(bakThl, MBI TIOJIATAEM, YTO H3MEHCHHE COCTaBa
MOJIOBBIX KJIETOK B ToHO(Gopax C. multicornis B
HallleM 9KCIIEpUMEHTE 00y CIIOBICHO MUTPALH-
eii MOJOBBIX KIETOK MM X MPEALICCTBCHHH-
KOB U3 OJIHUX THJPAHTOB B JPyTHE.

B nuTeparype Takke onucaH eHOMEH «Mac-
KyTUHU3anum» y Hydra: cMeHa )eHCKOTO 1mojia
Ha MYXCKOW. Mackynunuzauust y Hydra mo-
JKET MPOUCXOAUTD IIPH CIIOHTAHHBIX MY TAIUSIX,
KOT/Ia CTBOJIOBBIC i-KJICTKH IOJIOBOM JIMHUH Yy
TIOJIMIIOB UCXOHO XKEHCKOro noja quddepen-
LUPYIOTCS B CTBOJIOBBIC KJICTKH, PA3BUBAIOIIH-
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€CsI TOJIBKO B CriepMaTo30u bl (sperm-restricted
stem cells, SpSCs), 4TO CBUIETEIILCTBYET TaK-
)K€ O JIOMUHHPOBAHUHU «MY>KCKOTO I10JIa» HaJl
«oxenckum» (Nishimiya-Fujisawa, Kobayashi,
2012). Pag aBTOpOB paccMaTpUBAIOT «MAaCKYy-
JIMHU3AIMIO» KaK 001ee CBOMCTBO TOMUHHPO-
BaHMS «MY’KCKOT'O IT0JIa» HaJl «OKCHCKUMY, Xa-
paktepHoe s Beex ruapounoB (Hauenchild,
1954; Tardent, 1968). Hatui sxcriepuMeHTBI 11O
CpalllMBaHUIO THIPAHTOB M3HAYaJIbHO HPOTH-
BOITOJIOXKHBIX IT0JIOB HE IIO3BOJISIFOT MTOJTHOCTBIO
UCKJIIOYUTh BO3MOXKHOCTH T'€HETHYECKUX MY-
Taiuid. BMmecte ¢ TeM, mosydeHHbIE HAMH pe-
3yJIbTaThl OKA3bIBAIOT, YTO UMEBIIIAs MECTO B
9KCIEPUMEHTAX «MaCKyJMHHU3alHsD», CKOpee
BCEro, HE CBsI3aHa CO CIIOHTAHHBIMU MYyTallUs-
MH, TaK KaKk M3MEHEHHUE I10jla Ha MPOTHBOIIO-
JIOXKHBIA HAOIO/IaN KaK B )KEHCKHX, TaK U B
MYKCKHX 'HJpaHTax.

VYuuThIBas pa3nuune B KOHIIEHTPANHUSIX 110-
JIOBBIX TOPMOHOB MEK/Ty dKEHCKHUMHU M MY KCKH-
MU KOJIOHUSIMH, BBISIBJIEHHOE Yy HEKOTOPBIX KO-
paJuIoB, MBI HE UCKIIIOYAEM BIIMSIHUE ITOJIOBBIX
TOPMOHOB Ha CMEHY I10J1a Y dKCIIEPUMEHTAIb-
HbIx ruapantoB C. multicornis (Pernet, Anctil,

Puc. 7. Anatomus ronodopos Clava multicornis. A, C, E — rucronoruueckue cpessl yepes ronodopsr; B,
D, F — cxembl cTpoeHust ToHO(GOPOB.

A — THCTOJIOTMYECKHUIl IPONONBHEIN cpe3 XKeHCKoro ronodopa; B — cxema crpoenus xeHckoro ronogopa. CTenka
roHo)opa COCTOUT U3 JBYX CIOEB: dMUACPMEI TOHO(OPA M IMUTENUATEHOTO CJIOS — IPOM3BOJHOTO METLy30HIHOTO
y3eJIKa, IOJIOCTb MeAy30HIHOTO y3elKa (CyOyMOpesipHas II0JI0CTh) peaylupoBaHa (0Ka3aHa CTPEIIKOi); pa3BUBAIO-
[Iyecs: OOIUTHI KOHTAaKTUPYIOT co crmaaukcoM; C — MOJTyTOHKHH MPOJOJIBHEIN Cpe3 4epe3 My»XCKoil ronodop; D —
cXeMa CTpOEHHsI MyKCKoro ronodopa. B cyOymOpemmsipHON HOIOCTH, OTpaHUYCHHOH SIUTENIUATBHBIM CIOEM —
IIPOU3BOAHBIM MEIY30HIHOTO y3€JIKa, IPOHCXOIUT Pa3BUTHE CIEPMAaTO30HAOB; E — MpoJoNIbHEIN MONTYyTOHKHI cpe3
4yepe3 HHTEePCeKCyalbHbI roHodop; F — cxema CTpoeHHsI HHTEPCEKCYalbHOro roHo(opa. OOLHUT KOHTAKTUPYET CO
crnagukcoM. OOIUT OKPYKEH SIHUTENIHAIbHBIM CIOEM — MPOU3BOAHBIM MEIY30UIHOTO y3elKa. Pa3BUTHE MYMKCKHX
raMeT IPOHCXOAUT BHYTPH CyOyMOpEIUIIPHOH IMOJIOCTH, OTPAaHUYCHHOH DIUTENHANIbHBEIM CIOEM — IIPOH3BOJHBIM
MEJy30UHOTO y3eiKa.

O0o03HaueHws1: ep — dIuaepMa FoHO(Opa; 0 — OOLUT; S — CIIEPMATO30U/BI; SP — CIIAJAUKC; CHMBOIAMHE «*)» MOKa3aH
SMUTENUATBHBIH CIION — MPOU3BOAHOE MeIy30UAHOTO y3enka. MacmTab: A, C, E — 0,1 Mm.

Fig. 7. Anatomy of Clava multicornis gonophores. A, C, E — histological section through gonophores; B,
D, F — schemes of gonophores.

A — longitudinal histological section through the female gonophore with oocytes adjoining the spadix; B — scheme
of the female gonophore. Gonophore’s wall consist of two layers — the epiderm and the epithelial-like layer formed by
the medusary nodule. Cavity of the medusary nodule (subumbrellar cavity) is reduced (arrow). Developing oocytes
adjoin the spadix; C — longitudinal histological section through the male gonophore with mass of spermatozoids; D —
scheme of male gonophores. Male gametes develop in the subumbrellar cavity which originated from the cavity of the
medusary nodule. Subumbrellar cavity is surrounded by the epithelium-like layer which is formed by the medusary
nodule; E — longitudinal histological section through the intersexual gonophores; F — scheme of the intersexual
gonophore. Oocyte adjoins spadix. Oocyte is surrounded by the epithelium-like layer. Male gametes develop within the
subumbrellar cavity formed by the medusary nodule.

Abbreviations: ep — gonophore epiderm; o — oocyte; s — spermatozoids; sp — spadix; asterisk symbols
the epithelial?like layer formed by medusary nodule. Scale bar: A, C, E — 0.1 mm.
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2002). B aToM citydae 1oj BO3JIeHCTBUEM TOP-
MOHOB THJPAaHTOB-PEIUITHEHTOB MHIPUPYIO-
IMe -KJICTKH MOTJIM M3MEHUTH AU depeHIu-
POBKY B 3aBHCHMOCTH OT I0JIa PELUINECHTA,
YTO MOXET OOBSICHATH OTCYTCTBUE N3MEHEHHI
B roHo(opax IIECTHAAUATH U3 ABAJIATH XH-
Mep. Tora MOXKHO MIPEAIOI0KUTh, YTO H3Me-
HEHHE T0Jla B OCTAJbHBIX YETHIPEX XHMepax
OBLIO CBSI3aHO C MAJIBIMH KOHIICHTPAIIHSIMH TOP-
MOHOB B I'HipaHTax-penunuenTax. Ecimu rono-
(opBI THAPAHTOB-PELMITUEHTOB OBLIM MEHee
3pEIBIMH, YeM FOHO(OPHI THPAHTOB-J0HOPOB,
TO KOHIIEHTPAIIUX TOPMOHOB T'HJIPaHTOB-PELH-
ITUEHTOB MOTJIO OBITH HEZIOCTATOYHO ISl H3Me-
HeHust TyTd T GepeHIIMPOBKA MUTPUPOBAB-
LIHX i-KJIETOK.

Xay HIIUIIB]] YIIOMHHAET O BO3MOXKHOCTH
TIOSIBJICHUSI THIPAHTOB C HHTEPCEKCYAIbHBIMU
roHo(OpaMHu IyTeM CPacTaHHs IeHETHYECKH
pa3NUyaAOIUXCS TMEPBUYHBIX IOJHUIIOB Yy
Hydractinia echinata (Hauenschild, 1954). Tem
He MEHee, B CBOMX IKCIIEPUMEHTAX Xayd HIIINIIb/L
CMOT TIOJIyYHUTh TepMa(pOAUTHBIE KOJIOHUH OT
OJTHOTO TMEPBUYHOIO MOJIMIIA, HA3BaB MX «Ha-
CTOSIIMMMIY MHTepcekcamu. [Ipu aToM aBTOp
OTMEYaeT HEKOPPEKTHOCTh NMPUMEHEHHS Tep-
MHUHA «repMadpoaUTHD) B CBSI3H ¢ HE(YHKIHO-
HaJIbHOCTBIO OOIIMTOB: CO3PEBAHUS OOLIUTOB B
TaKMX TOHO(Opax MCCIeNoBaTeNb HE HAOIIO-
nain. ['onodopsl, conepxariye 0da TUIa MoJo-
BBIX KJIETOK, OBIM OTMEuUeHbl Takke y H.
echinata (Malil et al., 2011). Takue ronodops!
TaKKe ObUIN Ha3BAHbBI KMHTEPCEKCYATbHBIMI.
Oouutel B MHTEpCEKCyalbHBIX roHO(hopax H.
echinata He co3peBalu, YTO OOBSICHSIIOCH ABTO-
paMy Kak CIIEJCTBHE MHIMOMPYIOIEro BIIHs-
HUSI MY)KCKHX CTBOJIOBBIX KieToK. [Ipnmeua-
TenbHO, uTo DoitH, onmucapmmii roHOGOps! C.
squamata (C. multicornis (Schuchert, 2008)),
3aKJIFOYAIOIIME OJJHOBPEMEHHO OOIUTHI ¥ CIIEp-
MaTo30U/1bl, HAOMIOA pa3iinuue B Pa3BUTHH
OOIIMTOB B TAKUX TOHO(OPAX B 3aBUCHMOCTH OT
pa3mMepoB 001MTOB. ECII 00LINTHI B TAKUX «rep-
Ma(pOAUTHBIX» TOHO(OpPax OBIIM MEIKOIro
pasmepa, To OHH He pa3BUBAINCH. OIHAKO eCITH
OOIIMTHI OBUTH KPYITHOTO pa3Mepa M 3aHUMaJIN
0O0JIBIITYI0 YaCTh TOHO(OPA B CPABHCHHH C Yac-
TBIO TOHO(OPA, 3aHUMAEMOW MY>KCKHMH TI0JI0-

10.A. Bypmuctposa, U.A. KoceBuu

BBIMH KIJICTKaMH, TO TaKHE OOLMUTHI pa3BHBa-
nck HopmaibHO (Foyn, 1927). Otn Habmoze-
HUS COTJIACYIOTCS C HAIIMMH PE3yJbTaTaMH,
MOCKOJIbKY MbI HAOJTIOIaH APOOICHHE TOIBKO
KpymHBIX siuil. OHOBPEMEHHOE Pa3BUTHE IMO-
PHOHOB M CIIEPMATO30HI0B BHYTPH OJTHOTO IO~
HO(Opa OBLIO OMUCAHO TAKKE Y APYroro BUIA
runpouioB — Distichopora violacea (Pallas,
1766) Nurnannom (England, 1926).

AHaTOMUYECKAsi OPraHU3aIINs HHTEPCEKCY-
aIbHBIX TOHO(OPOB COBMEIIAET OCOOCHHOCTH
OpraHu3aly KEHCKUX U MYKCKHX TOHO(DO-
poB. MBI mojaraeM, 4T0 BHYTPCHHSS CTCHKA
HMHTEPCEKCYalbHBIX TOHO(POPOB 0Opa3oBaHa
Pa3pOCHIMMCS SMUTEIHATBHBIM CJI0EM MEy30-
UHOTO y3eska. [Ipu 3ToM Macca crepMaro3o-
HJIOB PACIIONOKEHA BHYTPH CYOyMOpeIIsIpHOM
MOJIOCTH, C(HOPMUPOBAHHONW Pa3poOCIHIMMCS
Y3EJIKOM, YTO XapaKTEPHO ISl MyKCKOTO TOHO-
dopa. B To ke Bpemsi OOIUT HAXOMUTCSI BHE
CcyOyMOpEIUIPHOIl MOJIOCTH, KaK U B )KEHCKOM
ronodope (puc. 7).

Co3peBaroIue OOLUThI UMEIOT OOJNBIIOe
OBaIBHOE /PO U KPYIHBIC BHIPOCTHI, HAITPAB-
JICHHBIC K CITAJUKCY, KOTOPbIC CBHICTCIHCTBY-
FOT O MUTAaHUH PA3BUBAIOIIMXCS TOJOBBIX KIle-
TOK. B TO ke BpeMst cpe/iit Macchl CriepMaTo30-
UJI0B B MHTEPCEKCYalbHBIX TOHO(pOpax oOHa-
PYKUBAIOTCS HEOONBIINE KICTKH, [IUTOIIA3Ma
KOTOPBIX 3all0JHEHA OKPYTIIBIMH TPaHyIaMH,
BHEIIIHE WICHTHYHBIMH KEITOUHBIM TPaHyIaM
001uTOB. [T0CKONIBKY B HHTEPCEKCYaTbHBIX TO-
HO(Opax MbI HAOITIOIATH B OCHOBHOM I10 OJTHO-
MY WITH JIBA 3PEITbIX OOIIUTA, MBI TOJIATaeM, YTO
KJIETKH C TPaHYJINPOBAHHOH IIUTOIIA3MOH, KO-
TOpPbIEC HHOT/Ia IPHCYTCTBYIOT B Macce criepma-
TO30H/I0B, MOTYT OBITH OCTAHOBHBIIMMHUCS B
pa3BUTHH oonUTaMH. BO3MOXHO, HaTMYKE MO-
JIOOHBIX OOIMTOB B HHTEPCEKCYaNTbHBIX TOHO-
bopax SBISIETCS CBU/CTEIBCTBOM HHIHOUPYFO-
[IEr0 BO3JCHCTBHUS MY)KCKHX IaMeT Ha JKCHC-
kue. JlanHoe sBJIeHUE OBIJIO OTMEYEHO B UHTEP-
ceKcyanbHbIX roHodopax y Hydractinia, B Ko-
TOPBIX )KEHCKUE M MYMKCKHE TaMEThl Pa3BHBa-
JIMCh B HEMOCPEICTBEHHOM KOHTAKTE IPYT C
apyrom (Miiller, 1964; Mail et al., 2011). Tak-
K€ BO3MOIKHO, YTO OOI[MTHI MOTJIH HE PA3BUTh-
Cs1 TIOJTHOLICHHO H3-32 OTCYTCTBHUS IIPSIMOTO KOH-
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TaKTa CO CHaJUKCOM, YTO JeJIaI0 HEBO3MOXK-
HBIM TIOJy4eHHE HEOOXOJMMBIX BELIECTB U3
KJIIETOK craankca. [1ockoiibKy B MHTEpCEKCy-
QIBHBIX TOHO(OpaX pa3BUBAETCS MpPEUMYIIE-
CTBEHHO TOJIBKO OJINH OOLUT, MOYKHO ITPEIIO-
JIOKUTh, YTO CHEPMATO30MJbI Pa3BUBAIOTCS
ObIcTpee M 3alONHSIOT MPOCTPAHCTBO BHYTPH
roHo(opa, He OCTaBJssl MecTa JJIsl Pa3BUTHS
0O0JIBIIETO KOJIMYECTBA OOLUTOB. DTO MOXKET
OOBSICHATH IPUCYTCTBUE HEPA3BUBIIUXCSI OOLIU-
TOB B 3IUJIEpPMICE TOHO(POPOB, KOTOPbIE, BO3-
MOYKHO, HE YCIEJIM MUTPUPOBATh B TOHO(OP J10
€ro 3aIl0JHEHHs MYXXCKHMH ITOJIOBBIMHU KJIET-
kamu. OT/IeNbHBIE CIIEPMATO30UbI HHTEPCEK-
CyaJlbHOTO TOHO(Opa ObUTH 0OHAPYXKEHBI Psi-
oM ¢ oonutoM. OHM MOTJIM MHUIPUPOBATH K
OOIIUTY KaK M3 00IIEH MacChl CIEPMaTO30H/I0B
Yyepe3 AMUTETUH MeTy30UIHOTO y3elKa, Tak 1
IOTIacTh B TOHO(OP M3 BHELIHEH CPEJIbI.

Jnst otnenbHBIX BUoB rpynnsl Hydrozoa
W3BECTHBI CITy4ad BIMSHHS TEMIepaTypbl Ha
craHoBjeHue noia. B sxcniepumenrax ¢ Clytia
hemisphaerica (Linnaeus, 1767) moka3zaHo, 4To
IIPU COJIEP)KaHUM KOJOHMH M KyJIBTHBHPOBA-
HUH OTITIOYKOBABIINXCS MEY3 ITPY TEMIIEpaTy-
pe 24 °Cy 80% Meny3 GhopMHPOBAITUCH KEHC-
KHeE TOHAJIbl, B TO BPEMsI KaK TP KyJIbTHBUPO-
BaHMM KOJIOHMI M OTIIOYKOBABLIMXCS OT HUX
meny3 npu 15 °C y 80% meny3 pa3BUBaINCh
MYIKCKHe roHa ibl. OJJHaKO eciy MeJty3, OTIIOY-
koBaBHuxcs npu 24 °C, moMeniany Ha KyJIbTH-
BHUpoBaHue npu remneparype 15 °C, 1o 10 80%
Mey3 (GopMHpOBaH My KCKUe ToHapl. HTe-
PECHO, YTO B OKCIIEPUMEHTAX C )KEHCKHMH Me-
nysamu Clytia sp. HaOJIr0 AT ©3MEHEHUE 10J1a
C )KEHCKOT'0 Ha MY>KCKOH IPH ITOHMKEHUH TEM-
niepatypsl. Takas peBepcus 1oJia IPOUCXOAMIa
4yepe3 repMappoJUTHBIE CTAUHU, IPU KOTOPBIX
B IOHaJIaX OJHOBPEMEHHO MPUCYTCTBOBAIU U
JKCHCKHeE U My>kckue rametsi (Carre, Carre, 2000).

B Hammx skcrepuMeHTax Mbl He OOHapy-
JKMJIM BIIMSIHUSI M3MEHEHUSI TeMIIepaTypbl Ha
CMEHYy IoJ1a y MoJIoIbIX Kosiouuid C. multicornis
¢ Gopmupyromumucs ronodopamu. JKeHckue
1 MYKCKHE KOJIOHHH, BBIpAIlleHHbIE B Jlabopa-
Topun npu 8° u 16 °C (HIKHEM M BEepXHEM
npejene Temreparyp Boabl bemoro mopsi B
HI0JIe, B IEPHO/1 PA3MHOXKEHHS BUJIA), COXPaHSI-
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JI ICXOJTHBIH cocTaB rameT. Tem He MeHee, MBI
HE MOYEM IOJIHOCTBIO OTIPOBEPTaTh POJIb TEM-
TriepaTypbl B OTIPEICIICHUH 110J1a Y JAHHOTO BUJ1A.
He nckiodeHo BimsiHEE TEMIIEPATyphl HA TU(-
(bepeHIMPOBKY KJIETOK MOJOBOM JIMHUH JI0 MO-
MEHTa 3aKJIaJKH TOHO(OPOB B KOJIOHHSX, JKH-
BYIIUX B YCJIOBHUSIX HMOCTOSIHHBIX 3HAUNTEIb-
HBIX KOJICOAHWH TemIepaTypbl, 00yCIOBIICH-
HBIX TIPUJIMBAMH U OTJIMBAMU B 30HE OOMTAHMS
BHJIa — HUXKHEH JTUTOpaH.

Takum 06pa3om, B JaHHOM HCCIIEIOBAaHHH
MOKa3aHo, 4TO KoJIOHHanbHbIN rugpoun C.
multicornis, XapaKTepU3YIOLIHIACS OTHOCUTEITb-
HO OBICTPBIM Pa3BUTHEM IOJIOBBIX ITPO/IYKTOB,
JIEMOHCTPHPYET BO3MOKHOCTb OTHOBPEMEHHO-
'O IPUCYTCTBUS B OMYJISLIUH JIByX BADHAHTOB
TI0JIOBOTO Pa3MHOXKEHHSI: TOHOXOpU3Ma U rep-
Madpoantuzma. Kpome roro, Bun C. multicornis
MOXET CTaTh yJJOOHBIM MOJICIIEHBIM 00BEKTOM
JUIst paboT, HAIIPaBJICHHBIX Ha W3y4YCHUE DBO-
JIFOIIMH PA3MHOKEHHUS y MHOTOKJIETOUHBIX Opra-
HU3MOB. boinee neTanbHbI CpaBHUTENBHBIH
aHaJM3 HAOJIIOJAEMBIX BapHAHTOB Pa3MHOKe-
nusty C. multicornis IO3BOJIUT CJlIENaTh 3aKJIFO-
YEeHHUE O IPEUMYIIIECTBAX TOT'0 MM HHOT'O BapH-
anrta. MlHTepecHo, 4TO MPOCIIEKUBACTCS CXO/I-
CTBO MEXJy MOJYJbHBIMH OpPraHM3MaMH, Ta-
KHMH KaK KOJOHHAJIbHBIC I'HPOUIBI U pacTe-
HUSI, HE TOJIBKO B OPraHMU3aIMH, HO U B BapHaH-
Tax MoOJOBOTrO pazMHOXKeHHs. Hampumep, pen-
Kui city4ail pumonosuun y Phyllanthus acidus,
IIPY KOTOPOH Ha O/IHOM PAaCTEHUH ITPUCYTCTBY-
IOT MY)KCKHE, KCHCKHE U 000CIOJbIEe [[BETKH
(Cardoso-Gustavson et al., 2011), narromuHaet
MIPUCYTCTBHUE )KEHCKUX, MYKCKUX 1 repMadpo-
JUTHBIX THAPAHTOB B OJIHOW KOJIOHHMHU THJIPO-
U/I0B.

Co0u01eHre 3THYECKHUX CTaHIapTOB

Bce npuMeHHMBIE MEXAyHapOIHBIE,
HAIMOHAIbHBIE W/WIM WHCTUTYIHOHAIIbHBIC
MIPUHIMIBI UCTIOJIb30BAHMS )KUBOTHBIX B JKC-
MIEPUMEHTAX W yCJIOBUS yXOJa 32 HUMU ObUIH
COOJTIO/ICHBI.

Kondumkr nnTepecon
ABTOpBI 3asBJISAIOT 00 OTCYTCTBHU KOH(-
JIUKTa UHTEPECOB.
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