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OBLIASA XAPAKTEPUCTUKA PABOTHBI

AKTYyaJIbHOCTh TeMbl uccienoBanus. JKenrounsli cunnutHaibubld cio (KCC) - arto
MPOBU30OPHOE  MHOTOQYHKIMOHAJIbHOE  00pa3oBaHUE,  XapakTepHOE  JJIs  JKMBOTHBIX  C
MepoOIacTHUeCKUM THUIIOM JpoOsieHust u pa3Butus B 1ienom (MBanosa-Kasac, 1995; Long, Ballard,
2001; Godard et al, 2014). XXCC mnpencraBiseT cOO0OH CHMILIACT ¢ MHOTOYHMCICHHBIMH SIIPAMHU
pa3audHbIX (OPM U YPOBHEU TUIOMIHOCTH, PACTIOJIOKEHHBIA B BUJE CIOSI HAa Tiepudepuu KeaTOYHON
cdepbl, KOTOpasi, 0 3aBepIICHUH SMUO0INH, BXOJUT B cOCTaB keaToyHoro Menika (JKM). B pazsutun
KocTUCThIX PBIO JKCC BBIMOMHSAET TPOPHUECKYIO, MOP(POTCHETUYECKYI0 M HUMMYHHYIO (YHKIHU
(Carvalho, Heisenberg, 2010, Kondakova et al., 2016). Hekotopsie aBrops! onpezesitor KCC kak
BHe3apoIbIeByo sHToAepMy (Cooper, Virta, 2007).

Koctuctele pbIObI SIBISIFOTCST MHOTOYHMCIEHHOM W Haubosiee pa3sHOOOpa3HON rpymnmoi
MO3BOHOYHBIX KUBOTHBIX. OJHOW W3 MPEANOCHIIOK ATOTO 3BOJIOIMOHHOIO YyCIeXa SBISIETCS
IUIACTUYHOCTh CTPYKTYPhl 000CO0IEHHOKENTKOBBIX SUIl, 00YCIaBIMUBaIOIIas MEPOOIaCTUUECKUI THIT
passutus (Comn, 1981; MBanosa-Kaszac, 1995; Broughton et al., 2013; Glasauer, Neuhauss, 2014).
Takum o6pazoMm, BozHukHOBeHUEe JKCC, BeposSTHO, SBISETCS OJHUM M3 YCIOBHI pacliBeTa KOCTUCTBIX
pbi0. JlaHHBIE JUTEpaTyphl CBUIETEILCTBYIOT, uTO B opraHuzanuu JXCC y pa3iuyuHbIX BUIOB
CYILIECTBYIOT Bapualuu. B CBSI3M ¢ 3TUM BO3HHMKAaeT BOMPOC O KOHCEpBATH3ME WM Pa3HOOOpa3uu
opraam3anui JKCC y KOCTHCTBIX pbIO, MPUHAIISKANUX K PAa3HBIM CHUCTEMATHYSCKUM TpylIaM U
OOUTAIOLIUM B Pa3IMYHBIX YCIOBHUSX.

CumrutacTuueckasi OpraHu3als MPOBU3OPHBIX CUCTEM IIMPOKO PACIPOCTPaHEHA B Pa3IMUHBIX
takcoHax Metazoa (MBanosa-Kazac, 1995). Ha npumepe JKCC KOCTUCTBIX pbIO MOKHO paccMaTpHUBATh
SIBJICHHSI, XapaKTEePHBIC I MHOTOSIZIEPHBIX KJIETOYHBIX CTPYKTYp, HAPUMEP, PETUOHATU3ALNI0. DTH
BOIPOCHI CBSA3aHBI C 0011e0MO0I0rnYecKoi MpoOIeMoil pa3HO0Opa3usi MPOBU3OPHBIX CTPYKTYP.

UccnenoBanne mopdosnornn XKCC y mpencraBuTeneil pa3IMYHBIX BHIOB KOCTHCTBIX PHIO
SBIIIETCS HEOOXOIUMBIM 3B€HOM M3yUYEHHS UX OHTOT€HETHYECKOTO Pa3HOOOpa3us U MOKET OKa3aThCs
MOJIE3HBIM I NalbHEUIIUX TPHUKIAJIHBIX UCCIENOBAHUM M Pa3pabOTOK B 0OJACTH aKBaKyJIbTYpHI.
Nsyuenue creruduku opranuzanuu JKCC moaensusix (Danio rerio, Misgurnus fossilis, Gasterosteus
aculeatus) u sxoHOMHYeCKH 3HAUMMBIX KOCTHCTBIX pbIO (Cyprinus carpio, Coregonus peled, Coregonus
muksun, Coregonus nasus, Stenodus leucichthys nelma) weo6xoaumMo st JTydIero MOHUMAHUS KX
(U3HOJIOTUH U TIPOIIECCOB PA3BUTHSI.

OOBeKThI, Ha KOTOPBIX OBLIO BHIMIOJHEHO HACTOAIIEE MCCIENOBAaHUE, IPUHAANEKAT K ABYM U3
YeThIpEX OCHOBHBIX 3BOJIONMOHHBIX nuHHi Teleostei (Betancur-R. et al.,, 2013, 2014). Ouwu
XapaKTePU3YIOTCS Pa3TUYHBIMU COCTABOM U KOHCHUCTEHIIMEH JKeNTKa SUIl, 0COOEHHOCTSIMU aHATOMUU
auyuHOK. Kpome TOro, cremyer y4YuThIBaTh pa3iWdHbIE TPUPOJHBIE YCIOBUS WX Pa3BUTHSL.
HccnenoBaHHble KapmooOpa3Hble — 3TO MPEACTaBUTENM BHJIOB C MOJUILUIA3MATHYECKUMU
SUIEKIIETKAMH, JKEITOK KOTOPBIX COCTOUT M3 TJIACTUHOK. JIJIsi CHTOBBIX M TPEXUTJION KOJOIIKH,
HANIPOTUB, XaPAKTEPHBI KPYITHBIC SHIEKIETKHU C KUIKUM KEITKOM U KUPOBBIMH KATUISIMH.

Crenenb pa3padOTAHHOCTH TeMbl HCCIEA0BAHMS. DOJBIIMHCTBO  COBPEMEHHBIX
uccinenopannii JKCC MOCBAIICHO MOJIEKYJISIPHO-TEHETUYECKIM OCHOBaM €ro ()YHKIIMOHHPOBAHHS Y
HEMHOTOYHUCIICHHBIX MOJIETBHBIX O0BEKTOB. [Ipu »TOM MOpPQOIOTHS STUX MOICIBHBIX OOBEKTOB,
BKItouast Mmopdomnoruto XKCC, octaercss HeIOCTaTOUHO U3ydeHHONH. HecMOTps Ha KpaiiHe BayKHYIO pOJIb
KCC B pa3BUTHH KOCTUCTBIX PbIO, YUCIIO pabOT, MOCBSIIEHHBIX H3ydeHuto crpoenus KCC HeBenuko,
W OHM OBUTM BBIMOJHEHBI TJaBHBIM 00pa3oM Ha 3apofblllaXx W JMYUHKAX BHUAOB, HMEIOIINX
PBIOOX03AHCTBEHHOE 3HAUEHUE.

Heabp pabotel: cpaBHUTENbHOE uccienoBanue opranuzamuu KCC B sMmOpuoreHese u B
JTUIMHOYHOM TIEPHO]IE KOCTUCTHIX PHIO.

3agauu paboThI:
1. Mopdonorunueckoe uccinenoBanue XXCC D. rerio, M. fossilis, C. muksun ot panHIX SMOpHOHATBHBIX
70 JIMYMHOYHBIX cTaauii, G. aculeatus Ha mo3aHUX IMOPHOHANBHBIX U JIMYMHOYHBIX CTaIUsIX, 8 TAKKE
C. carpio, C. peled, C. nasus u S. leucichthys nelma B muunHOYHOM MEpHOIE.
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2. Xapakrepuctrka mopdonornyeckux npusHakos saep XKCC y npeacraBuTeneil Ha3BaHHBIX BUIOB.
3. BousBnenue o0mux u cnenuduuecknx yept opranuzamuu JKCC B pa3BUTUM TpeICTaBUTENCH
[IEPEYUCIIEHHBIX BU/IOB.

4. YCcTaHOBJICHHE BO3MOXKHOU CBSI3U MEX 1y ocooeHHOoCTsIMU opranu3anuu JKCC, CTpyKTypo# KenTKa,
aHaTOMHUEHN 3apOobllIei U JNYMHOK, CUCTEMATUYECKUM TOJI0KEHUEM BU/IA U YCIOBUSMHU Pa3BUTHUS.

Hayuynas wnoBu3Ha. B mHacrosmeir pabore BhepBble Ha THUCTOJIOTHMYECKOM YpPOBHE
oxapaktepuzoBana ctpykrypa JXCC B pa3BUTHH OJHOrO mpeiacTaButTesiss oTpsima Perciformes
(Euteleosteomorpha), setsipéx mpencraButencit orpsaa Salmoniformes (Euteleosteomorpha) u tpex
npencraButeneii otpsaa Cypriniformes (Otomorpha), aBa u3 KOTOPBIX OTHOCATCS K CEMEHCTBY
Cyprinidae, u onun — k Cobitidae. Taxxe BrepBbie Obuia onucana yinpTpacTpykrypa KCC nanuo-
pepuo. Hamu BrepBbie BblnosiHEHO comocTaBieHue cTpykTypbl JKCC Kak y pOJICTBEHHBIX, TaK U
(UITOTCHETUYECKH OTAAJICHHBIX BUJIOB CO CTAUM racTPyJbl U KOHYAS JIMYMHOYHBIMU cTamusmu. [lpu
stoM JKCC 3apoapliieil HauuHasi C paHHUX CTaJNi CpaBHUBAETCS Yy 3 BUJIOB, JIMYUHOK - Y 8 BUJIOB.

Teopernueckass U NMpakTHYecKass 3HAYMMOCTb PadoTbl. Pe3ynbrarhl AnMccepTallMOHHOTO
UCCJIEIOBAaHMsI BHOCST BKJAJ B MpeactaBileHuss o MopdodyHkunoHanbHoil opranmzanuu KCC
Teleostei, B mepByto ouepeib MOACIbHBIX U 3KOHOMHUYECKH 3HAYMMBIX OOBEKTOB, U CIIOCOOCTBYIOT
Jy4llieMy TOHMMAHUIO KaK OpraHU3allid IPOBU3OPHBIX CHUCTEM, MHOTHE W3 KOTOPBIX HMEIOT
CHHIUTHAIBHYIO CTPYKTYPY W/WJIM TOJMIUIOWAHBIE s/Ipa, TaK U OHTOTEHETHYECKOTO pa3zHooOpa3us
Teleostei. Pesynbrarhl qaHHON pabOThI UMEIOT HE TOJIBKO TEOPETHUECKOE 3HAYCHHUE Il OMOJIOTHH
Pa3BUTHSA, HO U MOTYT CIY>KUTh OCHOBaHUEM JJISl JATBHEHIIINX MPUKIIAIHBIX UCCIIEIOBAHUN, KOTOPHIE,
B CBOIO O4Yepelb, MOTYT HCIIONb30BAThCsl MPH pa3paboTke OMOJIOTMUECKUX OCHOB pa3BelIeHUs
KOCTUCTBIX pblO B akBakyinbType. Ilomyuennble pesynbrarhl ucciaenoBanus KCC KOCTHCTBIX pbIO
OKa)XYTCS TIOJIE3HBIMH JIJISI MOJICTHUPOBAHUS MPOIIECCOB, COBEPIIAIOIINXCS B IPYTMX CHHIUTHAIBHBIX
MIPOBU30PHBIX CTPYKTYpax, HAIPUMEP, B CHHIIUTHOTPOoPoOIacTe MiaekonuTaomux. OmyoInKoBaHHbIE
JIaHHble pabOThl MOTYT OBITH HUCIHONB30BaHBI B MaTepuaniax KypcOB IO OHOJOTHH pPa3BUTHS,
CPaBHUTEIBLHOM SMOPUOJIOTUH, UXTUOJIOTUHU, TUCTOJIOTUU U LIUTOJIOTHUH.

Marepuanibl 1 MeTOABI HCCJIe0BaHUSA. bpUTO BhITIONHEHO HccienoBanue cTpykTypsl JKCC B
pPa3BUTUM TMpeJICTaBUTENIEd Ha3BaHHBIX BOCbMHU BHUAOB. OcobOoe BHHMaHue ynaeneHo XKCC B
JUYMHOYHBIN mnepuoia. B ucciienoBaHUM HUCHOJIB30BAaHbI METOJAbl TPAHCMHCCHOHHOW 3JIEKTPOHHOM
MHUKpPOCKOIIUUM M TUCToJIoTHdyeckue MeToApl. CTaructuyeckas oOpabOTKa KOJMYECTBEHHBIX JIaHHBIX
BBITIOJIHEHA C UCIIOJIb30BAHUEM CTAHJIAPTHBIX METO0B KOMIIBIOTEPHOM TEXHHUKHU.

IToJ105xeHNs1, BBIHOCHUMbIE Ha 3AILMTY.

1. Ina XCC xapakTepHa CTPYKTypHasi perMoHANM3aIs BIOJb aHHUMAalbHO-BEreTaTUBHOM,
JIOPCO-BEHTPAIBHOW W mepenHe3anHe oceil. OHa MpOSBIAETCS B TOM YHUCIE B Pa3IUYHUsIX 10
KOHIIEHTPAIIUH KEITOYHBIX BKIIOYCHHU U OCOOCHHOCTSIX opraHeit B pa3Hbix yuactkax XKCC.

2. Sinpa JKCC mHOTOOOpa3HbI MO pasmepaMm U (Gopme. BennmunHa U CIIOKHOCTE (OPMEI D
BO3pACTalOT HA CTAIUAX OJIACTYIBI U TaCTPYIIHL.

3. HecmoTpss Ha QynmamenTampHOoe enuHCTBO B opranmzamun KCC kak cuMIiacrta c
MOTUMOP(HBIMU MOJUIIONIHBIMHE SIIPAMH, PACTIONIOKEHHOTO Ha MepUGEPUN KEITOYHOTO KOMILIEKCa,
BapHalllM €ro CTPOEHUSI UMEIOTCS Y (PUIIOr€HETUYECKU OJTU3KUX BUIIOB.

4. Hambomnee cioxHast, nuddepeHnmpoBantas u nuaamMmuunas ctpykrypa JKCC xapakrepHa aiis
TPYIII, UMEIOIINX B COCTABE JKEJITOUHOTO KOMIUIEKCA )KUPOBBIC KaIlIH, B epByto oyepeab Coregonidae.

JIMYHBIA BKJIaJ aBTOPA

Bce npouenypsl, 3a HCKIIOUEHUEM COJEPKaHMS KapIlia, BbIOHA U CUTOBBIX, a TAKXKE MOTyYEHUs
1 QUKcalMy MaTepuajia Mo Pa3BUTHIO BHIOHA, CUTOBBIX M TPEXHTJIOW KOJIOMIKH, OBUTA BBITIOJHEHBI
aBTOPOM CaMOCTOSITENIbHO. Marepuansl, BOIISANINE B COBMECTHBIE MMYOIMKAIUU, TOIPOOHO
00CYyXTaJINCh C COABTOPAMH M pyKoBoAuTeeM padboTsl kK.0.H. B.W. EbpemoBbiM.

CreneHb 10CTOBEPHOCTH M anpodanusi pe3yJbTaToB.

JIOCTOBEpHOCTh TMOJIYYEHHBIX PE3YyJIbTaTOB MOATBEPKAACTCA 3HAYUTEIBHBIM KOJIMYECTBOM
WCCJICTIOBAaHHBIX 00pa3IOB, MOBTOPHOCTHIO PE3yIbTATOB U HCIIOJB30BAHHEM KIACCHUECKHUX METOJ/IOB
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Mopdooruueckux uccienoBanuii. [lo Teme auccepranum onyodankoBaHo 21 medatHast paboTa, U3 HUX
3 crateu, 1 — craTbs-MaTepuasbl KOH(PEPEHIMH, OMyOIMKOBAaHHBIE B PELEH3UPYEMBIX KYypHalax.
OcHoBHbIE TIOJIOKEHUS PabOTHI TOKIaAbIBAINUCH U o0cykaanuck Ha |l Beepoccuiickoil koHpepeHimu ¢
MEXIYHApOAHBIM y4yacTueM K 105-metuto co nus poxaeHusi akagemuka A.B. BanoBa (CaHkrt-
[TerepOypr, 2011), Beepoccuiickoii KOHPEpEHIMH C MEXAYHAPOJIHBIM ydacTHEM «OMOPHOHAIBLHOE
pasButHe, Mopporenes u sBomouus» (Cankr-Ilerepoypr, 2013), 111, IV u V Kondepenun Monoapx
yaenblx WMHctuTyTa mumronorun PAH (Canmkr-IlerepOypr, 2012, 2014 u 2016), mexmayHapoaHOU
xoHpepenimu «Heart of Europe: Zebrafish Meeting» (Bapiiaga, 2014), koudepenimun «CoBpeMeHHbIE
pellieHuss JJisi UCCIe0BaHUsl MPUPOAHBIX, CHHTETUYECKHUX M OMOIOruueckux marepuanon» (CaHKT-
[TerepOypr, 2014); xoudepenuun «Mopdorenes B WHAWBUIAYAIBHOM W HCTOPUYECKOM PA3BUTHUU:
yCTOMUMBOCTh M BapuabenbHOCTH» (MockBa, 2015), mexmyHaponHod koHpepennmn «EMBO
Workshop Embryonic-Extraembryonic Interfaces: Emphasis on Molecular Control of Embryonic
Development in Amniotes» (I'értunren, 2015), KoH(pEpeHIMH ¢ MEXIYHAPOIHBIM yUaCTHEM
«AKTyasjbHble BONpOCHl MopdoreHeza B Hopme u narosiorun» (Mocksa, 2016 r.), I Ctynenueckoit
Hayunoit ceccun YHbB "benomopckas" CIIOI'Y (Caunkrt-IletepOypr, 2017 r.), MexXayHapOIHOU
koH(pepenimu «JlococeBbie ppiObl. Bronorus, oxpana u Bocripou3BoactBoy» (IlerposzaBock, 2017 r.),
MexayHapoaHoi KoHdepeHuun «CoBpeMeHHble mpobiembl Ouonormyeckoi sBomoonum» (Mocksa,
2017 r.), koupepernuu «MopdoreHe3 B HHIUBHIYaTbHOM H HCTOPUYECKOM Pa3BUTHH: OHTOTEHE3 U
dbopmupoBaHKe OHOIOTHYECKOTO pazHoobOpasus» (Mockpa, 2017 r.). JlaHHBIe 3TOW pabOTHI BOILIH B
JEeKLUI0, NpounTaHHyo Ha lllkose 11 MOJIOABIX CIIELMAIMCTOB U CTYAEHTOB C MEXAYHapOIHBIM
yuactueM «CoBpeMeHHbIE MPOOIEMbI SBOMIOIMOHHON Mopdonoruu xuBoTHEIX» (Cankt-IletepOypr,
2016 r.) Taxoxe pe3ynbTaTsl paboOTHI ObLTH ONyOIMKOBaHBI B cOOpHHKE Te3ncoB CaHkT-IleTepOyprekoit
Accamb6iien MonofbIX yueHbIX u cnenuanuctoB (Cankr-IlerepOypr, 2014 r.) u cOopHHKE MaTepUaIoB
coBemranusi «buonorus u QynnamenranpHas memunuHa B Caskrt-IlerepOypre» (Cankr-IlerepOypr,
2016 1.).

CTpykTypa u 00beM AuccepTALMU.

Huccepranus uznoxkeHa Ha 137 cTpaHMIIaX, COCTOMT U3 BBEAEHHUS, 0030pa JUTEpaTyphl,
ONMCAHUS MaTEPUaJIOB U METOJOB UCCIIEI0BAHUS, PE3YIbTATOB, OOCYKIACHMUSI, 3aKIIOUEHHUS, BBIBOJOB U
CIMCKa MCIOJIb30BAaHHOM JMTEpaTyphl, BKItoyaromero 363 ucrounuka. Pabora minmoctpupoBana 41
PUCYHKOM U 3 Tabnuuamu.

OCHOBHOE COAEPKAHHUE PABOTbI
O030p JuTEpaTYpHI.

B sto0ii riaBe m3noxkena ucropus uccienoBaHusi JKCC KOCTUCTBIX pbIO, 0XapaKTEpHU30BAHbI
obpaszoBanue XXCC B oHTOreHe3e, 0COOEHHOCTH sJIep, €ro CTpyKTypa U ¢pyHkuuu. [Ipoananusuponan
Bonpoc 00 3BomonoHHOM npoucxoxaeHnn JKCC. Pacemorpens! ananorun KCC KOCTUCTBIX pbIO,
pasHooOpa3ue u 00IIue XapaKTePUCTUKU ACCUMIITUPYIOIIUX KEJITOK CUCTEM.

Marepuajbl 1 METOABI

PabGora mnpoBonunach, THaBHBIM oOpa3oMm, Ha Kadeape OwmOpuonoruu buonornyeckoro
¢daxynbrera CIIOI'Y, ogHako HeKOTOpbIe €€ 3Tambl ObUIM BBHINOJHEHBI B jJaboparopun OHTOreHe3a,
Jlabopatopun Uxtuonorum kadenpsr Uxtuomornn u ['mppobuonorun bruonorndeckoro dakyiabrera
CIIoI'Y, B pecypenbix nentpax CIIOIY «Xpomac» u «Pa3BuTue MOJEKYISPHBIX M KJIETOYHBIX
texHojoruit» (PMuKT).

Ilonyuenue mamepuana
Danio rerio. 3aponsliii ¥ JHYHHKH pa3BUBAIUCH mpu Temmneparype 28,5°C. ['MCTONOrHYeCKHUMHU
MeToaMu ObuTo m3ydeHo 20 cramauii smOproHaisHoro passutus (Kimmel et al., 1995) u nuuunku B
Bo3pacte 3-8 nHeil mocne omnonorBopeHus (N=290). Jlns uccnepoBanus ynpTpacTpykrypsl KCC
(pUKCHPOBAIIM TMYMHOK JAHUO-PEPUO B Bo3pacTe 3-6 cyTok 1m/o (N=6).
Cyprinus carpio Kkoi. PasButne WKpel M JHYMHOK Iu10 mpu Temreparype 23-26°C. JluunHok
(buKcupoBasiu B Bo3pacte 4-6 CyTOK MOCIIe OIIOA0TBOPEHHSI OJIMH-/1Ba pa3a B CyTku (N=26).
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Misgurnus fossilis. Mkpa 00bIKHOBEHHOTO BhIOHA ObLTa TOTy4eHa u 3adukcuposana M.B. Hekmromosoi
U coTpynHuKamu Ha Kadermpe OmOpuonoruum buonornueckoro ¢dakynprera MI'Y. 3apoppiim
paszBuBaiIuch npu Temmeparype 19-20° C. Marepuan ¢pukcupoBanu Ha 13 mocienoBaTeaIbHbIX CTaIUIX
IMOPHOHAIILHOTO U THYnHOYHOTO pa3Butus (Koctomaposa, 1975), (n=94).
Coregonus peled, Coregonus muksun, Coregonus nasus u Stenodus leucichthys nelma. 3apoapiimu u
JUYUHKA CHUTOBBIX pbIO OBUIM TONYyYeHBI B pPHIOOBOJHOM Xo3siiicTBe Ha o3epe CyX0H0JIbCKOM
(Jlenunrpaackas oOnacte). bbul ucnonb3oBaH MaTepuan M3 Tpex nHapTuii ukpel. HHkybanuio
npoBo MK B anmaparax Beiica. B 2015 rony temneparypa naky6anuu cocrasisiia ot 0,7 o 2,8 °C. B
2013 u 2016 romy ocHOBHOM Tepuo MHKyOanuu mpoxoawt rnpu temmeparype 0,2 °C. B 2014 roxy
anunHOK MykcyHa (N=10), uupa (N=12) u HeabMmbl (N=14) dukcupoBaiu ABaXabl ¢ HHTEpBajIoM B 10
cytok. JInuunku nessau (N=14) Obutn 3aUKCHPOBAHBI B JI€Hb BBIIYIUIEHUS B 8 CyTOK ciycts. B 2015-
16 romgax ObUTH MOJTyYeHBI 3apoabiim (N=12) u auanHku (N=2) MyKCyHa.
Gasterosteus aculeatus. Mkpa tpexurioii komomku Obiia coopana B.B. Ko3uHBIM B OKpECTHOCTSIX
MBEC CIIoI'Y B xon1e utons, Hadane uiois 2015 1. Mkpa u TUYMHKY pa3BUBAIUCH MIPU TEMIIEpaType
10-18 °C. dukcupoBajy MO3AHUX 3aposbliieii (co cramuu 22 (Swarup, 1958)) u muunnok (N = 12).

T'ucmonozuueckoe uccnedosanue

Matepuan QukcupoBadu B KUAKOCTAX bysHa wmu bpoackoro (IMYMHKH CHUTOBBIX),
obe3BoxuBanu ¥ 3anuBaiu B mapamtact (Paraplast) mo crammaptHOi cxeme. CepwuiiHble cpe3bl
TONUIMHON 5-7 WM TOTyYald MPU MOMOIIM CAHHBIX MHUKPOTOMOB. Cpe3bl OKpaIIMBAIU KEJIE3HBIM
reMaTOKCUIIMHOM 1O I'eliieHraliny niay reMaroKkCWIMHOM Kapayunm ¢ JOKpacKoW 3pUTPO3MHOM WU
so3uHoM. [Ipemapatsl dotorpaduposanu B PI[ “Xpomac” CIIOI'Y mocpenctBom mukpockomna Leica
DMPXA, ocnamennoro nudpooii kamepoii Leica DC 500, 6o B PLl PMuKT ¢ momomsio
mukpockomna Leica DMI6000, 6o ucmons3oBanu mukpockon LeicaDM2500, ocHateHHbIH 1 poBoi
kamepoit Nikon DS-Fil. Jlns 06paboTku u3o0paxenuii mpumensin nporpammy Adobe Photoshop 7.0.

Tpancmuccuonnan INeKmMpPORHAA MUKPOCKORUS

bbuto Mcnonb30BaHO JBE CXEMbl (PUKCAlMM pPAcTBOPOM TJIyTapoBOro anpjaerunaa. s
noctukcau ucnonb3oBaiu 1% pactBop OSOs. [lpunum x 3akiatodeHuto, yto ¢ukcanms 2-2,5%
[IIyTapoBBIM anbjaeruaoM npu temnepatype 4°C npeanoururensHeil (Konnakosa, Edpemos, 2014).
Matepuan JaeruapaTUpoBalii M 3alMBaTd B OMNOH-apanauT. [lomyToHKHE cpe3bl OKpalIuBald
TOJIYUJUHOBBIM CHHUM WJIH METUJICHOBBIM CHHUM. Y bTpaToHkue (70-80 HM) cpe3bl KOHTPaCTUPOBATH
ypaHHUIIAlleTaTOM M IUTPATOM CBUHIA. YJIbTPAaTOHKHE Cpe3bl u3ydanu u ¢oTorpadupoBaiun ¢
MTOMOIIBIO AJIEKTPOHHBIX MUKpockomoB JEOL JEM 1400 u JEOL JEM 2100.

Mopghomempus

CarutranpHbple M TMapacaruTTalbHble cpe3bl (oTorpadgupoBaii IpU MOMOIIM MHUKPOCKOIIOB
Leica DMI16000 u Leica DM4000 8 PI] PMuKT CIIOI'Y. [list u3MepeHuii HCIOIb30BAIN IPOrPAMMBI
Leica LAS Core u Fiji (Schindelin et al., 2012). Tnametp wiu anuny saep XKCC u TUTUIOUIHBIX siep
U3MEPSIUTH Ha CTaIusIX racTpydibl v TuuuHKH (29-84 snep XKCC, 29-50 qurionHbIX sep Ha 3apoIblina
WK JIMYMHKY). Bee maHHbIe MpecTaBieHbl Kak CpejiHee+CTaHIapTHas olMOKa cpeaHero. Pasmuuuns
MEXy 1opcanbHO u BeHTpaibHO# obnactamu JKCC ractpyi, a tTakxe mumHamu saep KCC ractpyn u
JMYUHOK MYKCYHA OLIEHUBAJIM TP IOMOIIU KpuTepus ManHa-YuTHU. Y poBeHb 3HaunMocTu: P < 0.05.

Pe3yabTaTsl M 00Cy:KIeHUE

Yaempacmpyxkmypa ZKCC Danio rerio

XKCC nuuMHOK JaHMO-pEpPHO HECET Ha CBOEH HAapy)KHON IIOBEPXHOCTH MHKPOBOPCHHKH,
YUIMHSIFOIIUECS B XOZ€E pa3BUTH. MUKpOBOPCHHKH anuKaibHON noBepxHocTH JKCC xapakTepHsI U1
BCEX M3YUYCHHBIX BHJOB KOCTHCTBHIX pbIO (Jaroszewska, Dabrowski, 2009, 2011). YV nanuo-pepuo B
BO3pacTe 3 CyTOK IOCJI€ OIIOJOTBOPEHHSI MUKPOBOPCHUHKH JIJIMHHEE U T'YILlEe PaclooXKeHbl B 001acTu
KIOBBEPOBBIX ITPOTOKOB, HEXENIN B TeX JiaTepanbHbIX ydacTkax JKCC, rae KoHTakTa ¢ cocyamH HeET.
Pacnpenenenune opranenn KCC naHuO-pepro CXOAHO BAOJb JOPCO-BEHTPAJIBHOM M MEpEeIHE3aTHEH
oceil. /g Hero He XapakTepHa cTpaTUHUKAIM 10 pactrpenesnenuto opranesnt: mIIP u muroxonapun
PacCIoJIOKEHBI IOBCEMECTHO, OTHAKO OOIBITMHCTBO MUTOXOHAPUN 3aHUMAET anuKaabHyio 9acTh JKCC



(Pucynok 1). JKCC paHumo-peprio  COIAEPKHUT TETEPOTCHHBIE  BKIIOYCHHS, OKPY)KECHHBIE
KOHICHTPUYICCKUMU HBOﬁHBIMH M€M6paHaMI/I, MMpEaACTaBJIAOIINC CO60ﬁ OCTaTKH XKCJITOYHBIX
BKJIFOUCHUH. [ JTMKOTeH CKOHIIEHTPUPOBAH MPEeUMYyIIeCTBeHHO B OazabHOU yacTu JXKCC.

Pucynok 1. - Vasrpactpykrypa KCC JMYMHOK JaHHO-PEPHO.
[Monepeunsie cpe3bl. TOM. (A) 4 cyr. m/o. MurtoxoHapuu
paznmuuHoit Gopmbl 1 mIIIP pacnpeneneHsl Mo BCEH TOMIIMHE
XKCC. Jlonactroe siapo. (b) 5 cyt. m/o. XJKCC Bo Bpemsi akTHBHOTO
yCBOCHHMS kenTka. MuxkpoBopcuHku piuHHee, XKCC comepkut
OoJIbIIIe KENTOYHBIX BKIIOYCHUH, YeM Yy JTUUYMHOK OoJjiee paHHETro
BO3pacTa. Sapo ciI0KHOU (DOPMBI. KB - )KEJITOYHOE BKIIOUCHHUE; MB
- MUKPOBOPCUHKH; MX - MUTOXOHJIPUSI; IDK - IJTACTUHKA KEJITKA; 311
- 9K30LMTO3HBIN My3bIPEK; 3Mp - IEPOXOBATHII
SHJIOTUIA3MATUYECKUN PETUKYIIOM; 5 - s1po KCC.

Yepmut opeanuzayuu KCC, oduue ona ecex uzyueHHvlx U006

XKCC npencraButeneil BceX M3y4yeHHBIX B Hallell paboTe BUIOB CBONCTBEHHA CMPYKMYpPHAsL
pecuonanuzayusi, CBA3aHHasl, B TOM YHCJE, C PAa3JIMYHON MHTEHCHUBHOCTBIO MPOLIECCOB aCCUMUIISILINU
JKEJITKa B pa3HbIX 00JacTAX M B3aUMOJICHCTBUEM C MpHIEKAIMMU cTpykTypamu (PucyHok 2), o uem
CBUJETEJIBCTBYIOT OTJIMYMSA 110 KOJMYECTBY JKEITOYHBIX BKJIIOYEHHH, TyCTOTE€ paCIOJIOKEHUS
mukpoBopcuHok JKCC (maHuo-pepuo), a Takke OOJBIIOe KOJIMYECTBO BKIHOUEHHHA CO Cllabo
OKpAaIlIeHHBIM COAEP)KUMBIM B MepefaHel, 3axHedl u nopcanbHoit obmactsax XKCC (xapm). B JKCC
JMYUHOK CUTOBBIX M, B MEHbIIEH CTENEHHU, MO3JHUX 3apOJbIIIeH TPEXUTTION KOJIOIIKH, IUTOIIa3Ma
BOKPYT' JKUPOBOW KaIljiu BBIMSIAUT ucuyepueHHOM (PucyHok 2A, 2B). ¥V curoBbIX LUTOIIIA3Ma,
OKpY’KaroIas >KeITOK, pa3IuuuMo moapasjaensercs Ha aBe-Tpu 30HbI (Pucynok 2 b, 2 I'). Tonmmna
KCC Bnonp nopco-BeHTpalIbHOW M MEPEAHE3aAHEW OCH HEOAMHAKOBA HA Ka)JIO0M HCCIETOBaHHOU
CTa/INY U MEHSETCS B XOJI€ Pa3BUTHSI.

Ha cragusx OnacTynasl M racTpyibl Yy JaHHO-PEpUO M OOBIKHOBEHHOI'O BbIOHA NPOUCXOIUT
nocJieIoBaTeIbHOE yBeIueHue pazmepos siep (PucyHok 3), 4To COOTHOCUTCS C TaHHBIMU JINTEPATYpPbl
00 yBenuuenuu ronnHoctd saep KCC. Haumensmas cpemusis anuna siaep KCC xapakTepHa ais
nanuo-pepuo (12,02+0,30um Bo Bpems ractpyisiuuu U 12,51+0,35um y TUUUHKH), HanuOobIIas — JJIs
MykcyHa (29,8+1,96uM Bo Bpemst racTpyssiiuu U 22,93+0,74 uM y THUMHKH; pa3Indus CTATUCTHUECKU
He 3HauuMbl). B Xozie racTpynsiuuu y AaHUO-pepHO M y OOBIKHOBEHHOTO BbioHa uucio sjaep KCC
HenpaBwIbHOM Gopmbl Bo3pacTaeT (Kopx u ap., 1989, 1990; Kageyama, 1996; Kondakova, Efremov,
2014a; Konmakosa u mp., 2016r, Kondakova et al., 2017b).



Pucynox 2. — Opraamsanus XCC
JMYHHOK Coregonidae. (A)
Kenrounprit KOMIIJIEKC HEJAON:
dbopMa, opraHuzanus, TMOJOKEHUE
crepenu oT MIEYCHH.
[TapacaruTranpHbli cpes. (b)
Kenrounprit KOMILJIEKC OEeIAN.
Ilonepeunbli  cpe3 Ha  ypOBHE

HEMOJIHOMN ATOILIIa3MAaTUUECKOHN
IIPOCIIONKH. IToka3ana
HepaBHOMepHOCTh TonuuHbl JKCC,
YBEITUYCHHbBIC JlopcosaTepaibHbIe
obnacry, anuKo-0a3aibHas

3oHaIbHOCTE. (B) Ilepennsst obmacth
KCC umpa. Bugna uc4epyeHHOCTh
uutorazMbl. @ponransHbiii cpes. (IN)
KCC nensnu. Ilokazansl paznuuus
crpyktypel  JKCC B ydacTkax,
OKPY)KAIOIIMX KEITOK M JKUPOBYIO
karto.  [lomepeunslii  cpe3 kK  —
HKEJITOK, KB — JKEITOYHOE BKIIIOYCHUE,
KK — KHUPOBAst Karisl, K — KUAIIKA, KC —

KPOBEHOCHBIH cocy/l, ¢ — ceplue, M4 — Me4eHsb, s — sapo. Macmrad: A, b= 100um; B, I' = 20um.

9% 100,00

93,00
90,00 / \
Cpennss ymHa saep XKCC
80,00 "1 macraguu 10: 12,05+ 0,15 um
Ha ctaguu 14: 14,05 £ 0,21 pm
70,00 Ha ctaguu 21: 16,87 £ 0,35 pm
Ha ctaguu 40: 17,02 £ 0,55 um
60,00
\ / M ctagma 10
50,00
W ctagua 14
40,00 cTagma 21
30,00 M ctagma 40
20,00 18,60
10,00
1,01 1,16
0,00 - T —
0-9,9 10-19,9 20-29,9 30-39,9

Hmuna spep XKCC, um

Pucynox 3. - IIpouent sigep XKCC onpenenenHoi IuHbI (0Ch aOCITUCC) BO BpeMsI TaCTPYISIITUH (CTaIuu
10 u 14), pannero comutorenesa (cragust 21) u muuuHouHOTO TIeproaa (ctaaus 40) 0OOBIKHOBEHHOTO
BbIOHA. JlnarpamMma oTpaxkaet nocieaoBarenbHoe yBenuuenue sl aaep JKCC B xozie racTpy isiui.
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OnHako sipa uccieToBaHHbIX npeacraputesnaei Cypriniformes u Tpexuriiol KoMOMIKY He OTIHYal0TCs
TaKOM cI0kHOH hopmoii, kak, Hanpumep, saapa JKCC curossix (PucyHnok 4).

Pucynok 4. - PaznooOpasue dopm siep
JXKCC Coregonidae. ITapacarurranbHbie
cpe3pl. (A, b) Mykcyn. Smpa ¢
JUIMHHBIMH ~ OTPOCTKaMH W sijipa,
COCIMHEHHbIE MOCTHKaMH (Ha MOCTHUK
yKa3blBaeT HAKOHEYHHK CTpeinku). (B)
Yup. Ilepemusis  obmacts  XKCC.
«KomeroBuaHbIe» siipa U siipa APYrUX
dopm. (I') Henpma. Ilepeansiss o6macthb
KCC. «KomeroBuanbsie» siapa U supa
Ipyrux Gopm. KK — KHUPOBas Karuis, KC
— KPOBEHOCHBIN COCYJ, C — CepALE, ITK —
IUTACTUHKA JKENTKa, MY — TEYeHb, 5 —
saapo XKCC. Macmta6: 20um.

-

Jost JKCC mpejicTaBuTereil BceX M3yUeHHBIX HAMH BUIOB XapaKTEPHBI KAK OUYCHB CBETIIBIC S/pa,
TaK | sIpa, CoJeprKalie Oobliee KOJIUIECTBO reTepoxpoMatnHoBbix rpanyn (Kondakova, Efremov,
2014a; Kondakova et al., 2016, 2017ab, Kongakosa u ap., 20178rx).

JIMTIONIHBIE KJICTKH 3apOABIIICH COAEPKAT JKEITOYHBIC BKIFOUCHHS [0 TacTPYISILHU
BKJIFOUUTEIIBHO Y TAHMO-PEPHO U MYKCYHA H IO COMUTOT€He3a BKIIFOUUTEBHO Y BhroHa (Thomas, 1968;
Konmakosa u p., 2016r, 20176; Kondakova et al., 2017b). [Tutanue 3a c4eT BHyTPUKIETOUHOT'O JKENTKA
MOXET MPOJOIKATHCS U Ha JIMYMHOYHBIX CTaUsAX, Harpumep, y S. gairdneri (Sire et al., 1994).

Yepmut cxoocmea KCC mpex npedcmasumenen Cypriniformes

MO3KHO BBIJEINTH CIIEIYIOIIME CXOHBIE XapaKTEPUCTUKH JKEITOYHOIO KOMIUIEKCA 3apOAbIIIeH
u auuuHok Cypriniformes. Xenrok mpenacrasinen ruactuakamu. Kak mokaseiBaet TOM, MmiacTHHKH
JKEJITKA JTaHUO-PEPUO TMPEUMYIECTBEHHO TOMOIE€HHBIE D3JIEKTPOHOIUIOTBHIE, HO BCTPEUYAKOTCA U
TeTEepPOreHHbIC TIACTUHKH, COJAEpIKaIlue 3JeKTpoHomnpo3paunsiii Marepuan (Konmakosa, Edpemos,
2013; Konnaxosa, 2014; Kondakova, Efremov, 2014b). Bapbupoanue Tommunsl JKCC y Bcex Tpex
Bu10B B JKM, moipa3ienuBIiieMcsi Ha mapoo0pa3Hylo U BRITSHYTYIO YaCTH, CXOIHO. B BeHTpanbHOH 1
JaTepagbHON 00JaCTAX OAMHOYHBIE S/IPa UM UX HEOOJIBIIIME TPYIIIIbI paciojaraloTcs Ha 3HaYUTeTbHOM
paccTosiHUU ApYT OT apyra. B xaymanpHOI o0nactu umeetcs ckoruieHue siaep. Ha 3akmounTenbHOM
stane pynkuonupoBanus JKCC MoxxHO BUIeTh MUKHOTHUYECKHUE sapa B KCC MUUMHOK JaHHO-PepHo
U Kapna ¥ CKOIUIEHUS KJIETOK C KPYIMHOM 303MHO(PMIBHON BaKyOJIbIO, IPEANOIOKHUTENbHO, (ParouToB
Bosie octatka JKCC (Kondakova, Efremov, 2014a; Konnakosa u ap., 2015, 20166; Kondakova et al.,
2015, 2016).

Buoosvie ocooennocmu KCC Cypriniformes

CoOCTBeHHBIC pe3yNIbTaThl W JaHHBIC JUTEPATYphl IMO3BOJISIOT IMPEANOarath OTIHYHS B
nporiecce oopazoBanusi JKCC 0ObIKHOBEHHOTO BBIOHA U TAHUO-PEPHO: Y IEPBOTO MPOIIECC 00pa3oBaHUs
XKCC pacranyr (Po3zanoBa, boxkosa, 1995; Kondakova et al., 2017b). Tommuua XCC wu
pacrpesiesieHUe JKEITOYHBIX BKIIOYCHHIH B HEM y JaHUO-PEPUO U OOBIKHOBCHHOTO BBIOHA BO BpEMsI
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racTpyJsiiuy CYIIECTBEHHO OTJIMYAIOTCA. Y JaHHO-pepuo Ha ctaguu 75% 3nubonuu cpeaHsist TOJIMHA
JOpcabHOM CTOpOHBI cocTaBisieT 3,18 £ 0,21 um, BentpanbHO# - 2,81 + 0.16 pm. B pa3BuTHu BbIOHA
Ha cTaauu 16 cpemHss TONIIHUHA JOpCaIbHOM, aHUMaIbHOM U BeHTpanbHOM obmacteit JKCC - 14.65 +
0.28 um, 16.75 = 0.44 um u 7.25 = 0.14 pm. )KCC 0OBIKHOBEHHOTO BBIOHA COIEPIKHUT KPYITHBIC
JKEIITOYHBIC BKJIFOUEHUS B HAPYKHOH 0O0JIACTH, TOTNAa KaK y JIaHHUO-PEPHO KOJIUYECTBO KEITOYHBIX
BKJIIOUYCHUH B HapyxHOH 00mactu JKCC munumanbsho (Thomas, 1968; Kimmel et al., 1995; Kondakova,
Efremov, 2014a). )KCC 00OBIKHOBEHHOTO BbIOHA 00pa3yeT MPpOTyOepaHIlbl BHYTPEHHEH TOBEPXHOCTH, B
Macce JKeITKa BCTPEYAIOTCS OCTPOBKH LUTOIUIA3MBI C KPYHMHBIMU siApaMy. Y JTUYMHOK TPEX BHUJIOB
POUCXOIUT H3MeHeHue popmbl nepeaneit oomactu XKCC, rae HabaroparoTes ckorieHus siuep. OaHako,
dopMma 3TOl o0nacTM y HHUX pasHas. Y JaHHUO-PEPHO OHA YTONIIAETCS, Y Kapma oOpa3yeT BBIPOCT,
NPUJISKAIINHN K PACIIOIOKEHHBIM BIIEpeIu CTPYKTypaMm. KpoBeHOCHBIE cOCY/Ibl OOBIKHOBEHHOTO BbIOHA
pacrmoiaralTcs B yriyOJIeHHUsIX, KOTOPhIe 00pa3yeT )KeNTOYHBIM KOMIUICKC. BeposiTHO, 3TO 1MO3BOJISIET
YBEIUYUTH TUT0Maab KoHTakTa XKXCC ¢ mpuiexamumMi KpOBEHOCHBIMH COCY/IaMU U TIEYCHBI0. Y Kapria
MOp(hOIOrHUECKHe TTPU3HAKH alONTO3a, TAKKE KaK MAKHOTUYECKHE siipa M arloNTOTHYECKUE TEIbIIA,
HOSIBIISIIOTCS B KaynaibHOH o0actu KCC emé npu HaJIuuuM )KEATOYHON MacChl, TOTJa KaK y JIaHHO-
pepro MbI HaOIOMAIM UX TOJBKO IMOCie ucuepnanus 3amacoB xkeiarka (Kondakova, Efremov, 2014;
Konpmakosa u ap., 2015; Kondakova et al., 2015, 2016).

Yepmut cxoocmea ZKCC uemvipex npeocmasumeneii Coregonidae, Salmoniformes

Opranmzanus JKCC ugetpipex BugoB CHTOBBIX pBIO, OXapaKTepu3oBaHHas HamH, U TakoBas C.
alpinus, omucannas Kynu (1964, 2004), OpUHIMIHAIBLHO CXOJHBI, HO HMEIOTCS W BHUJIOBBIC
oco0eHHOCTH. JKeNTOYHBIN KOMIUIEKC JIMYMHOK PACTIOaraeTcs Crepeid OT MeUYeHU, HO OTIEJICH OT Hee
COeIMHUTENBbHON TKaHblo. [lpu 3TOoM BbIpOCTHI KaynanbHOW oOmactu JKCC mNpoHHKAIOT MEXIy
JOJIbKaMU TieueHu. JKenTOYHBIM KOMIUIEKC ¢ ABYX CTOPOH obiieraeT Kumky. K Hauany TUYMHOYHOTO
MepHo/1a )KUPOBBIE KAIUIU CIIUBAIOTCS B OAHY. LluTomnasmaTuyeckas npociaoiika Mex 1y Maccou KeJTKa
Y JKMUPOBOM Karuiel, o Bcel BEpOSITHOCTH, ocTaeTcs He 3aMkHyTol (KonmakoBa u ap., 2016a, 2017a)
(Pucynok 2A, 2I'). [Inst BceX M3YYEHHBIX CHUTOBBIX MOXKHO OTMETUTH HCKIIIOUUTEIBHYIO CIIOKHOCTH
dopwmsl sinep XKCC (Pucynoxk 4). [Tociie ncue3sHOBEHUS MaCcChI JKENTKA B MIEpeIHEN 001aCTH )KEJIITOYHOTO
KOMILJIEKCA OCTaeTCs >KMPOBas Karvisl, B LIMTOIIA3ME MOTYT TakKe€ MPUCYTCTBOBATh KUPOBBIE KaIlIu
MEHBIIIETO0 pa3Mepa U MHOTOUYHCICHHBIE MEJIKHUE BaKyOJId, BO3MOXXHO, MPEICTABISIOIINE COO0i
BKJIFOUEeHUS IUNUI0B. [locnenoBaTenbHOCTh yTUIM3AIMU IUTATEILHOIO MaTepHalia iiia, mpyu KOTOpoit
pacxojyeTcsi cHadajla Macca JKeNTKa, a 3aTeM >KHpOBas Karuisg, XapakTepHa W A APYTHX TPYyMI
Teleostei (Mani-Ponset et al, 1994, 1996; Poupard et al., 2000; Kunz, 1964, 2004).

Buooewie ocooennocmu JKCC npeocmaeumenen Coregonidae, Salmoniformes

KCC curoBbix Ha >MOPHOHAIBHBIX CTAIUAX B ATOM padoTe ObUT PacCMOTPEH Ha TPHUMEPE
mykcyHa. [l )KCC mykcyHa XapakTepHa 3HA4UTENIbHAs HEPAaBHOMEPHOCTH I10 TOJIIMHE U PAHHEE
prOOpeTeHNE AIpaMu KPYITHBIX pa3MepoB U ciiokHo# hopmbl. Cpeansis TonmuHa XKCC ¢ nopcanbHON
CTOPOHBI B 00JIACTH KOHTaKTa C KUpOBOU Kareit 7,819+1,11 um, B o01acTu KOHTaKTa C KEITKOM —
32,324+1,73 um. B BeHTpanbsHOM 06sacTh 3T 3HaYeHus cocTaBisitoT 11,09+1,81 um u 26,7£2,51 pum.
Mopdodonoruueckue usmenenus: JKCC cBsizaHbl ¢ MepeMeNIeHUsMHU KUPOBBIX Kallellb U OKa3bIBAIOTCS
3HAYMTENIbHEE, YeM Yy 3apOobIiieii u THYnHOK BUIA0B Teleostei ¢ sitiamu 6e3 sxupoBbix Karess. JKCC
MYKCYHa UMEET CI0XKHYI0, T (PepeHINPOBaHHYIO, AMHAMUUHYIO CTPYKTYpY. OTnuuns JKCC nuunHOK
KacaloTCid OTHOCHTEJIBHOM TOJIIMHBI LUTOIIA3MAaTHYECKOro clIos U KoHurypauuu saep. Tak,
ocobeHHOCThI0O MyKcyHa siBisiercsi uctoHuenue JXXCC B oGnactu HekoTopbix cocynoB KM. Snpa,
COEeIMHEHHBIE MOCTUKAMH, Yallle Bcero BcTpeyaroTcs: y MmykcyHa (Pucynok 4A, 4bB). «KometoBuHbIE
Apa» HauboJyiee YacTO MOYKHO BUIETh y HEJIbMbI U YMpa Ha mo3aHuX cragusx (Pucynok 4B, 4I). V
HeJIbMbI 3HaYUTENbHAs A0S s/iep uMeeT ykazanHyto Gopmy (Konmakosa u ap, 2017a).
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Ocooennocmu ZKCC mpexuznoii Koa1rwuwku

B mepenneii o0jacTé JKENTOYHOTO KOMIUIEKCA HMMEETCS HECKOJBKO JKHPOBBIX Karellb,
noHoCcThI0  OKpykeHHbIX JKCC  (PucyHok 5). Menkue oOkpyribie (parMeHThl  IKENTKa,
KOHTaKTUpYIoue ¢ 6azanbHoi moBepxHocThIo JKCC, OKpamuBaroTcs 503MHOM o4eHb cinabo (PucyHok
5B). BepostHo, aTansl 1u3nca )KenTka, KOTOpble Y APYTUX BUIOB PHIO OCYIIECTBISIOTCS B IIUTOIIA3Me
XKCC, y koutolku coBepiaroTcs B ocHoBHOM Ha rpanuiie xeinrka u JKXCC (Konmakosa u ap, 20178r).

N

Pucynok 5. — Opranuzanus
KCC tpexurioit Komomku. (A,
b) Io3auwuii 3apoapii. YKuposas
kamst, oraeiaeHHas JKCC ot
JKEITKA. [Tonepeunas
UCUYEPUCHHOCTh  I[UTOILIa3MBbI
XKCC. Ilonepeunsie cpesbl. (B)
[lepenuss o0nacTh KEATOYHOTO
KOMIUIEKCca JUYUHKH. JKupoBble
KaIlJIi, OT/IEJICHHBIE OT JKEJITKA.
Cnabo okpamieHHble (pparMeHThI
KEJTKA MOKa3aHBbI
HaKOHEYHHUKOM CTpEJIKU.
X S A - [Tapacaruttanbnbiii  cpes. ()

e [lepennsis obnacth KEATOYHOTO
KOMILIEKCa JMYMHKH.
®poHTaneHbIl cpe3. JKuposbie
karu, okpyxxeHHble JKCC. x —
KEJITOK, KK — JKUPOBas Karuis, KC
= N . — KPOBEHOCHBIN COCYI, 51 — AP0
XKCC.
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Ceazb xapakmepucmuk KCC ¢ ocobennocmamu 6uonozuu uccied08aHHbvlx U008

Cpenu 00bEKTOB JaHHOI'O MCCIEOBAaHUS OTHOCUTENbHO pocTo ycrpoeH KCC mpaHuo-pepHo.
OH pas3BuBaercs npu HauboJiee BBICOKMX TEMIIEpaTypax M MMEET caMble MeJKHe siia 0e3 KupoBon
Karmi. J{ns gaHMo-pepro xapakTepeH HauMeHblinid cpenHuil pasmep saep JXCC kak Bo Bpems
racTpyJjsiliuy, Tak U B XoJle TMYMHOYHOro nepuojaa. Haubonee cnoxnas opranuzanus JKCC u cambie
KPYIIHBIE €T0 fApa XapaKTEpHbI IJs CUTOBBIX C HMX IPOJOLKUTEIBHBIM Pa3BUTHEM IPU HU3KHX
TEMIEpaTypax M KPYMHBIMHM OJMIOIUIa3MaTHUYECKUMHU sHLaMu C kupoBod Kamied (PucyHok 6)
(Konmakosa u nip., 20168).

Cpasnenue 7KCC oanuo-pepuo, 00bIKHOBEHH020 6bIOHA U MYKCYHA OmM 2ACMPYIAUUU 00
JUYUHOYHBIX CIaduill. 3aKAI0YUmMenbHble 3aMeYaHUs

CpaBaum ctpykrypy JKCC nanmo-pepro, OOBIKHOBEHHOI'O BBbIOHA M MYKCYHa CO CTaJHH
3apOMABIIIEBOTO MIUTKA (TacTPYJSAIUS) 0 JIMYMHOYHBIX CTaauil (TIEpHOJ >KEITOYHOTO THTAHUS).
Oco6ennoctn KCC MykcyHa B 3HAUUTENbHOW CTENEHM CBSI3aHBI C KPYINHBIM pa3MepoM
OJIMTOIJIA3MaTHYECKHX SIMI] M HAJTMYHUEM JKUPOBBIX Karesb. B pa3BUTHN MyKCyHa 3apOIbIIIEBBIN IIUTOK
oOpasyetcs Ha 25% oOpacranus, y ganuo-pepuo — Ha 50% obOpactanusi, y 0ObIKHOBEHHOT'O BbIOHA —
MmeHee 33%. OcoOeHHOCTBIO KeNTOUHOM ceprl racTpyi BeioHa ABIs0TCS BEIPOCTHI JKCC 1 sHEpruab!
B TOJIIIIE KeNTKa. Bo Bpems racTpynsiiuu y BbloHa qopcanbHast 00macth XKCC yBennueHa mo cpaBHEHHUIO
C BEHTPAJIbHOW, U PA3NIUYUSI MEXKIY HUMHU CTaTUCTHUECKU 3HAUYMMBL. Y JaHHO-PEPUO U MYKCYHa 3TH
OTJINYHSI, HAITPOTUB, CTATUCTUYECKU He 3HaunMBbl; TonmuHa JKCC mocneaHero kpaiiHe HEpaBHOMEPHA.
OTH BapHalli MOTYT OBITh CBSI3aHBI B TOM YHCJIE C XapaKTePUCTUKAMHU JKEITKa U/WIK 0COOCHHOCTIMU
MOP(HOTEHETHYECKUX TBUKCHHUI BO BPeMsl TaCTPYJISIIUU.
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Pucynox 6. — CpaBHeHME
OpraHM3allil ¥ aHATOMHYECKOTO
TTOJIOYKEHHMSI JKEIITOYHOTO KOMILIIEKCA
JIMYMHOK JaHUO-PCPHO U HCJIIbMBI KaK

MPEACTaBUTENS CUTOBBIX. (A)
Janno-pepuo. Kentounsrit
KOMIUIEKC ~ PAacHoOJIOKEH  MO03aaH
MEYCHH,  JKEATOK  MPEJCTaBJICH
IJIaCTUHKaAMH (amHICh u
100 ym MATUYTOJIBHUKH ), OTCYTCTBYET

xupoBas karis. JKCC ne obOpasyer
BbIpocTOB Wiu  yrayonenuit. (b)
Henpma. JKenTouHbli  KOMIIIEKC,
BKJIIOYAOIIMKA  JKAPOBYKO  KAILIIO,
UMeeT CJIOXKHYIO ¢dopmy,
pacrnojoXeH cHepeaud OT IEeYeHH.
PasButa cocynucras cets JKM. JKCC
[IPOPUCOBAH YEPHBIMU  JIMHUSIMH,
sapa JKCC — XKenTbIMHU, KEITOK —
PO30BBIMHU, KPOBEHOCHBIE COCYIbI —
KpacHbIMM, II€Y€Hb — CHHUMH,
MOJKENYI0UHAas JKeje3a — 3€JIEHOMN
JIMHUEH. 5K — JKEJTOK, KK — )KUpOBast
Karisl, K — KUIIKa, IDK — IUIACTUHKA
KENTKa, IDKXK — MOJDKeITyJoYHas
JKeJe3a, I — TUTaBaTeNIbHBINA My3bIpb, T4 — nedeHb. MacmTad: b = 100pm.

MO’XHO MpPeArnoNoXuTh, YTO TPUMHUTHUBHBIM, IEPBUYHBIM BapHaHTOM OPraHU3aLUU SIBISIETCA
JKCC 6e3 BBIpOCTOB U SHEPIU] B MAaCCE JKEJITKA, C HE BBIPAKCHHBIMH OTIMYUSMH IO TOJILIMHE BJIOJIb
JIOPCO-BEHTPAJIbHOM OcH. Y TaHMO-pEprO U BbIOHA 3aBEpILIEHUE SMUO0INH COBIAJAeT C 3aBEPIICHUEM
racTpyisauuu. Y MyKCyHa Ha MOMEHT 3aMbIKaHHUS JKEITOYHOW MPOOKM Yy 3apojiblllia €CTh JBE Mapbl
COMHTOB, TJa3HbIC My3bIPU C XpyCTAIMKaMU W ciyxoBble my3slpu (Kocromapora, 1975; JleGenena,
1982; Kimmel et al., 1995).

[Tpu 3aBepmennn oOpactanms urormazmMa JXCC u monmuMopdHBIE siipa CKalUTMBAIOTCS B
o0nacTi 3aKkpeITUs skentouyHoi mpoOku. Ha cragmsax comuroreHesa XCC y omucaHHBIX BHJIOB
CTaHOBUTCS OTHOCHTEIHHO TOHKHM, 33 UCKITFOUEHHEM KayaadbHOH oOmacti. OOpa3oBaHME BBITSIHYTON
yactu KM y aHuO-pepHo MPOUCXOAMT Ha CTaguu 14 map cCOMHUTOB, y BbIOHA — 25-26 map COMHUTOB.
Haunnas ¢ atux craauii 1 10 IU4YMHOYHOrO nepuoja cxojactBo opranmzanuu KCC kaprnooOpa3zHbIX
MaKCHUMaJbHO. B pa3BUTHM CUTOBBIX BBITAHYTast yacTh KM He Gpopmupyetcs. Bo Bpemst comurorenesa
KHUPOBBIE KAaIUIM PACIOJArarTCs B Macce JKeJITKa, M, B ciaydae, koraa oHu npuiexar k KCC, oH
okpykaeT ux. K JTMUMHOYHBIM CTajusiM OOJIBIIIMHCTBO JKMPOBBIX Kamellb CIMBaeTcs B onHY. B xone
JMYUHOYHOT'O IIEpHOJia CHOBA BO3HHUKAIOT 3aMETHbIE MOP(OJIOrHuecKue paziauuus, B T.4. Mexay KCC
IIPEJICTAaBUTENIEH OIHOrO ceMelcTBa. B 3TO Bpemsi KENTOYHBIM KOMIUIEKC IPETEepHeBacT psjl
U3MEHEHHUH: YCIIO)KHEHHE (DOPMBI, YBEJIWYEHHUE TOJIIIMHBI CUHIMTHUS, KOJIMYECTBA JKEITOUYHBIX
BKJIIOYEHUH W JUIMHBI MUKPOBOPCHHOK. Y KaprnooOpas3HbIX H3MeHseTcs ¢opma mepeaHel obnactu
KEINTOYHOIO KOMIUIEKCAa. OTH M3MEHEHMs, 10 BCEH BEPOATHOCTH, OTPa)Xal0T HMHTEHCU(UKALUIO
MeTaboIM3Ma )KEeITKa U IPOSBICHUE B3aUMOICHCTBHS C IPUJISKAIIUMHI OpraHaMH U TKAHSIMH, BKJIIOYast
nedeHb u cocyabl JKM. OcoOeHHOCTH OpraHu3allMd 3TUX CTPYKTYp M IIOJOXKEHUE KEITOYHOIO
KOMILJIEKCAa B TIOJIOCTH Tella MOXeT OOyCIaBIMBaTh XapaKTEpPHbIE HM3MEHEHHUs ero Mop(oOoruu
(Kondakova, Efremov, 2014; Kondakova et al., 2017ab; Konmakosa u ap., 2017x). Takum o6pazom,
Obula oTMeueHa cienymoomas TeHaeHuus. PasnooOpasue B opranmsauuu KCC mposiBisercs B
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HauOOJIbIIICH CTEMEHW Ha PaHHMX SMOPHOHAIBHBIX cTamusx, 3aTteM opranuzanus KCC craHoBHUTCS

0oJsee CXOHOM, a Ha JIMYMHOYHBIX cTaausax B cTpykType JKCC cHoBa Bo3HHMKarOT Bapuauuu (PucyHok
7).

Pucynok 7. — CpaBHeHue 3apojplllieil 1aHUO-pEepHO, OOBIKHOBEHHOI'O BbIOHA U MYKCYHa BO BpEMs
racTpynsiuuu U comutoreHesa. [lapacarutranbubie cpesnl. (A) actpyna nanuo-pepuo. (b) 3apomasiin
naHuo-pepuo  Ha craaum 14 map comutoB. (B) I'actpyna oObikHOBeHHOTO BbIOHA. (I') 3apossim
oObIkHOBeHHOTO BhioHA Ha ctaguu 33. () ['actpyna mykcyna. (E) dopcanbHas oGnacTe 3apojbliia
MYKCYHa BO BpEMS COMHTOTEHE3a. TM — TOJOBHOW MO3T, — JKEJITOK, )KK — JKHpOBasi Karuis, 301 —
3apOJBIIIEBBIN HIUTOK, THK — TUIACTHHKA JKENTKAa, C — COMUT, X — XOpJAa, XI — XBOCTOBas IMOYKa.
Macmra6: A, b, 1 =200 um; B, T, E = 100 pum.

OTMeueHHast TEHICHIIMSI COOTHOCUTCS C «MOJISIIBIO TIecouHbIX yacoBy (Irie, Kuratani, 2014).

PacnipocTpaHeHHOCTH OpraHu3aly MPOBU30PHOI CHCTEMBI, YTHIN3UPYIOLIEH JKENITOK, B BUE
CHMIUTACTa C TIOJMUMOP(QHBIMUA TOJHUIUIOMIHBIMUA SIPAMH, CBHJCTEIBCTBYET O €€ BBICOKOH
spdexruBHOCTH. HecMoTps Ha QyHIaMEHTaIbHOE CXOACTBO OpPTraHH3alUH SKEITOYHOTO KOMILIEKCa
OOJBIIMHCTBA M3YYEHHBIX KOCTHCTBIX pblO, Bapuauuu ctpoeHuss KCC nHabmogatoTcs y
(unoreneTHYeCKN OJIM3KUX BUIOB, TPUHAUISKAIINX K OTHOMY CEMEIHCTBY U POLy.

3akiao4eHue

[IpoBU30pHBIE CTPYKTYpPHI UMEIOT OOJBILIOE 3HAUYEHUE AJI Pa3BUTHUS NPEICTaBUTENIEH MHOTUX
rpynn Metazoa u xapakTepu3ylOTCsl 3HAUMTENbHBIM pazHooOpaszueM. Ilpu sTOM, HecMOTps Ha
Pa3IUYHOE 3BOIIOIMOHHOE TPOUCXOXKACHHUE U CTIIOCOOBI 00pa30BaHus, 111 MHOTHX M3 HUX XapaKTEPHbI
oOI111e YepThl, TaKMe KaK CHHIIUTHANIbHAs opranu3anus u nonuruionssie sapa. JKCC - aTo BpeMeHHOe
MHOTO(QYHKIIMOHAIbHOE CHMILIACTHYECKOE OOpa30BaHME KUBOTHBIX C MEPOOIACTUYECKUM THIIOM
pa3BuTHs. JKCC KOCTHCTBIX pbIO UIpaeT BaXHEUIIYI0 pOJib B MX 3MOpHOTeHe3e M JTUYUHOYHOM
pazButuu. JlerampHoe uzydeHue cTpykrypbl JKCC B pa3BUTUM KOCTHCTBIX PBHIO BHOCHT BKJIaJ B
NpPEJCTaBICHU KaK O CTPOCHMM, MHOTOOOpa3WU M SBOJIIOLUHU IPOBU3OPHBIX CHUCTEM, TaK M 00
OHTOT€HETUYECKOM Pa3HOOOPa3UN KOCTUCTHIX PbIO.

Hamu ObUI0 BBIMOSHEHO CpaBHHUTEIbHO-TUCTONOrMYeckoe uccienoBanue JKCC 3apoaplieit
JaHUO-PEeprO, OOBIKHOBEHHOTO BbIOHA M MYKCYHA, a Tak)Ke JIMUYMHOK Kapra, OOBIKHOBEHHOTO BbIOHA,
NENsIIM, MYKCYHA, YUpa, HENbMbl M TPEXWUIVION KOJIIOLIKH, INPUHAUIEKAIIUX K ABYM U3 YETBIPEX
OCHOBHBIX I'PYIII KOCTUCTBIX pbI0. bbuia onucana yiapTpactpykrypa KCC THYMHOK JaHHO-PEPHO.

I'ucronoruueckoe M ANEKTPOHHO-MUKPOCKOMMYECKOE HCCIEAOBAaHMs TOKa3adu oO0mue |
crenuduaeckue deptol opranuzamuu KCC uccnemoBanubix BuaoB. s JKCC Bcex uccnenoBaHHBIX
HaMH KOCTHUCTBIX PbIO XapaKTepHa CTPYKTypHasl perHOHANIN3AlUs, HO €€ MPOsBIEeHUs pa3inyHbl. OHa
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CBsi3aHa C pa3zieleHueM QyHKIMN MEXIy ydyacTKaMU CUMILIAcTa U 00yCIIOBJIEHA OpraHu3anuen auu (B
YaCTHOCTH, HAJIMYUEM KUPOBBIX Kaleib) U B3auMoaelcTeueM ¢ npuiexamumu k JKCC cTpykrypamu.
CrpykTypHasi permoHanus3alus HaOJMOJAaeTcsi, HauMHas C pPaHHMX CTaguil pa3BuTus (Osactyna).
Tonmuna JXCC nepaBHOMEpHA.

B xozxe panHero sMOpHoreHe3a IMpOUCXOIUT YCIOKHEHHE (OPMbI U YBEIUYEHUE JIMHEWHBIX
pasmepoB snep KCC. Ha cpeaHux M mo3gHUX 3MOPUOHANBHBIX cTanusx miaouaHocts saaep KCC,
HPENOI0KUTENbHO, HE YBEINUMBAETCS.

[Tokazano npuHIMnHanbHOE equHCTBO opranu3anuy JXCC KOCTHCTBIX pBIO: 3TO CUMIUIACT C
HOJMMOP(HBIMU KPYIHBIMH SPaMH, PACIOJIOKEHHBIN Ha epuepun eJITOYHOro KoMIUIeKca. Tem He
MEHee, BapHallMd €ro CTPOeHUs ObUIM OTMEYEHHI y TpencraButeneld omHoro poma (Coregonus) u
COCTOAT B 4YaCTOTE BCTPEUAEMOCTH SA€P ONPEIEICHHON (OPMBI U OTHOCUTEIBHOMN TOJIIIMHE OTAEIbHBIX
yuactkoB JXCC. Ha pannux smOpuonanbHbix ctaausx B opranmsanuu KCC nabmomaercss GoJbine
BapUalii, 4eM Ha CpelHUX M MO3JHMX SMOPHOHAIBHBIX CTagusaX. B xone nmuMHOYHOro mepuozaa B
opranuzaiuu JKCC cHoBa BO3HMKAlOT pasznuuusd. Hamu BnepBble ObUIM TOJyYy€HBI CBEJEHUS O
nporpammupoBanHoit rubenu JXCC nanno-pepuo u kapra.

Haubonee cnoxnas ¢opma KEITOYHOTO KOMIUIEKCA, BBIPAKCHHAS CIICIUATN3AIUS YIACTKOB
JXKCC u 3HaunTenpHbIC H3MEHEHHUst MOP(HOJIOTHH B X0/1¢ pa3BUTHs xapakrepHsl 11t Coregonidae, Torna
KaK JKEJITOYHBIA KOMIUIEKC JaHUO-PEPUO YCTPOEH OTHOCUTEIIBHO MEHEE CI0KHO, YEM Y JPYTUX BUJIOB.
D10 HabMIOJeHHE yKa3blBaeT Ha CBA3b Mexay opranuzanueid JKXCC u HaimuueM >KMPOBBIX Kallellb B
COCTaBE KEJIITOUHOTO KOMILIEKCA, IPOAOKUTEIbHOCTIO U YCIOBUSIMHU Pa3BUTHSL.

[Tonmy4yeHHble pe3ynbTaThl MOT'YT CTaTh OCHOBOM JalbHEHIINX UCCIIEAOBAHUM yIBTPACTPYKTYPbI
XKCC, mexanuzmoB obpazoBanusi JKCC B pasHbix rpynmax Teleostei, iMHaMHUKK MONUILIONAU3AIH
a1ep, AMOPHOHAIBHOIO HYKJIEOJIOreHe3a, crneuupuueckux (YHKUUNA TIeHOB, 3KCIPECcCHUs KOTOPBIX
BbIsiBiIeHa B JKCC.

BriBoabI

1. CrpykTypHas perHOHAIM3ALMUS JKEITOYHOTO CHHIUTHAIBLHOTO CIIOS XapakTepHa JUIS BCEX
BUJIOB, OIMCaHHbIX B Hacrosied pabore. OHa oTMeYaeTcsl yXe Ha paHHUX CTaaMsIX
sMOpuoreHesa M o0O0ycCJIOBJI€HAa KakK oOpraHu3aluei silla, Tak W B3aUMOJCHCTBHEM C
NPUJISKAIIAME K JKEITOYHOMY CHHIIUTHAIBHOMY CIIOI0 CTPYKTYPaMH.

2. VYBenn4eHHWe pa3MepoB sEp JKEITOYHOTO CHHIUTHAIBHOTO CJOS W TPUOOPETECHHE HMU
pa3HooOpa3HbIX (hOpM MPUYPOUEHBI K paHHEMY dMOpHoreHesy (6yacTysna, racTpyia).

3. Tloka3zaHO HpPUHIMNHATIBHOE €IMHCTBO OPTaHU3ALMHU JKEJITOYHOIO CHHLUUTHAIBHOTO CIOS Y
KOCTUCTBIX pBIO. [IpH 3TOM y (moreHeTHyeckn OIM3KUX BUIOB, IPUHAIICKAIINX K OJHOMY
cemeiictBy u poay (Coregonus) HaOIIOAAIOTCA BapHallMd CTPOEHUS  KEITOYHOTO
CHHIIUTHAIILHOTO CJOSl, B YaCTHOCTH, MPOSBISIFOIINECS B Pa3IMUUSAX IO TOJNIIMHE U (opme
OTJENIbHBIX YYAaCTKOB U BCTPEUAEMOCTH sIIEp ONpPEAETICHHON KOHPUTYypaIHH.

4. OrmedeHa cieqyromas TEHISHIHS: HAa PAHHUX SMOpPHUOHAIBHBIX CTAIHsIX B OpTaHU3AINH
KENTOYHOT0 CHUHIIMTHAIBHOTO C€JI0s HalOmiofaercss Oosblle BapualMii, yeM Ha CpeIHUX HU
no3MHUX. Ha JTMYMHOYHBIX CTagusX CTPOEHHE >KEITOYHOTO CHHIMTHAIBLHOTO CIIOS CHOBA
CTaHOBUTCA 0oJiee pPa3HOOOPA3HBIM.

5. Opranm3anys >KE€ITOYHOTO CHHIUTHAIBLHOTO CIIOS OIPENENIeTCS B TOM YHCIE HAIMYHEM
KUPOBBIX Kamelb B COCTaBe IKEATOYHOIO KOMIUIEKCA, MPOJOJKUTENBHOCTBIO U
TEMIIEpaTypHbIMHA  YCIIOBHSIMA — pa3BuTHs. HambGomee cnoxnas, auddepeHnnpoBaHHas,
JUHAMUYHAs CTPYKTypa M Hauboyiee KpPYMHbBIE sjipa >KEITOYHOTO CHUHIUTHAIBHOTO CIIOS
cBoiictBeHHbl Coregonidae. HanmMeHnee cioHash opraHu3aiys >KEITOYHOTO CHHIMTHAIBLHOTO
CJIOS XapaKTepHa JJIsl TaHHO-PEPHO.
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