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KenrouHblii cuHIUTUATBHBIN ciioii (2KCC) — 3To cuMIiacTuueckasi IpoBU30pHasi cucrema, GopMupylo-
11asiCsl HA paHHUX CTaausIX SMOproreHe3a KocTUucThix pbio. 2KCC BbIMoOMHsSIET MOPGOTEHETUYECKYI0, TPO-
duyeckyo 1 UMMYHHYIO ¢pyHKLIMKU. HecMoTpst Ha BaxkKHYIO poJib B pa3BUTUU, CBeAeHUS O CTpyKType 2KCC
orpaHuveHbl. B Hacrosieit pabore npencraBieHO CPaBHUTEIbLHO-TUCTOJIOTUYECKOE MCCIEIOBaHUE OCO-
oeHHoctel cTpyKTyphbl 2KCC B pa3BUTUM JUUMHOK YETHIPEX XO3SIMCTBEHHO BaxkKHbIX BUIoB Coregonidae
(Salmoniformes) — Coregonus peled, Coregonus muksun, Coregonus nasus v Stenodus leucichthys nelma. KCC
auunHoK Coregonidae nmeeT CloXHYyI0, 1uddepeHIuPOBaHHYIO CTPYKTYpY. JI1s1 BceX Ha3BaHHBIX BUIOB
xXapakTepHa (pyHKIIMOHaIbHasl pernoHanu3alus uuroruia3mMbel 2KCC, BeposiTHO, 00yCJIOBIIEHHAs! OCOOEH-
HOCTSIMM aCCUMWJISILIUM TIMTaTebHBIX BelllecTB. LluTomnnasma, okpyxkaloliasi KpyImHylo XKMPOBYIO Karulio,
BBITJISLAMT MCUepUeHHOM. B mmuromniasmMe, okpyXaloleil Maccy XejiTka, 3aMeTHO pa3/ieJieHUue Ha BHYTPEH-
HIOIO 00J1aCTh, HAITOJTHEHHYIO KEJITOUHBIMU BKJIIOUEHUSIMU, U 00Jiee TIalKyio, TOMOTeHHYIO Hapy>KHYIO.
Kuposas karuisi coxpaHsieTcs TTocJie TTOJTHOM yTUIM3alMi Macchl xkeaTka. Ha pyHKIImoHaabHyI0 peruoHa-
JIN3AIMIO yKa3bIBaeT Takke HepaBHOMepHOCTh 2KCC 1o ToNIIMHE BOOJb TepeaHe3aaHeil U TOop30BeH-
TpaJibHOM oceil. HanMeHblirylo TOJIIIMHY UMeeT TOpCoMenrabHasi, HaXoIs1asicsl Mo KUILIKO, 00J1acTh
KCC. JopconarepaibHble 00J1aCTU CUJILHO YTOJILIEHBI U 00JIeraloT KMIIKY ¢ IBYX cTopoH. s ZKCC xa-
pPaKTepHbI TMTAHTCKUE UCKIIFOYUTEJIBHO CII0XHOM (hopMBI siipa. BugoBsle o0cOGeHHOCTHU KacaroTcst (hOpMbl
KCC u ero saep. Ha ocHoBaHUM IOJIyYeHHBIX Pe3yJIbTaTOB MOXKHO CleJaTh BBIBOI O MPUHIMITMATIEHOM
cxonctie opranuzaiuu 2KCC IMYMHOK UCCEA0BAHHBIX CUTOBBIX PbIO, OTHAKO, MOXHO TOBOPUTH O €€ BU-
TIOBBIX BapHallMsIX, Pa3IMIMMBIX Ha TUCTOJIOTUYECKOM YPOBHE.

Karoueswie cnosa: Coregonus peled, Coregonus muksun, Coregonus nasus, Stenodus leucichthys nelma, rucromno-
TMYECKME METOObI, METAOOJIM3M KeJITKA, TMYMHOYHOE pa3BUTHUE, KEJITOUHBIA CUHIIMTUAJIbHBINA CITOM, K1 -

poBast Karuist
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BBEAEHWE

KocTucteie pplObI — 3TO MHOTOUMCICHHAs M Hau-
OoJjiee pa3HOOOpa3Has rpynna II03BOHOUYHBIX XKUBOT-
HBIX, HaCEJISIIOIIUX MPECHbIE U COJIeHbIe BOABI BCEX
KJIMMaTudeckKux 30H. CerogHss HacuuThiBaeTcs ot 30
10 32 (u 60Jee) ThIC. BUAOB KOCTUCTHIX PHIO U3 IIpU-
6usuTeabHo 64000 BuIoB Mo3BoHOYHBIX (Brough-
ton et al., 2013; Glasauer, Neuhauss, 2014). Bunosoe
cBOeoOpa3re KOCTUCTBIX PbIO OOHAPYXKUBAETCS YK€
Ha paHHMX CTaausIxX aMOpuoreHe3a. Hapsioy ¢ oomu-
MU YepTaMM CYILIECTBYIOT OCOOCHHOCTU B IIPOTEKa-
HUU pa3IMYHBbIX IpolueccoB (Makeesa, 1992; Kunz,
2004; Desnitskiy, 2015; Alix et al., 2015). OngHoii u3
MPEINOCHIJIOK 3BOJIOLIMOHHOIO ycrexa U MHOT000-
pa3usl KOCTUCTBIX PBIO MOXKET OBITh MEpOOIacTUIEC-
CKUIA TUIT pa3BUTHSI, B CBOIO o4epeab 00YCIOBISHHBII
0co0oii opranuzanmeit sinekiaeTok (Coun, 1981). s
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KOCTUCTBIX pBIO XapaKTEpHbI TeJIOJIelUTaTbHbIE
000CO0JIEHHOXKENTKOBbIE sitliekyieTku (Makeesa,
1992). B xone ooreHesa, OIJI0IOTBOPEHUS U TIEPBBIX
JIeJISHU APOoOJICHUS MPOUCXOOUT OTHCICHUE YacTU
LIMTOIUIA3Mbl OT 3KEJITKA U e JIOKaJIM3alusl Ha aHU-
MaJIbHOM MOJIIOCe fdiilla B BUae Onactomucka. XoTsd
0JIaCTOIMCK COJAEPXKUT HEKOTOPOE KOJIUYECTBO KEJT-
Ka, OCHOBHAsI €T0 Macca COCPeIOTOUEHA B T.H. JKEITOY-
Holt chepe. Y KOCTUCTBHIX pbI0 U HEKOTOPBIX IPYTUX
JKUBOTHBIX ¢ MEpPOOJIACTUYECKMM MOIYCOM Pa3BUTHSI
METabOoU3M KEJITKA OCYIIECTBIISICT CIEeLIMaIu3upo-
BaHHAsI CTPYKTypa — 3KEJITOUYHbBIM CUHLIMTUAILHBIA
cioii (Kondakova et al., 2016). DTo MHOroM®yHKIIHO-
HaJbHAag TMHAMWYHAs CUMILIACTAUYECKAs CTPYKTYypa.
KCC obpasyercs Ha cTaguy OJIAaCTYJIbI U CTAHOBUTCS
AKTUBHBIM KOMIIOHEHTOM 3KEJITOYHOM cdepbl. Omnu-
caHbl BBICOKO YIIOPSITIOYEHHBIC OBUXKEHUS SIIep
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KCC B xome paHHETO 3MOPHOHAIBHOTO PAa3BUTHS.
MHuorouuciaeHHble spa 2KCC uMMeloT pa3audHbie
YPOBHMU IUIOMAHOCTHU (MOTYT OBITh BEICOKO MOJIUILIO-
WIHBIMI), pa3Mepsl 1 ¢popmy. B pesynbrare obpacra-
HUs 61acToaepmoit xxentouHoii cpeprl ZKCC BMecTe
C 3KEJITKOM BXOAUT B COCTaB XXEJITOYHOIO MEIIKa.
KCC, Macca xeNTKa U XWpPOBbIE KaIlUTU (€C OHU
MMEIOTCSI) COCTABIISIIOT KEITOYHBIN KomIuiekc. [1o-
Mumo Tpodudeckoit ¢pyHkiuu, 2KCC BBITOJHSIET
MOp(dOreHeTUYEeCKyI0 1 UMMYHHYIO (DYHKIIMU 1 aK-
TUBHO y4YacTByeT B anmbonuu (063opnl Carvalho,
Heisenberg, 2010; Lepage, Bruce, 2010; Kondakova,
Efremov, 2014; Bruce, 2016; Kondakova et al., 2016).
CylecTByeT TecHasi CTPYKTypHasi U (hyHKIMOHAb-
Has cBa3b 2KCC u nneyeHu. ZKCC Teleostei BbITTOIHSI-
€T HeKOTOpble (PYHKIIMU IIeYEeHU IO Hadaja ee Jesi-
TEJIbHOCTY 1 YYaCTBYET B €€ Pa3BUTUU; TIEUECHDb TAKKE
y4JacTByeT B MeTabonu3me keilTrka (0063opel Kunz,
2004; Jaroszewska, Dabrowski, 2009, 2011; Carvalho,
Heisenberg, 2010; Finn, Fyhn, 2010).

HecMmotps Ha cymiectBeHHOE 3HaYeHne 2KCC st
MPOLIECCOB PAHHETO PAa3BUTHUSI PHIO, CBEIEHMS O TaH-
HOI cTpyKType orpaHudeHbl. Ob6pazoBaHue KCC,
ero (yHKIMOHUPOBAaHUE, MUTPALIMU SIIEP MOAPOO-
Hee Bcero usydeHbl y Danio rerio, MOOEJILHOTO O0b-
eKTa Ouojoruu pasBuTus. Mopdoaorndyeckue uc-
cJiefoBaHVsI HEMHOTOYMCIIEHHBI, U BBITTOJHEHbBI B OC-
HOBHOM Ha MOJEJIbHBIX 00bEKTaX, TAKUX, Kak D. rerio,
Fundulus heteroclitus, Oryzias latipes a TakKe Ha He-
CKOJIBKUX BUIAX, UMEIOIINX XO3SIMCTBEHHOE 3Haye-
Hue (Kondakova, Efremov, 2014).

CuUroBble LIMPOKO PACIIPOCTpaHEHbl B BOJOEMax
T'onapkTuku, HacessIst peKu 1 03epa CEBEPHOM YacTu
EBpasznn m Amepuku. CUTOBBIE SBJISIIOTCS MHOTO-
YUCJICHHON TPYIIION phIO, OTINYAOIIECHACS OOTBITUM
BUIOBBIM pa3zHOOOpa3rueM, OMOJOTUYECKMMU 1 DKO-
JIOTUYECKUMU OCOOEHHOCTSIMU.

Hacrosmee nccnenoBanue 2KCC npoBegeHO Ha
YyeThIpeX BUIAX CUTOBBIX pbIO: mensinu, Coregonus
peled (Gmelin), mykcyne, Coregonus muksun (Pallas),
yupe, Coregonus nasus (Pallas) u HenbMme, Stenodus
leucichthys nelma (Pallas), KoTopble OTHOCSTCS K
LIEHHBIM TIPOMBICIIOBEIM OOBEKTAM U B HACTOSIIECE
BpeMsl aKTUBHO BBOJISITCSI B aKBaKYJIbTYpY.

PenpoaykTMBHOI OCOOEHHOCThIO OOJBIIMHCTBA
Coregonidae, Kak oceHHe-HEpEeCTIIINXCSI PBIO, SIB-
JISIETCS CMTOCOOHOCTh UMKPBI K JIMTEJIbHOMY Pa3BU-
THIO TIPU HU3KUX TeMIlepaTypax, B TOM YMCJIe MOI0
JILIOM WJIA BHYTPH JIbaa. DTa 0COOEHHOCTh 00YCIIOB-
JieHa cneur(pUYeCKUM COCTaBOM KeJITKa, coaepKa-
IIeTo OOJBIIIOe KOJMYECTBO HEHACHIIIEHHBIX XUP-
HBIX KUCJIOT, MYKOIIOJUCAXapuaoB, KOMILJIEKCOB
IMUTMEHTOB, MPEeIOTBpAIAlONINX 00pa3oBaHNe KPU-
crayuioB jJbaa (Chernyaev, 2014). fditliekiaeTku curo-
BBIX OTHOCSITCSI K OJIUTOILUIa3MaTu4ecKomMy TUIly. B
00pa3oBaHMKM KPOBEHOCHOI CHCTEMBI KEJITOYHOTO
MeIlIKa y HUX Yy4aCTBYeT IMOIKHUILIEYHO-KeJITOYHAs
BEHA U OTXOIMIINe OT Hee Kammuisipbl (CMOJIBSIHOB,
1966; Bbymanos, 1979; Jlebenena 1982, 1985). Ilpu
5TOM Yy pa3IMYHbIX BUAOB OTMEUYAETCS y4acTUe B 00-

KOHIJAKOBA u np.

pa30BaHUM KPOBEHOCHOM CETH XKEJITOYHOTO MEIIIKa U
JIPYTUX COCYIOB Ha Pa3HbIX CTaOUsIX pa3Butus. Tak,y
3aponpiiieit S. leucichthys nelma B obpa3zoBaHUM CO-
CYIIMCTOM CETU YYACTBYIOT KAIWJUISIPhI OT TOIKH-
mieyHoit BeHsl (bymanos, 1979), y C. muksun — mie-
penHsisi OpbIKeeuHas apTepusl, a TaKKe MOIKHUIIeY-
Hasl U ITle4eHOYHO-XKeaTouHast BeHa (CMOJIbSHOB,
1966). CrerneHb pa3BUTUSI KPOBEHOCHOI CETH KeJl-
TOYHOIO MEIlKa, a TAKXE CTaAuM, Ha KOTOPBIX OHA
JIOCTUTAET MAaKCHUMAaJIbHOTIO Pa3BUTUS WIM IIPETEPIIE-
BaeT MHBOJIIOLINIO, TaK Xe pa3Hsarcs (Jleoemena, 1982,
1985). Y C. nasus otmeudaeTcst 0co00 rycToe paciionao-
KeHue cocynoB KM Kak omHa U3 amanTtaiuii K oou-
TaHUIO B X0JI0AHLIX Bomax (JIebenena, 1982). YV Hellb-
Mbl Ha CTaAWU BBUIYIUICHUS TIPOUCXOIUT WHBOJIIO-
LIS COCYAVICTOM CETH XKEJITOUHOIO MEIIKa, TOraa Kak
y HeJISIU Ha OTOM CTaIUU COCYIbI XKEJITOYHOTO MEIIl-
Ka JOCTUTAalOT CBOEr0 MAKCHUMAJIBbHOTO Pa3BUTUS
(CmonbsHOB, 1966; Jlebenena, 1985). INynnscatus cepa-
11a ¥ SPUTPOLIUTAPHOE KPOBOOOpAIlleHIe HAUMHAIOTCST
no BeutyrieHust (CmombsiHoB, 1966; Bynanos, 1979;
JleGenena, 1982, 1985). 2KenTouHblil MEIIOK IIapo-
00pasHbIii, HO, O Mepe pacXOdOBaHUSsI JKeITKa, IPU-
HUMaeT SHLEeBUIHYIO, a 3aTeM MTPOA0JATOBaTy10 (hop-
My (CMmonbsiHOB, 1966; BymanoB, 1979; JleGenesa,
1982, 1985; Virta, Cooper, 2009). ¥ nuunHok Corego-
nidae XXeJITOYHBIIA KOMIUJIEKC PAaCITOJIOXKEH BIIEpEIn
neuyenu (Kunz, 1964; CMmonbsHOB, 1966).

Ha C. peled nzydanu pyHKIIMY 3KeITOYHOM Chephl
MyTeM OBKcIUlaHTauuu OmactomepMbl (MrHaTheBa,
1979). I'mctonornueckoe ucciegopanme 2KCC nnum-
HoK Coregonus alpinus co cTaguy BBUTYIUICHUS ObLIO
BeintoiHeHo KyHir (Kunz, 1964, 2004). Dtot BUI SIB-
JIIETCST SHAEMUYIHBIM IJIST ABYX TIPe-aJTBbITUCKIX 03€p
(Freyhof, 2005). B pa6otax, MOCBSIIIIEHHBIX TUUMHOY -
HOMY Pa3BUTHIO UCCIIEIOBAaHHBIX HAMU OOBEKTOB 3a-
Machl MUTaTEIbHBIX BELIECTB (B (hopme XXMPOBOii Karl-
JIA ¥ 3KEJITKA) M MX YTWIM3AIYsI YIIOMUHAIOTCSI, HO He
paccMatpuBaroTcst noapooHo (CMonbsHOB, 1966; by-
JaHoB, 1979; Jlebenena, 1982, 1985).

Llenb aT0i paboThl — XapaKTepUCTUKA CTPYKTYPbI
KCC B TMMMHOYHOM pa3BUTHUU CUTOBBIX PbIO. 3ama-
YU COCTOSUIM B U3YYEHUU OCOOEHHOCTEN LIMTOIIAa3-
Mol 1 saep ZKCC npeacraBuTeseii Ha3BaHHBIX BUIOB,
WX COIOCTABJIEHUU W BbISIBJIEHUU 4YEPT CXOACTBA U
OCOOEHHOCTEM.

MATEPHAIJIBI 1 METO/IbI

Jlnunnku nienssnu, Coregonus peled (n = 14), Myk-
cyHa, Coregonus muksun (n = 10), aupa, Coregonus na-
sus (n = 12) u HenbMbl, Stenodus leucichthys nelma
(n = 14) ObUIM TTOJIy4Y€HBI B PHIOOBOIHOM XO3SIMCTBE
B JleHMHTpanckoif o6ylacTh, pacIOIOXKEHHOM Ha
o3epe CyxonmoabckoM. MKkpa Obls1a coOpaHa OT ITpomn3-
BOJIMTEJICII MATOYHBIX CTAl B OKTsI0pe—nekaope 2013 r.
Mukybauuio mpoBoauiau B anrapatax Beiica. OcHOB-
HOI nepuoa UHKyOaluy MPOXOaUJI IIPU TeMIlepaType
0.2°C. MaccoBblit BbIXOA 3MOPUOHOB MYKCYHa, Yupa
W HEJIbMBI M3 o0oyiodek Tpoun3olienr 18—20 ampens

OHTOI'EHE3 Ttom48 Ne3 2017



CTPYKTYPA XKEJTOYHOI'O CUHLIUTUAIIBHOTO CJ10A

npu remneparype Boabl 4—5°C, niessau 3—10 mag npu
temriepatype 7—8°C. MHKyOGaUMOHHBIN Mepromd co-
craBwI i MykcyHa 150—165 cyt., uupa 140—163 cyr.,
nensioy 150—175 cyrt., Heabmel 180—195 cyr.
JIMunHOK (pbMKCUPOBAIM B XXKUIAKOCTU bpoackoro
IBaXxnbl ¢ uHTepBajJioM B 14 nmHeir (1 u 14 wmadg,
C. muksun, C. nasus, S. leucichthys nelma) nubo B
8 mHeit (6 u 14 mag, C. peled). Matepuan 06e3BOXUBAIN
¥ 3aJMBajv B mmaparuiacT (Sigma-Aldrich, CIIIA) B co-
OTBETCTBMM CO CTaHIApTHbIMM cxemaMu (PockuH,
1946; Mepkyinos, 1961). [lonepednsbie, TTapacaruTTalb-
HbIC U CaruTTaJIbHbIe, (DPOHTAIbHBIE CPe3bl TOIILIMHOMN
5MKM TIOnydJaJld Ha caHHOM MwuKporome Leica SM
2010R (Leica Microsystems, I'epMaHusi) B peCypCHOM
uneHtpe (PLI) “Pa3Butue MOJIEKYJISIDHBIX U KJIETOYHBIX
texHosyornit” CIIOI'Y. Cpesbl oKpalllBaau IByMsI CIIO-
cobamMu: TeMaTOKCWIMHOM Kapauyunm ¢ JoKpacKoil
SPUTPO3UHOM U KEJIe3HbIM I'eMaTOKCWJIMHOM 1o T'eii-
JIEHTaitHy, B T.4. KomMepueckuM (BioVitrum, Poccust).

MeTonbl KI1acCUYECKON TUCTOJIOTUU C UCIIONIb30-
BaHMEM CEPUIHBIX CPE30B, CACIAHHBIX B TPEX IIOC-
KOCTSIX, TI03BOJISIOT IOJIyYUTh MPEACTABICHUE O MOP-
dodyHkimoHanbHOM opranuzaimuu KCC Bo Bcex
yJacTKax 3TOIi CUCTeMBbl, BKJIIoYast o01IyI0 (hopMy, psif
XapaKTePUCTHUK SIAEP U IUTOILIA3Mbl, UX OCOOEHHOCTH
B obs1actu koHTakTa 2KCC ¢ mpuiiexKaliyuMy CTPYKTY-
paMu, TAKUMU KaK OpraHbl MUAIIEBApUTEIbHOM CUCTE-
MBI, IIMTMEHTHBIC KJIETKH, KPOBEHOCHBIE COCY/IBI.

Muxpodotorpadun noiaydensl B PII “Xpomac”
CIIoI'Y ¢ momombio Mukpockora Leica DMPXA,
ocHamleHHoro nmudposoii kamepoit Leica DC 500
(Leica Microsystems, I'epmanust). st o6paboTKu
n300paxkeHuii OblIa NCIOJIb30BaHa Iporpamma Ado-
be Photoshop 7.0.

PE3VJIBTATDHI

B MaTtepnasie u3 1epBoit Mo BpeMeHM (pUKCALIHN
C. peled u S. leucichthys nelma oxazanuch o0pasLbl,
ellle He TepelIeaine Ha CMelllaHHOe ITUTaHue, U Te,
YTO YK€ HadaJlu MUTaThbcs. Bce nccnenoBaHHbBIE JTH-
yuHKU C. nasus u C. muksun 0bUIN 3apUKCUPOBAHBI B
TIepUOoI CMEIIIAaHHOTO MUTaHWs. Ha Hayamo akTUBHO-
To TIMTaHUs YKa3bIBAIOT, B MIEPBYIO OYepedb, COmep-
KMMOE KHUIIKM W XXUPOBBIC BKIIIOUEHUS B TEUYCHU
(“axypHasi IeYeHb ).

B nepenHeit yacTu XXeaTOYHOTO MeEllIKa pacroJa-
raeTcs ooyrbmias kuponas Karurs. [1pu rucromormae-
CKOi1 00paboTKe ee comepKkuMoe Tepsiercst (puc. la,
2a, 20, 3, 40, 4r). Ilomoctu mpaBUIbHON (POPMBI B
KEJTOUHOM Macce YKa3bIBalOT Ha HAJIMUKME JOTIOTHU -
TEJILHBIX XUPOBBIX Kallejib, HE CJIMBIIMXCS ¢ HaubO-
JIee KpyImHoii (puc. 4r). XapakKTepUCTUKHU IIUTOILIA3-
MBI ZKCC BOKpyT KpYIHOM 3KMPOBOM KaIlJIi U HE pa3-
JIeJICHHOM Ha IUIACTUHKM MAacChl XKelTKa He
OIVHAKOBEL. lluTorasma, okKpyxXarwuas XUPOBYIO
KarIio, Ha TUCTOJIOTMYECKMX Cpe3axX BBIISIIUT ITOTe-
pedHo ucuyepueHHoii (puc. la, 1a, le, 2a, 26). B ou-
ToIula3Me, OrpaHUYMBAOIEit Maccy XKeJITKa, MOXHO
Pa3IUYUTh IO TPEX 30H B HAIIPABJICHUM OT XXEJITKa K
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armmkagbHOM TToBepxHOoCcTH 2KCC. B BeHTpanbHOI 1
KayJoaJbHOI, mpuiexaiieii K neuyeHu oosactsax 2KCC
HauOoJjiee BBIpaXXEHO pasiesieHrde Ha BHYTPEHHIOIO
HWCYEPUYECHHYIO 00JIaCTh 1 00JIee TOMOT€HHYIO HapyK-
Hy1o0 (puc. 160—1r, 20, 2B).

KupoBast Karuisl OTaessieTcsl OT MacChl XKeJTKa
MPOCJIOMKOM LMTOMNJIa3Mbl, HANIOJHEHHOM >KEJITOY-
HBIMU BKJTIOYEHMSIMM, OJHAKO, Y M3YUYEHHBIX HAMU
00pa3loB B ILIEHTPaJbHOII OOJIACTH KEJIITOYHOTO
memka uuroruiasma KCC He mnpocMaTrpuBaeTcs
(puc. la, 1m). ¥ mmunHok C. nasus, UMEIOIINX OCTa-
TOYHYIO XEJITOYHYIO Maccy, MpOCJOMKa TakxXKe He
BumgHa (puc. 3B, 31).

CaMoil TOHKOI BBITJISIAUT JOpPCOMEAUaIbHasl,
pacrionoxeHHas1 mog kumkoif oomacte KCC. Ilpn
3TOM AOopcoJiaTepajbHbIe 00JACTU CUJIBHO YTOJIIIE-
HbI 1 00JIETAIOT KUILIKY Y 3aJHI0I0 00J1aCTh MOIKETY-
JIOYHO XeJe3bl ¢ AByX CTOPOH. KuIliKka oka3bIBaeTCst

“IIOrpy>kK€HHOI” B XKEJITOUHBIN KOMILUIEKC (puc. 10, 2).

KaynmanbHast 00;1aCTh >KeITOYHOT0 KOMITIEKCA MMe-
€T CJIOXKHYI0 (popMy: OHa 0OpasyeT BBIPOCThI, IPOHUKA-
IoIII1e MEXIY TPWICKAIIMMU CTPYKTYpaMU: KUIIIKOM,
MOKEITYIOYHOM XKeJIe30i1, IEUeHBI0 1 MEXIY €€ J0Jb-
kamu (puc. la, 1B, 1r, 2r, 21, 2e). IIpu aTOM rpaHuia
KCC u medyeHM HaA THCTOJOTMYECKMX Cpe3ax 4acTo
MpeICcTaBIsIeT codoit mouTu npsimyro gruHuto. 2KCC ot-
JIeJICH OT MeYeHU TOHKMM CJI0EM COeIUHUTEIbHOM TKa-
HU. 3aaHsIs1 00J1aCTh JKEJITOYHOIO KOMILIEKCa CMellleHa
K TIpaBoii cTOpoHe Tefa (puc. 2r, 21, 2¢).

Ha cambIx mO3OHUX M3YyYEeHHBIX HAMU CTagusIX Y
BCEX IMYMHOK HEJIbMbI XKeJITOK OTCYTCTBOBAJI (pHc. 3a).
B 2KCC HeKOTOPBIX IMYMHOK MYKCYHA OBLIHN KEJITOY-
Hble BKioyeHus1. Cpeny tmunHoK C. nasus BCTpeda-
ek nHAUBUIBI ¢ 2KCC 0e3 3keITKa MU C HEKOTOPBIM
€ro KOJIMYEeCTBOM B BHUJIE BKIIIOUSHUIT M OCTAaTKa XKeJl-
TouHOIT Macchl (puc. 3B, 3r). B mepenneit obmactu
JKEJITOYHOTO KOMILIEKCa COXPaHSIeTC SKUPOBAs KATLIst
(puc. 3a—3r), B UMTOIJIa3Me MOTYT TaK K€ IPUCYT-
CTBOBATh XXKMPOBBIE KATJIM MEHBIIIETO pa3Mepa U MHO-
TOYMCJICHHBIC MEJIKHE BaKyoJIM, IO BCEil BEPOSITHO-
CTU, IPEACTABJISIOLINE COO0M BKIIFOUCHMS JTUTUIOB.

MHuorue sapa 2KCC o4eHb KpYITHbIE ¥ UMEIOT HC-
KJIIOYUTEJILHO CIIOXHYIO popmy (puc. 30, 4). Ot™me-
YeHHBI SIIpa, COCAMHEHHBIE MOCTMKAMU WJIM MMEIO-
muMe AJIMHHBIC BBIPOCTHI, KOTOPBHIC MOTYT YKa3bIBaTb
Ha Takoe coeauHeHue. Ilo HammM HAOIIOOCHUSIM,
Takue siapa 4alle Bcero Bcrpeuarorcst y C. muksun
(puc. 4a). Slnpa oueHb MHOTOYUCIICHHBI BOKPYT K-
poBoIi Karui. MHoOrue u3 HUX MeJibue siep Kayaaib-
Hoit oomactu 2KCC. Snpa nepenHeit odjlacTi 4acTo
MMEIOT CJIOXHYIO BBITSIHYTYIO (hOpMYy M pacroJjara-
[OTCS TeprieHauKyasspHo nmosepxHocTu 2KCC (puc. 1,
3a, 40—4r). B nx yncne o4eHb BBHITSIHYTHIC sIApa, 3a-
KpYIJIECHHbIC Ha OJJHOM KOHIIE U pa3eJcHHbBIC Ha J10-
Ju Ha apyroM (puc. 46—4r). OHU NpeacTaBIEHBI Y
BCEX MUCCJIENOBAHHBIX B 3TOI paboTe BUIOB, HO Hal-
Oojiee yacto BcTpevarorcsa y S. leucichthys nelma v
C. nasus Ha NO3OHUX CTAaAUSIX, KOTIa XKMPOBbIE KaILIu
B 2KCC e1ie coxpaHSIOTCS, a KeJITOK JIMOO0 U3pacxo-
JIOBaH, MO0 OCTaeTCsl B MUHUMAJIbBHOM KOJIUYECTBE. Y
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Puc. 1. OcobenHoctu crpyktypbl 2KCC Coregonidae (a—r) — oKpacka >eJie3HbIM TeMaTOKCWIMHOM 1o [eiineHraiiny, (1, ) — rema-
ToKcwMHOM Kapauum ¢ aputrposuHoM. (a) — S. leucichthys nelma. T1apacaruTranbHbIi cpe3. HakoHEUHMKOM CTpeJTKi MoKa3aH Bbl-
poct B KaynanbHoit oonactu XKCC; (6) — S. leucichthys nelma. Tlonepeunslii cpes; (B, 1) — S. leucichthys nelma. I1apacarutrajibHbie
cpesbl, KaynaibHast 0051acTh; (1) — C. nasus. @poHTtanbHbIii cpes; (€) — C. muksun. [1apacaruTTalbHBII Cpe3. XK — XKEITOK, KB — XKeJl-
TOYHBIE BKJIIOUEHUST, KK — SKMPOBast KaTUIsl, XJII — JXETYHbBIN My3bIpb, K — KHUIIKA, KC — KPOBEHOCHBIN COCYl, M — MeJIaHO(Oop,
KK — TOMKEITyI0YHAs JKeJle3a, IT4 — MeUeHb, XIUT — XPsIil IUIaBHUKA, 51 — sapo 2KCC. Maciita6: (a) — 100 MkM, (6—e) — 20 MKM.

S. leucichthys nelma 3HauYuTeJIbHASI JOOJISI SIAEP MMeEET
yKa3aHHYIO (hOpPMY, UTO, BEPOSITHO, SIBIIIETCS €€ BUIO-
BoI1 ocobeHHOCThIO. Sapa 2KCC MOryT OBITh CBETIIBIMU
C CeTYaTOl CTPYKTYpOIt XpoMaTHA U 0OjIee TEMHBIMU.
TlepBBIe BCTpevaroTcs yalle B IlepeaHe U B BEHTPaIb-
HoI obJ1acTsx. Slnpa mopcaabHOIT 001aCTH, KOTOPBIE Ha
TIOTIEPEYHBIX 1 TIapacaruTTAIbHBIX Cpe3ax BBIMISIIST
BBITSIHYTBIMU, 110 BCEii BEPOSITHOCTH, TU1ockue. Ha 31o
YKa3bIBalOT KapTWHBI, HaOIIOmaeMble Ha cpe3ax BO
(GPOHTAIIHLHOI TIJTOCKOCTH.

DHIOTENNIT KPOBEHOCHBIX COCYIOB KEITOYHOIO
MeIlIKa Xopollio BuaeH (puc. 10, 1a, le, puc. 3a, 30, 4r).
KCC KOHTaKTUpYeT ¢ MATMEHTHLIMU KJIETKAMU, KO-
TOpBIE, B CBOIO OYEPEIb, MOTYT OBITh ACCOLIMMPOBAHBI C
cocymamu. Kakoro-m6o cBoeoOpasusi LIMTOILIA3MbI
2KCC B o0Gy1acTi COCyIOB 11 B MECTaX KOHTAKTa C ITUI-
MEHTHBIMM KJIETKaMHW He oTMedeHO. OcOOeHHOCTHIO
C. muksun sBnsiercss ucronyenme 2KCC B obnactu He-
KOTOPBIX COCYIOB XKEJITOUHOTO MeIlKa, HauboJee XO-
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Puc. 2. ITonepeuynsie cpe3sl ZKCC Coregonidae Ha pa3HBIX YPOBHSIX BIOJIb TTepeHe3anHel ocu. Hauboiee mepeqHemMy ypoBHIO
COOTBETCTBYET pHC. 2a, Haubosee 3alHeEMY — PUC. 2T U puc. 2¢. (a, B—e) — OKpackKa reMaTOKCUJIMHOM Kapayuu ¢ 3puTpo3MHOM,
(6) — xeJe3HbIM reMaToKCWwIMHOM 110 [eiineHraiiny. (a) — C. nasus. Cpe3 uepes kupoBylo Karuno; (6) — C. peled. Cpe3 uepes
00J1acTh KOHTAKTAa XXeJITKa U kupoBoit Karuu; (B) — C. muksun, (r) — C. muksun. KaynanbHast 0671aCTh XKeJITOYHOTO KOMIUIEKCa
U OpraHbl NUIleBapuUTesIbHOM cucteMsbl (1, €) — C. peled. KaynaibpHast 4acTh XeJITOYHOro KoMIuieKca. HebGoJblie BIpOCTHI
KCC mexny noiapbkamu MeyeHM NmokKa3aHbl HAKOHEUHUKAMU CTPEJIOK. XK — XKEJITOK, KK — KUPOBast Karuist, K — KUIIKa, MIT —
MBILLILIBI TJITABHUKA, TDKK — MOKETYA0YHas Xeses3a, Iy — neyeHb. Maciura6: 100 M.

POIIIO 3aMETHOE Y JIMUYMHOK C elle 3HAYUTETbHBIM KO- OBCYXKJIEHUE
JIMYECTBOM KeJTKa (puc. le).
B 5TOM HMCCIIeZOBAHMU HU Y OXHON JIMYUHKU B KCC yeTbIpex BUIOB CUTOBBIX PbIO, OXapaKTepU-

JKCC He 6bu10 0TMeueHO Mopdosorudeckux npu- 30BaHHble Hamu, u KCC C. alpinus, onvicaHHbIN B
3HAKOB aromnTo3a. JUTepaType, 1o CBOEil OPraHM3aLUK TIPUHLIUNNATb-

OHTOIEHE3 Ttom 48 Ne3 2017
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Puc. 3. 2KCC nmuunHok Coregonidae Ha ITO3THUX CTaausIX (OKpacka reMaToKcImHOM Kapauyuu ¢ saputpo3uHoM). (a) — S. leu-
cichthys nelma. Ilapacarutranbhblii cpes; (6) — C. muksun. Ilonepeunslii cpes; (B, r) — C. nasus. I[lapacarutrajbHble Cpe3bl Ha
Pa3HbBIX YPOBHSIX. X — XEJITOK, XK — XXUPOBasi Karuisl, K — KUIIKa, KC — KPOBEHOCHBII cocyl, M — MeaHOMOp, MK — MOIKe-
JIyIOYHasi XKeJje3a, T4 — IeYeHb, ¢ — cepatie. Maciurab: (a, B, T) — 100 MkMm, (6) — 20 MKM.

HO HE€ pas3jinyaroTcsd. Tem He MECHEC, MOXHO OTMC-
THUTb HCKOTOPbLIC BUJOBBIC OCOOEHHOCTHU.

CXOICTBO COCTOUT B HAIMUMU UCUEPUYSCHHOMN 1IU-
TOIUTa3MBbI BOKPYT XKUPOBOIW KaIlId, BBEIPOCTOB Ka-
ynanbHoi objactu 2JKCC 1 B OTCYTCTBUU TIPSIMOTO
koHtakta Mexnmy JKCC wm meuennio (Kunz, 1964,
2004). “Adnpa B hopmMe KOMET”, XapaKTepHbIE IS
C. alpinus n Pterophyllum scalare (Perciformes), pacro-
JIaraloniyecs: epneHAuKyIsIpHo noBepxHocTtu 2KCC
(Kunz, 1964, 2004), oTMe4YeHbI HAMHU Y JTUINHOK Ye-
TBIPEX MCCIIeTOBaHHBIX BUIoB. Hanboiee yacto smpa
Takoi (hopMbl MOXKHO BUIETH Ha MO3AHUX CTAIUSIX Y
HesabMBI 1 unpa. s 2KCC Bcex n3ydeHHBIX CUTOBBIX
XapaKTepHa WCKITIOUUTEIbHAS CIOXHOCTb (POPMBI
saaep. Snpa, coemMHEHHbIE MOCTUKAaMU, OMUCAHBI y
Misgurnus fossilis u Cyprinus carpio koi (Kopx u gp.,
1989; Kondakova et al., 2016). Y xxuBbIx racrpyn Da-
nio rerio OBLIV TIOKAa3aHBI TPYINILI SIep, COeTUHEH-
HbIx MocTuKaMu (D’Amico, Cooper, 2001).

YV HEKOTOpPBIX PHIO, KEITOK KOTOPBIX COHEPKUT
KPYIHYIO XUPOBYIO Karumo (S. maximus, S. lucioperca)
nuroriasMma 2KCC okpyKaeT ee, M KeITOUYHBIIT KOM-

TUIEKC MoApas3aesieTcsl Ha ABa koMnapTMeHTa (Mani-
Ponset et al., 1994, 1996; Poupard et al., 2000; Ostasze-
wska, 2005). ¥V nuumHok Coregonidae mnpocioiika
MEXIYy MacCOM XKeJITKA 1 XKUPOBOM Karljiei, Mo BCceu
BEPOSITHOCTH, OCTAaeTCS He3aMKHYTOM.

KupoBast Karuist coXpaHsIETCSI HEKOTOPOE BpeMs
MOCJIe UCTOIIEHUSI 3alacoB XKeJITKa, YTO XapaKTEPHO
HE TOJIBKO IIJISI CUTOBBIX, HO W JJISI TIPEACTAaBUTEICHA
npyrux rpyrm Teleostei (Kunz, 1964, 2004, Mani-Pon-
set et al., 1996; Poupard et al., 2000). CBoeobOpa3ue
yuyactkoB ZKCC, orpaHMYMBAIOIIMX XKUPOBYIO KaILIIO
M OCHOBHYIO MacCy XeJITKa IT0 TAKMM TMCTOJIOTMYe-
CKuM I1pu3HakaM Kak tomauHa 2KCC, oTHOCUTEIIb-
HOe KOJIMUeCTBO M (hopMa siiep, OTMEUYEHO TaKXKe y
Hypomesus olidus (Yamada, 1959). bbiio Obl KpaiiHe
MHTEPECHO ONpeIeUTh B KaKOi Mepe 0OHapy>KeHHbIe
paznnaus uuTorniasmbl 2KCC BOKpYT XKMPOBOI Karuiu
Y BOKPYT MACCHI XeJITKA OTPaxkaloT OCOOEHHOCTU UX
VJBTPACTPYKTYphl. Y npyrux BunoB Teleostei ¢ Kpym-
HOI1 XXMPOBOM KaIIEX OTJIMYUMA YABTPACTPYKTYPHI CO-
otBeTcTBYIOIINX y4acTKOB 2KCC He otMeueHo (Mani-
Ponset et al., 1996; Krieger, Fleig, 1999).

OHTOI'EHE3 Ttom48 Ne3 2017
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Puc. 4. TTonmumopdHsie sinpa 2KCC (okpacka remaTokciinHoM Kapauuu ¢ aputposutom). (a) — C. muksun. Slnpa, coenuHeH-
HbIe “MOCTMKaMM”~ TTOKa3aHbl HAKOHEYHUKaMHM cTpeliok; (6—r) — “KomeroBumnbie” simpa 2KCC. INomepeunsie cpessl S. leu-
cichthys nelma (6, T) u napacaruttanbHblii cpe3 C. nasus (B). XXK — XUPOBasi Karuisi, KC — KPOBEHOCHBI cocyl, M — MeJlaHo¢hop,

MIT — MBILILIBI TUTaBHUKA, 1 — s1apo 2KCC. Maciuta6: 20 MKM.

Ilonpasnenenune odnactu 2KCC, mpunexalieil K
Macce XeJTKa, Ha MCYepUYeHHbIe, FeTepOreHHbIe 30HbI
M TOMOTEHHYIO 30HY, PACITOJIOXEHHYIO arUKaJlbHO,
MoxeT oTpaxaTb cTpatudukaimio 2KCC Coregonidae
no pacrnpeaeneHuo opraseit (Walzer, Schonenberg-
er, 1979a, 1979b; Mani-Ponset et al., 1996; Jaroszews-
ka, Dabrowski, 2009, 2011).

HopcomarepanbHble objactu KCC yBeIudeHsl,
MpUYEM Y CUTOBBIX OHU YBEJIMYEHBI B OOJIbIIICH cTere-
HU, 94eM y onmcaHHbIX HaMu paHee 2KCC KapIoBBIX
poi6. JdopcomenuanbHast objacte KCC  saBisieTcs
HamnboJIee TOHKOM 1 y n3ydyeHHbix Hamu Coregonidae,
ny Cyprinidae (Kondakova, Efremov, 2014; Kondako-
va et al., 2016). Yuactku 2KCC CUTOBBIX, KOHTAKTHPY-

OHTOTEHE3 Ne 3

ToM 48 2017

IOIIME C KPOBEHOCHBIMM COCyJJaMU, HC OTJIMYAIOTCA OT
OCTaJIbHBIX €T0 00JIacTe.

V IMYMHOK Ha IMO3IHUX CTAAUSIX Pa3BUTUS MOP-
¢onornyeckux npuzHakoB anonrto3a KCC He Ha-
omonanock. OueBuaHo, nereHepanus 2KCC gomkHa
OblJTa HAYaThCSI TTO3XKE.

B manHoit pabote HaMu BIiepBbIe OBLIO BBIIIOJIHE-
HO cpaBHUTeNbHOE ucciaenoBanue 2KCC B xone Ju-
YUHOYHOTO Pa3BUTHUSI YEThIpEeX IIpeACTaBUTECH
Coregonidae, oTIMYaIOIIMMCS II0 CBOE OMOJIOTHUU.
EcrectBenHsblil apean ooutanust C. peled oxBaTbiBaeT
o3epa u peku Cubupu, Ha EBponeiickom CeBepe — Ile-
yopckuii bacceitH. B mutaHuu npeobiaagaeT 300IUIaHK-
TOH (PeliieTHUKOB U ap., 1989). C. muksun Hacensier Bce
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KpymHBIe pekn Cuonpu. 1o Tumy nuraHust MyKCyH OT-
HocuTtcsl K 3Bpucdaram (MockaneHko, 1971; Kyraes-
ckas, Cepruenko, 1988). Coregonus nasus sIBIISICTCS
03€pHO-PEYHBIM BUAOM, UMEET UPKYMITOJIIPHOE pac-
npoctpanHeHue. [Turaercst mpenMyIecCTBEHHO OCHTOC-
HeiMU opranuaMamu (bormaHoB, 1998). S. leucichthys
nelma Hacensier peku CeBepHoro JIemoBUTOTro oKeaHa,
SIBJISIETCSI TIOJYIIPOXOOHBIM BUIOM, HO B HEKOTOPBIX
BoJoeMaxX UMeEITCs >XKuiible hopMbl. HelbMa — eauH-
CTBEHHBII BU, CUTOBBIX PbIO, BEMYIIII NCKITIOUUTETb-
HO XUIIHBIN 00pa3 xu3Hu (YepemHeB u ap., 2002).
IMpencrapisieTcss BaXXKHBIM OMNpeaeiacHre BO3MOXKHBIX
CBSI3€M MEXITy OCOOCHHOCTSIMU OMOJIOTMY Ha3BaHHBIX
BUAOB U ocobeHHOocTsIMU KCC.

ITosyyeHHBIE pe3yIbTaThl, HECOMHEHHO, ITOMOTYT
Oosiee TIIyOOKOMY TTOHMMAHMWIO TPOIIECCOB Pa3BUTHS
3TUX OOBEKTOB, B OCOOCHHOCTH,, CONPSDKEHHBIX C IEpe-
XOIOM JIMUYMHKU Ha aKTMBHOE MUTaHUE, U, KOHEYHO,
JIOTIOJTHST CIIEKTP OHTOTEHETUYECKOTO pa3sHOOOpas3ust
Teleostei.

YuuteiBast ckazaHHOE, ObLIIO Obl KpaifHe MHTEPECHO
KCCJIeIOBaTh TUCTOJIOTMYECKMMM METOIaMU 1 MeToAa-
MU TPaHCMMCCHUOHHOM 3JICKTPOHHON MMWKPOCKOITMU
2KCC zaponplieil 1 TMIMHOK CUTOBBIX, 4 TAKXKE MEX-
BUIOBBIX THOPUIOB, TAKMX KaK ITeJIsSIIb X MYKCYH (T1e1-
MYK) Y IIeIsIIb X Yup (TIETIUpP), ¥ COTTOCTABUTh UX.

Takum ob6pazom, 2KCC mnInHOK YeThIpeX BUIOB
Coregonidae opraHn3oBaH CXOAHBIM O0OpPa3oM C He-
OOJIBIIMMY BUIOBBIMU BapuallUMSIMU. DTO, IPEXIE
BCET0, OCOOEHHOCTH KOH(MUIYypallUM KEJITOYHOTO
KOMILJIeKCa U cBoeoOpa3ue pa3mMepoB U (pOpPMBbI siaep
KCC. Ina Coregonidae xapakTepHa BBIpaskKeHHas
¢dyHKIMoHaNbHas pernoHanusalus 2KCC BroJb ne-
peaHe3agHel OCU, CBsI3aHHAasl C HAIMYUEM XXKUPOBOM
KaIUIv, IIOJISIpU3aliysl LUATOIUIa3Mbl BOKPYI MAaCCHI
KeJITKa U UCKIIOUUTEJIbHOe MHOrooopasue siaep I1o
dopmMe 1 pa3Mepy.
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The yolk syncytial layer (YSL) is a symplastic provisory system that forms at the early stages of embryogenesis of
teleosts. The YSL serves morphogenetic, trophic, and immune functions. Despite its important role in develop-
ment, data on the structure of YSL are scarce. In the present study, comparative histological research on the fea-
tures of YSL structure in the development of larvae of four economically important species of Coregonidae (Sal-
moniformes)— Coregonus peled, Coregonus muksun, Coregonus nasus, and Stenodus leucichthys nelma—is present-
ed. The YSL of the larvae of Coregonidae has a complex, differentiated structure. Functional regionalization of
YSL cytoplasm, possibly determined by the specific features of nutrient assimilation, is typical for all aforemen-
tioned species. Cytoplasm that encircles a large spherome appears striated. A division into an inner area, filled with
yolk inclusions, and an outer, smoother homogeneous area, can be noted in the cytoplasm surrounding the yolk
mass. The spherome is retained after complete utilization of the yolk mass. The heterogeneity of thickness of YSL
along anteroposterior and dorsoventral axes also indicates the functional regionalization. The dorsomedial area of
YSL, located under the intestine, is the least thick. Dorsolateral areas are strongly incrassated and envelop the in-
testine from two sides. Gigantic nuclei of exceptionally complex form are typical for YSL. Specific features apply
to the form of YSL and its nuclei. Based on the obtained results, a fundamental similarity in organization of the
YSL of larvae of the studied whitefishes can be concluded; however, its specific variations distinguishable on a his-

tological level can be discussed.

Keywords: Coregonus peled, Coregonus muksun, Coregonus nasus, Stenodus leucichthys nelma, histological
methods, yolk metabolism, larval development, yolk syncytial layer, spherome
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