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JaH aHaau3 JIUTEpaTypHBIX CBEICHUII Y MaTepUaioB COOCTBEHHBIX MCCIEOOBAHUI O pojiu (epMEHTOB
BHYTPUKJIETOYHOTO IIPOTEOIN3a U PETYIUPYEMBIX UMU META0OIMYECKUX Y CUTHAJIBHBIX IIPOLIECCOB Ha He-
KOTOPBIX 3TallaX pocTa U pa3BUTHSI JIOCOCEBBIX pbI0. PaCCMOTpeHBI OCHOBHBIC MYTU BHYTPUKIIETOUHOIO
MIPOTEOJIN3a — JIM30COMAIbLHO-ayTOMarnuyecKuii, IpoTeacOMHBINM 1 KaJIbITAMHOBBIA — U UX COOTHOIIIEHIE
B CKEJICTHBIX MbIIIAX pbI0. CKeJeTHbIC MBILILBI COCTABISIOT 00Jiee TTOJOBUHBI Beca PbIO U UCIBITHIBAIOT
HauboJiee BhIpasK€HHbIE U3MEHEHUS TIPU JIEMCTBUY aHAOOIMYECKUX U KaTaboImuecKux curHaion. Ocobo
BHUMaHME yIEJIeHO MHTEHCUBHOCTU OEJIKOBOI Aerpanallii B Mepruod aKTUBHOTO pOCTa PhIO, COMPOBOX-
JAIOLIMIACS BEICOKOI CKOPOCTBIO CUHTE3a U OOMeHa 6eJiKa, U B PEIIPOAYKTUBHBIN ITIEPUO/, CBSI3aHHBINM, Ha-
MpPOTUB, C MpeobiiafaHeM KaTaOOJIMYECKUX MPOLIECCOB. YUUThIBasl YHUKAJIbHYIO UISI PbIO POJIb CKENIeT-
HBIX MBIIIL KaK JeNo IUIACTUYECKUX U DHEPreTUYECKUX CYOCTpPaTOB, MPOLIECC Aerpagalliid MBILLIEYHBIX
6GeJIKOB PaCCMOTPEH KaK KJIIOYEBOI MEXaHU3M PeTyJISILIMY MHTEHCUBHOCTH POCTA I0BEHUJIbHBIX JIOCOCE, a
TakKe MOMIePXKAHUS XKU3HECIIOCOOHOCTU U PEIPOAYKTUBHOIO MOTEHIIMAJIA JTJOCOCEBBIX PHIO B IIEPUOILI
CO3peBaHUsI MOJOBBIX MPOAYKTOB, TOJIOJAHNS M HEPECTOBOM MUrpaluu. B cTaTbe 000CHOBBIBAETCS BO3-
MOXHOCTb MCIIOJIb30BaHUS CUCTEMBI ITOKa3aTelieil BHYTPUKIIETOUYHOIO IIPOTEOIN3a ST XapaKTepUCTUKU
paHHEro pa3BUTHSI JJOCOCEBBIX PHIO.

Kuioueebie croea: BHyTPUKIETOUHBIN MTPOTEOIN3, KaJbIIaMH, KaTENICUH, MPOTEACOMA, JJOCOCEBbIE PHIOHI,

pOCT, pa3BUTHE.
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BBEAJEHUWE

CewmeiictBo JlococeBrie (Salmonidae) oObenmHsI-
eT PhI0 C pa3IMYHBIM KU3HEHHBIM LUKJIOM, aHall-
POMHBIE U TIPECHOBOIHBIC (hopMEBI. PHIOBI ponoB On-
corhynchus n Salmo MMUpPOKO pacIpoOCTpaHECHHBI KaK B
JIUKOM MPUPOIE, TaK U B YCIOBUSIX UCKYCCTBEHHOTO
pasBeneHus. KomMepueckast IeHHOCTb JIOCOCEBBIX 1
OoJIbIlIMEe YCUIIUSI, HAlpaBJIeHHbIE Ha BOCCTAHOBJIC-
HUE UX eCTeCTBeHHbIX nmomyisiiuii (Becenos, Kamo-
xwuH, 2001; Noakes, Beamish, 2011), nuKkTyroT He00-
XOIMMOCTh B MOHUTOPUHTE OJIArONOIyYust UX MPU-
POOHBIX U MCKYCCTBEHHBIX CTal, BKJIIOYasl OLICHKY
TEMIIOB POCTa M peNPOAYKTUBHOIO ITOTEHIIMAA PHIO.

11 moHMMaHUST MOJICKYJISIPHBIX OCHOB ITIPOIIEC-
COB pOCTa M Pa3BUTHUS PBI0O HEOOXOOWMBI YETKUE
MpeacTaBIeHUs O (DEPMEHTHBIX CUCTeMaX, KPUTHUYE-
CKM 3HAYMMBIX IS TIEpexoaa OT OJHOIro 3Tara paH-
HEro pa3BUTHS K IPYTOMY — OT OIIOJOTBOPEHUS 110
BeutymieHus (Heiidax, Tumodeena, 1977; Hemona,
1996) — u manee ompenensiomnx 3¢GpGeKTUBHOCTD
POCTOBBIX TIPOLIECCOB M PEIIPOAYKTUBHBIN YCIIEX.
OnHoit 13 BaxKHEHUIINX CUTHAIBHBIX U MeTa0oImye-
CKUX (DEPMEHTHBIX CUCTEM SIBJISIETCSI BHYTPUKJIETOY-
HBIA OPOTEOJIM3, KOTOPbIN, HAXOISACh MOJ TOPMO-

HanbHBIM KoHTpoJieMm (Cleveland, Weber, 2011), pe-
TyJIdpyeT MeTaboJIM3M Ha BCEX CTaIMsIX Pa3BUTUS
opranusMa (Bohley, 1987; HemoBa, 1996; Attaix et al.,
1999). @yHKIIUM TPOTEUHA3 MOXKHO YCIIOBHO pas3fe-
JINTh HA COOCTBEHHO 0e1K08y0 dezpadauuto — TOJ-
HBII TUAPOJIN3, KOTOPOMY IIOABEPraloTcs Bce (PyHK-
LOHAJIbHBIE U CTPYKTYPHBIE OEJIKM OpraHu3Ma B XO-
e ux odMeHa, a Takxke Ae(eKTHBIe, NU30bITOYHEIE 1
YyXXEPOIHBIE, U pecyasmopHble peaKyui 02paHu4eHHo-
20 npomeoau3a 6GeJIKOBBIX MOJIEKYJI, KOTOpPhIe, Oy1aro-
JIapsl Takoii MoguduKauu, IIpPuoOpeTaroT Wi, Ha-
IIPOTUB, YTPAaYMBaIOT OMOJOTMYECKYIO0 aKTUBHOCTb.
benkoBas nerpamaius, KaTajauzupyemasi CUCTEMOIit
IIPOTENHA3 U IEeNTHUIa3, paCCMaTPUBAECTCS B HACTOSI-
111ee BpeMsl KaK BbICOKOCEJIEKTUBHBIN U CTPOTO KOH-
TPOJIMPYEMbIii MEXaHNU3M OUOJIOTUUECKOMN PETyIsILiuU
(Attaix et al., 1999; Hershko et al., 2000; JIriceHKO
u ap., 2011). OcCHOBHBIMU CUCTEMaMM OEJIKOBOM -
rpajaliii y ITO3BOHOYHBIX >KMBOTHBIX IPU3HAHBI
YOMKBUTUH-IPOTEACOMHAsI, JIM30COMAaJIbHO-ayToda-
ruyeckasi U KajbllauHOBasl, IIpUYEM Y MJIEKOITMTal0-
IIMX MpeodsanaloT MepBbie ABa MyTU — MPOTEaCOM-
HBII 1 Mu3ocoManbHbIN (Sandri, 2010), a y peIé — 11-
30COMasIbHBIN M KajabnanHoBbIM (Martin et al., 2002;
Salem et al., 2005a). [ToMMMO OTIMYHOTO OT MJIEKO-
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MUTAIOLIMX COOTHOIIEHMUS BKJIada YKa3aHHBIX IMPO-
TEOJTUTHIECKUX CHUCTEM B OOIIYI0 OEJIKOBYIO IeTrpa-
Ao, YHUKATLHON OCOOEHHOCTBIO PHIO SIBIISCTCS
SHEpreTuveckas pojb TMPOIYKTOB IIPOTEOTUTHYIC-
CKOM peaKIIM — aMHHOKWCIIOT, KOTOPBIEe, HAPSITy C
JIMTIAIAMU, CIIyXKaT CyOcTpaTaMW OKWCIHUTEIHHOTO
dbochopunpoBaHnsT M TIpeaIIeCTBEHHUKAMH IS
TJIIOKOHeoreHe3a (y MJIEKOITMTAIONINX, KaK M3BeCT-
HO, OCHOBHBIMM WMCTOYHWKAMU SHEPTUU SBIISTIOTCS
yriesonbl) (Van den Thillart, 1986; Peragon et al.,
1999; Mommsen, 2001; Ezaki et al., 2011; Seiliez et al.,
2014). Ilporuecc pocta — IMpeoOpa30BaHUS ITUIIEBBIX
BEIIECTB 1 SHEPTUY B OMOCHHTE3 M HAKOIUICHUE K-
BOI MacChl — UMEET y PBI0O CBOM OCOOCHHOCTH, CBSI-
3aHHEBIE C €T0 HeIeTepMUHUPOBAaHHOCTHIO, B OCHOBE
KOTOPOI1 JIEXKUT TIpeobIamaHre CHHTETHIECKUX PO~
1IeCCOB HaJl KaTaboJIMIeCKUMM Ha TIPOTSKEHUH BCe-
To XM3HEHHOTro IMKJa. BMecTte ¢ TeM, JiococeBble
PBIOBI IEPEXXUBAIOT IEPUOIBI MACCUPOBAHHOM ITOTE-
pM pe3epBHBIX U CTPYKTYPHBIX BEIIECTB (0 TTOJIOBU-
HBI MaCCHI TeJIa) — UCTOIIAIONINE MUTPAIIN, HEPeCT,
IUTeIbHOE Tofonanue. OCHOBHBIE U3MEHEHUST — Hau-
6oJIee MHTEHCUBHBIN MPUPOCT OEITKOBOI MacChl M ca-
MBI€ 3HAUUTEJIBHBIE €€ TIOTePH — TIPOUCXOIAT B OEITBIX
MBIIIIAX PBIO 32 CYET CUHTE3a U Ierpamainia Muodmo-
PUWJUTIPHBIX 6eJTKOB. KIcXomst m3 3Toro, BHyTPUKIIETOY -
HBIE TIPOTEOTUTUICCKUE CUCTEMBI CKEJIETHBIX MBIIIIIT
OTBEYAIOT Y JIOCOCEBEIX PHIO HE TOJILKO 3a 0a30BBIM
00MEH KJIETOUYHBIX OETKOB, HO M 00eCTIeYBAIOT K3~
HECITOCOOHOCTL 0C00eif B CUTYallMsIX, CBSI3aHHBIX C
MTOBBIIIIEHHBIMU HEPro3aTpaTaMi — B TIEPHOIBI CO-
3peBaHMs 1oJIOBBIX mpoaykToB (Cleveland, Weber,
2011), HepecTtoBbIX MuTrpaLuii (Salem et al., 20006),
orpannyeHnss kopmosoil 0a3bl (Cleveland, Burr,
2011) u ronomanus (Hemosa u ap., 1980; Salem et al.,
2005a, 2007; Salmeron et al., 2013). V3yyeHue ponu
BHYTPUKIIETOYHBIX IIPOTECOIUTUIECCKUX (DEePMEHTOB
Ha pa3IMYHBIX 3TaIlaXx OHTOTeHe3a JIOCOCEBBIX PHIO
IaeT HOBYIO MH(MOPMAIIUIO O CITEIIM(PUISCKIX MeXa-
HU3Max UX pOCTa U pa3BUTHS.

POJIb BEJIKOBOU JETPAJALIUA
B OHTOT'EHES3E PbIb

B pamkax manHOro 0630pa OCHOBHOE€ BHUMAaHME
yAEJIEHO PEeTYyJISITOPHOI poJiM TIpoliecca OeIKOBOI
JIerpagallii — MAacCOBOTO TMIAPOJIM3a DHIOTCHHBIX
0EeJIKOB BHYTPUKJIETOYHBIMU IIpOTEMHA3aMU — Ha
MMOCTAMOPUOHAJIBHBIX 3TaIlaX Pa3BUTHUS JOCOCEBBIX
peI0. erpagaiys 6enKa U aKTUBHOCTD OCYIIIECTBIIS -
IOIIMX €€ MPOTECOJIUTUYECCKUX (DEPMEHTOB B MBIIIIIIAX
PBIO CTPOTO PETrYIMPYIOTCS; OHU 3aBUCST OT MHOTHUX
¢akTOpOB, B TOM 4YMCJIE BO3pacTa, dTara roJgoBOTO
IMKJIa 1 KopMoBoii 6a3nl (Salem et al., 2007; Over-
turf, Gaylord, 2009; Cleveland, Burr, 2011). 2KuzHeH-
HBII LIMKJI PBIO BKIIOYAET MEPUOAEI C IIPEeO0IaIaH! -
eM aHa0OIMYECKNX M KaTaOOJIMUECKUX ITPOIIECCOB, B
OJIMHAKOBOI Mepe 3aBUCUMbIE OT TOHKOI HACTPOMKU
VMHTEHCUBHOCTU AerpagallMd 3HIOTEHHBIX OEJIKOB,
MPEeUMMYIIECTBEHHO, MbIIIeYHbIX. Kak HU mapamok-
CaJIbHO, UMEHHO OeJIKOBasl Aerpaaaius JeXUT B OC-

HOBE perysiiuy HEeOeTePMHUHMPOBAHHOIO POCTa
pBIO, CBOMICTBEHHOI'O OOJIBIIMHCTBY IIPEACTaBUTEICIH
k1. Koctucteix peid (Teleostei), BKimodas jgococe-
BbIX. Takke ITOoCpencTBOM OEIKOBOI merpaganuu
MOAIEPKUBAETCS KM3HECIIOCOOHOCTb M PEIPOLAYyK-
TUBHBIN TTOTEHIIMAT 0CO0EI IOCOCEBBIX PHIO B HEpe-
CTOBBII ITIEPUO, CBSI3aHHBII C OTPOMHBIMM 3aTpaTaMu
SHEPreTUIeCKUX 1 INIAaCTUYECKIX PECYPCOB Ha CO3pe-
BaHUeE II0JIOBBIX IPOMYKTOB 1 HEPECTOBYIO MUTPALIUIO,
IIpOoTeKaloIIre K TOMY Ke Ha (poHe rojiogaHus. Bax-
Hasl poJIb HAKOIUICHUS W YTWIM3aLUKU MHO(pUOpMI-
JISIpPHBIX OEJIKOB SIBJISIETCSI MPUYMHOI HambOoliee MH-
TEHCUBHOTO M3yYeHUs IPOTEOJIUTUIESCKOrO anmapa-
Ta MBIIIEYHON TKAHM PHIO B paMKax OOCYyxKIaeMoOii
npobaembl (Purintrapiban et al., 2003; Salem et al.,
2005a, 2006; Seiliez et al., 2008, 2014; HemoBa u 1p.,
2014; JIsiceHnko m ap., 2015).

BHYTPUKIETOYHbIE ITPOTENHA3DbI
B CKEJIETHBIX MbIIIIAX PbIb

B ckeneTHBIX MBIIIIIAX pHIO, KaK U IIPOYNX dyKa-
pUOT, IIPUCYTCTBYIOT pa3HOOOpa3HbIE IIPOTEUHA3HI,
IIPOTEOIMTUYECKIE KOMIUIEKCH I MHOTOYMCICHHEIS
nentuaasbl. benkoBas merpamanys B MBIIILAX PHIO
OCYIIECTBJISIETCSI KaJbIIaMHOBOI, JIM30COMAabHO-
ayroparmuyeckoil M, B MEHBIIICH CTEIIEHN, YONKBHU-
TUH-TIPOTEACOMHOM MPOTECOJIUTUIECCKUMU CHUCTEMA-
mu (Mommsen, 2004; Salem et al., 2006; Overturf,
Gaylord, 2009; Salmeron et al., 2013, 2015). IIporeu-
Ha3bl, IIPOCTPAHCTBEHHO OpPraHM30BaHHBIE IO IBYM
OTHOCHUTEIbHO HE3aBUCUMBIM MYTSIM — JIN30COMAaJIb-
HOMY ¥ HEJIN30COMaIbHOMY, CHHEPTUYHO y4aCTBYIOT
B BBIIIOJIHEHUHU OOIIIeil (PyHKIINN.

KanbnmiizaBucumblie NpoTeHHA3BI ceMelicTBa Kajlb-
MManuHOB U MX 3HAOTCHHBIM MHIMOWTOpP, KajbIlacTa-
TUH, (PYHKLIHUOHUPYIOT B 3YKAPUOTUYECKMNX KIIETKaX
KakK eIrHasl BBICOKOpEryJimpyeMasl IpOTEOJIUTHYC-
ckasg cuctema (Goll et al., 2003; Ono, Sorimachi,
2012). B ckeneTHBIX MBIIIAX KaJabIIaWHBI TJOKAIN30-
BaHBI B cCapKOMEpax U capKoIlIa3Me B BUje IIpodep-
MEHTOB, KOTOpPbIEe TPAaHCIOLMPYIOTCS K CapKOJIEMMeE
B OTBET Ha IIOBBLIIICHHWE YPOBHSI BHYTPUKJIETOUHOIO
Ca?". KasibltauHoBas cucTeMa pblO MpeCcTaBIeHa He-
CKOJIBKUMHU MOJIEKYISIPHBIMU (pOpMaMU MPOTEUHA3,
cpeay KOTOPBIX MHpeo0agaloT (- M Mm-KalblTauHBI
(AMMepHl TOIUIIENTUAOB KaJIbIIauH 1 Miiu KaibIiauH 2
U MaJioii CyObeIVMHMIBI KaJbIITaMHOB COOTBETCTBEH-
HO), M KaJibIlacTaTuHOM. JloKa3aHa XXU3HEeHHAasT BaXK-
HOCTh M-KaJIbllanHa B paHHEM Pa3BUTUU 3KUBOTHBIX, a
OTCYTCTBUE U-KaJibianHa KomiieHcupyetcs (Goll et al.,
2003), 4TO CBUIETEIBCTBYET O (DYHKIIMOHAJIBHOM
Pa3HOKAYEeCTBEHHOCTN OCHOBHEBIX POpM (pepMeHTA.
B ckeneTHBIX MBIIIIAX TAKXKe MPUCYTCTBYET TKAHE-
crienM(pUYHBINA KaJlblIauH 3, IIPUYEM YPOBEHb €ro
SKCIIPECCHUU B IECATH pa3 MPeBbIIIAeT TAKOBOI Kajlb-
nanHoB 1 u 2 (Sorimachi et al., 1989); onHako ero oc-
HOBHasI poJib — CUTHaJIbHAsl — HE CBfI3aHa C OEJIKO-
BOI Ierpanainueil B ckejaeTHbIX Mbliax (Goll et al.,
2008). YunreBas ocodbeHHOCTH dmnoreHe3a Teleostei
(Jékely, Friedrich, 1999), nmpenckazyemMbIM OKa3aloCh
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COOTHOIIIEHNEe aKTUBHOCTE OCHOBHBIX TTPOTEOTUTUIECKUX CUCTEM B KYJIBTypaX MBIIIIEUHBIX KJIETOK MJIICKOTTUTAIONINX (2) U
pbI6 (06). Jannbie (Purintrapiban et al., 2003; Seiliez et al., 2014), morydeHHbIE TyTeEM MHTMOMPOBAHMSI OTAEJIBHBIX ITyTeil PO~
TeoJIn3a, JaloT NPUOIU3UTEIbHYI0O KAPTUHY B CUJIY KPOCC-PEAKTUBHOCTH MHTMOMTOPOB. B oT/iMuKe OT MJIEKONMUTAIOIINX, Y
pbI0 npeodnanatoT ATP-He3aBucuMBbIE MTYTH THAPOIM3a MbILLIEYHBIX OEJIKOB.

OOHapy:KeHME Y JIOCOCEBBIX JBOMHOIO Habopa Mocaea0-
BaTeJIbHOCTE!, KOOUPYIOIINX OPTOJIOTA KAJIBIIAaMHOB U
KajbllacTaTMHa MJekonuTtawomux (Salem et al.,
2005a, 2005b; JIsicenko u ap., 2012).

KanpnanHBI OCYIIECTBIISIIOT CEIEKTUBHYIO Ierpa-
a0 OCJIKOB, MPEUMYIICCTBEHHO KOPOTKOXUBY-
IIUX, B IUTO30JIbHOM KOMMIApTMEHTe U obecreyrBa-
IOT TEM CaMbIM PETYJISILIMIO TaKMX IMPOIIECCOB, KakK
BHYTPUKJIETOYHASI CUTHaJM3anusi, nuroguddepeH-
LUPOBKA, pa3jIddHbIe IIyTH KJICTOYHOI TIMOeNIn U
npyrue (Goll et al., 2003; Hemosa u ap., 2010; Ono,
Sorimachi, 2012). KanprnmanHo3aBUCUMBII THAPOJIN3
MBIIIEYHBIX OEJIKOB 10 MHOTMM MeXaHH3MaM o0ec-
MeYrBaeT IoOaepXaHWe CTPYKTYpbl MUOMUOPUILI.
M3 3KCIIepuMEHTOB ¢ MJIEKOIIMTAIOIINMU U3BECTHO,
YTO KaJbITaWHBl U KaJbIIaCTaTUH PETYJIUPYIOT MPO-
Hecc GOPMUPOBAHUS MBILIIECYHBIX BOJIOKOH, CITOCO0-
CTBYS CIUSTHUIO MUOOJIACTOB U PEOpraHU3aliy Y-
tockeneta kieTku (Cottin et al., 1994; Temm-Grove
etal., 1999). JletajibHO U3yY€HO yJyacTHE KaJblIauHOB
M KajibllacTaTUHA HE TOJIbKO B (DU3MOJIOTMYECKOM
obMeHe MUOGUOPMIIIPHBIX OCIKOB mpu mudde-
peHLMpOBKe, aTpoduu u pereHepanuy Muiid (Goll
et al., 2008), HO ¥ B TATOJIOTMYECKOM ITOTEPE MbIIICU-
HOIi Macchl TIpU Pa3BUTUM OMpPEACICHHBIX TUIIOB
MBILIEYHBIX TUCTPOGMUM U KaXeKCUSIX MHOIO FreHe3a y
muiekonuTaromux u yeiaoseka (Goll et al., 2003; Sorima-
chi, Ono, 2012). KanpnanHbl akTUBUPYIOTCSI Ha CaMbIX
paHHUX 3Tamax ymajleHHs CapKOMEpPHBIX OCJIKOB;
OOBIYHO OHY CKOHIIEHTPUPOBaHbI BOJIM3U Z-T1UCKOB,
B HavyaJIbHOM caiiTe necTpyKuuu Muodpuopmi (Goll
et al., 2003). B xome KaapranHO3aBUCUMOIO OTpaH-
YEeHHOTO TMAPOJIN3a CyOCTpaTHBIX OEJIKOB, KOHHEK-
THMHA WJIM HeOyJWHa, paspyllaeTcsl CTPYKTypa MUO-
¢ubpmn (Huang, Forsberg, 1998; Goll et al., 2003,
2008), 1 TeM caMBIM oOOJerdaeTcsl JaJibHEMIIee pac-
HmieIUIeHre MUOGUOPMILIIPHBIX OEIKOB IIpoTeacoMa-
MU unu KarerncuHamMu (Jackman, Kandarian, 2004).
Takum 06pa3oM, OCYIIECTBIISAA “pa30opKy’” MBIIIEY-
HBIX BOJIOKOH, KaJIbITaWHbIl MTHULIMUPYIOT MHOTHE My~
T OEJIKOBOIT Aerpagalyy, YTO IPUBOIUT K aTpoduu
Mbini. KajgbplmanHbel peI0 BHOCST ellle 6oJjiee CyIie-
CTBEHHBII BKJAl B TUAPOJU3 MUOGUOPUIISIPHBIX
OEeJIKOB, O YeM CBUIETEJILCTBYIOT X BBICOKASI TPO-
TEOIUTUYECKAsI aKTUBHOCTh (PMCYHOK) Y 3HAYMNTEIIb-
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HO Goyiee MMpoKas cyocTpaTHas CieU(GUIHOCTD B
CpaBHEHUM C KajJblanHAMM MJIEKOMUTAIOIIMX. Tax,
CIIEKTP KaJIbIIauHYYBCTBUTEJILHBIX CYOCTPATOB Y PHIO
BKJIIOYae€T OCHOBHBIE MMO(MUOPUIIISIPHBIE U CapKo-
miasMaTudecke Oeaku (TSoKeaylo Lelb MUO3MHA,
TPOIIOMMUO3UH, C-aKTUHUH, TPOMOHUHBI T u I,
KOHHEKTHH, OecMuH; Verrez-Bagnis et al., 2002; He-
MoBa u ap., 2010; Salmerdn et al., 2013).

JInzocomajibHbie TPOTEHHA3bI (KATEIICUHBI) OCY-
IIECTBIISIIOT TUAPOJIN3 OEJIKOB IIMTOIIa3MbI WM OpP-
raHesul KJIeTKHM B XoJe ayTo(haruvyeckoil peakliiv,
MpoTeKalolleil Mpu HU3KUX 3HadeHusix pH BHyTpu
Be3ukyn — ayrodaroiauzocom (Bohley, 1987; Chen,
Klionsky, 2011; Ciechanover, 2013). ¥ pei06 oO0Hapy-
KEHEBI 0oJiee NeCSITU pa3IUYHbIX KATEIICUHOB, OTHO-
CSIIMXCSI K YEeThIPEM OCHOBHBIM KaTaJIUTUUYECKUM
TUIIaM, U3 HUX OCHOBHAS POJIb B TOTAJIbHOM MPOTEO-
JIM3e OTBOAUTCS KaTercuHy D, BTopocTerieHHass — Ka-
tencuHaMm B, H u L (HemoBa, 1996; Nielsen, Nielsen,
2001; Mommsen, 2004). Karencux D, mporenHasa ac-
MapTaTHOTO TUIIA — OCHOBHOM (hepMEHT IMpOTeoIn3a
MBIIIIEYHBIX OEJIKOB y PHIO; OH pacIIeIuIsieT HaTUB-
HBIE O€JIKM, BKJIIOYAsl TSKEJIYIO 1IeITb MUO3MHA, aK-
T™iH 1 Tporiomuo3nH (Nielsen, Nielsen, 2001). Ero
co3peBaHUe B JIM30COMAax TPeOyeT ydyacTusl LIUCTer-
HOBBIX IIpOTeNHAa3, HarpuMep, kKarencuHa B (Chen,
Klionsky, 2011). B cBoio ouepenb, ruapoJn3yroIiast
CITOCOOHOCTh KaTelcruHa B 1Mo OoTHOILIEHUIO K MHO-
GUOPULIIPHBIM OeJIKaM HEBBICOKA: OH pacCIIeIIsieT
TOJIBKO TPOITOHUH I, KOHHEKTUH U HEOYJIMH, TpUIeM
rnocjienHue — KpaliHe MeIJICHHO, He TUAPOJIU3YeT
HaTUBHBIM KoyutareH (Yamashita, Konagaya, 1992;
Bahuaud et al., 2010). Jlanusie o pH onrtumyme, cyo-
CTpaTHOM CNelUDUIHOCTHU in Vitro, THTUOUTOPHOTO
aHajin3a CBUIETEIbCTBYIOT O 3HAYUTEJIBLHOM CXO/I-
CTBEe (PpepMEHTOB PBHIO C OTHOMMEHHBIMH JIM30CO-
MaJIbHBIMA (EepMEHTaMHM W3 OPYTUX OPTaHM3MOB
(HemoBa, 1996; JIvicenko u ap., 2015). B mplax
PBIO peryJIsiys ayTodaruu oCcyliecTBIsIeTCs 0 YHU-
BepCaJbHBIM MeXaHu3MaM (BHYTPUIN30COMaJIbHbBIN
pH, sHOOre HHBIC MTHTMOUTOPHI IMCTATUHBI U APYTHE;
Chen, Klionsky, 2011) 1, BMecTe ¢ TeM, UMeET CBOU
OCOOEHHOCTH: HalpuMmep, Y pbl0 (DYHKIIMOHATBHO
HEaKTUBEH CUTHAJIbHBIN MyTh PETYISLIMU ayTodaruu
Akt-FoxO (Cleveland, Evenhuis, 2010), ocHOBHOIi B
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Mmbirax miaekormraomux (Glass, 2010). CBobom-
Hble aMUHOKHUCJIOTHI CITYXKAaT OTPULIATEIBHBIM PETYJIsI-
TopoM 31011 cuctemsl (Seiliez et al., 2012). JInzocomanb-
HbI€ TIPOTENHA3HI OCYIIECTRISIIOT NIyOOKUIA M HU3KOCE-
JIEKTUBHBII TIPOTEONIN3; IO 3TOMY MYTH B MBbIIILAX
MJIEKOITUTAOIINX Y PbIO TUIPOJIU3YETCSI CXOTHOE KOJIH-
yecTBO 6eJIkoB — okoio 40% (pucyHok; Purintrapiban
et al., 2003; Seiliez et al., 2014).

BazanbHbIil ypoBeHb ayTodaruu, MmpoTeKaroleit
BO BCEX, 32 PEAKUM UCKITIOUCHNEM, KIETKAX, KPUTHU -
YeCKU BaKeH IJISI TOMEOCTa3a B MBIIIIIAX, ITTOCKOJIbKY
10 3TOMY ITyTH SJIMMUHUPYIOTCSI 6ETKOBBIE arperaThbl
n nedextHeie MutoxoHapuu (Masiero et al., 2009;
Sandri, 2010). Ilpm u3bmparenbHOM NOOIAABICHUU
ayTodaruy B MBIIIIIAX HAPYIIAIOTCI UX (QYHKINUA —
HaOmogaeTcsT BBIpakeHHasT CJIaboCTh, aTpodud,
CHUKEHHAsT COKpaTUTEIbHAsI CITIOCOOHOCTD (IMMOKa3a-
HO Ha Mozeau Mbiiu) (Masiero et al., 2009). Unayk-
1S ayTodaruv NporucXOoauT BCIESACTBUE TOJIOIAHNS,
OKCHUIATUBHOIO CTpecca MU MHGEKIIMOHHBIX 3a00-
neBanuit (Mizushima, Klionsky, 2007). AkTuBanus
JIN30COMAIbHOM CUCTEMBI M1 OCOOEHHO KaTercruHa D
B IIEpUOA HEPECTOBOM MUTpallMM — CIIELM(UIHAS
JIJIST JIOCOCEBBIX PbIO CTPATETUsI; C Heil CBSI3LIBAIOT He-
obpaTuMbIe U3MEHEHMST B TKAHSIX JIOCOCEi, TTPUBOISI-
mue K ux ruoemu. CreneHb akTUBaLMK KatercuHa D u
TSIKECTh BBI3BAHHBIX €10 CTPYKTYPHBIX TOBPEXKICHUIA
BapbUPYET y pa3HbIX BUAOB JIOCOCEBBIX. B HEKOTOPBIX
clTydasix KaTelCuH D geiicTByeT COBMECTHO € APYrv-
MU JIN30COMATbHBIMHY IIPOTEMHA3aMU, OCOOEHHO 111 -
CTEMHOBBIMU KaTericuHoM L m karencuH-L-1mmomo0-
HeIMu (epMmeHTamMu (Ando et al., 1986; Yamashita,
Konagaya, 1992).

YOUKBUTHH-TIPOTEACOMHAS CHCTEMA — BBICOKO-
KOHCEpBAaTUBHBIN ITyTh Jerpamanui OeJIKOB, OOHapy-
KMBaeMBbIl y BceX (popM KM3HM, HAYMHAas C apxebaKTe-
puit (Hershko et al., 2000). CinoxHoopraHu30BaHHbIE
OeKkoBble CTPYKTYphl — 20S m 26S mporeacoMbl —
BKJIIOYAIOT MPOTEOIUTHIECKE Moayau ([3-cyobenu-
HUIIBI) C Pa3HBIMU TUIAMM IIPOTEOIUTUIECKOIN aKTUB-
HOCTU (TPUIICMH-, XAMOTPHWIICMH- M Kacra3aromgoo-
HOI1), CIIOCOOHBIE PACIHIEIUISITD JIFOObIE TTOMUIICITH/IbI,
MPOHMKILIME B TIOJOCTh IpoTeacoMbl. CeJIeKTUBHOCTD
TIPOTEaCOMHOM OEJIKOBOI1 Jerpamalii JOCTUTAeTCs 3a
CUeT CepMU peaklnii, B XOlIe KOTOPHIX IpeIHa3Ha-
YeHHBIN IJIST TUAPOIN3a CyocTpaT IpruoOpeTaeT mo-
JIMyOMKBUTUHOBYIO MeTKY (Ardley, Robinson, 2005).

IIpoTreacoMHBINT MyTh Herpamgany OEJIKOB pac-
CMaTpUBaeTCs KaK OCHOBHOM B OOJIBIIMHCTBE TKa-
HEl TO3BOHOYHBIX XKMBOTHBIX (10 90% o61eit 6el-
KOBOIi Jerpagaliiu), IIpU 3TOM B CKEJICTHBIX MBIIII-
ax MjeKkonuTapiux (mokazaHo Ha L8 muobmacrax
KPBICHI) €r0 aKTUBHOCTb HECKOJILKO HIXKE — 110 62%
OenkoBoii perpamanuu (pucyHOK; Purintrapiban
et al., 2003; Lecker et al., 2004). B mbpImmax psio co-
JIep>XXaHue KOMIIOHEHTOB IMPOTeacoM 3HAYUTEIbHO
HUXE, YEM B JPYTrUX opraHax (Harmpumep, ToOHagax u
neyeHu; Busconi et al., 1992), a ux akTUBHOCTb CO-
craBisieT MeHee 4% TOTaJbHOIO MPOTE0IN3a, U3 YeTO
CJIEIYeT, UYTO Y PhIO TOMUHUPYIOT HEMIPOTEACOMHBIE ITy-
TN OCJIKOBOM Ierpagalny — ayrogarndecKuii 1 Kalb-

HEMOBA u np.

nuiizaBucuMblii (30—34 n 40% runponzyeMoro 6eaKa
CcooTBeTCTBeHHO; Martin et al., 2002; Dobly et al., 2004;
Seiliez et al., 2014). HekoTopble nccienoBaTelIn CBSI3bI-
BaIOT MPEANIOUTEHHE JIM30COMATBHOTO U KATbIIAUHOBO-
IO ITyTeii ITPOTe0JIN3a B META00IM3ME PHIO C MX SHEPro-
He3aBUCUMOCTHIO (Seiliez et al., 2014).

ITpoTeacoMbl KOHTPOJUPYIOT KICTOUHBINA IIUKIT 1
KauyeCTBO CUHTE3UPYEMBIX KJIIETKOI OEIKOB, SJIIMMU-
HUpYST cTaguecrneuudUIHble, N30LITOUHBIE U Je-
¢exrHbie (Ciechanover, 2013). TpagulImOHHO 3TOT
ITyTh CBSI3BIBAIIM C AeTpagallieii KOPOTKOXMUBYIIIUX Pac-
TBOPUMBIX OEJIKOB, 1 JOKA3aTe/IbCTBA YIaCTUS IIpoTea-
COM B Jierpafaliii 1 oOMeHe OeJIKOBBIX KOMITOHEHTOB
CapKOMEpPOB OTHOCHUTEIBbHO HOBBI (Solomon et al.,
1998). Ha Monemm npo3odwibl ¢ HapylIeHHON (pyHK-
LMeit poTeacoM IMoKa3aHa MOBCEMECTHAS Ie30pTaHU-
3alMsI MBI, THIYKIWs atpoduu (12 9 mocie Bo3-
IeicTBUS) U JalibHeilme 06e3IBIKIBAHUE, TIOTEPS
CTPYKTYPBl CapKOMEpOB, MOBBIIICHE KOJIMYECTBA
ayTo(harocoM M 3KCIIpeCcCHsI manepoHoB (24 4 mmocie
BozneiictBus) (Haas et al., 2007). ITpoTreacomsl cIio-
COOHBI K MEIJICHHOMY ix Vitro TUIPOJIN3Y aKTUHA, aK-
TOMUO3WHA U TSKEJIOM el MUO3WHA U 3HAYNTEIb-
HO Ooisiee 3(P(PEKTUBHBI IIPOTUB MX MOHOMEPHBIX
¢dopm (Solomon et al., 1998; Lecker et al., 2004). [1pu
U30BITKE CYOCTPATOB in Vivo, IPOTEaCOMHOMY THIIPO-
U3y JOOJKHBI MPEeAlleCTBOBATh TOMOJTHUTEIBbHBIE
MPOTEOTUTUYECCKUE BTAIlbl, HAIIPUMED, C y4acTHUEeM
KaJIbITAMHOB WJIX Kachasbl-3, obJerdyaronme J0CTyIl-
HOCTB cybocTpaTHbIX 6e1K0B (Cottin et al., 1994; Jack-
man, Kandarian, 2004; Goll et al., 2008). O6MeH ca-
MUX IPOTEACOMHBIX KOMITJIEKCOB MOXET OCYILECTB-
JsaThes ayTokaTanutudecku (Tanaka, Ichihara, 1989)
WIH 110 Tu3ocomanbHoMy 1myTu (Cuervo, Dice, 1998).

ATpodust MBI, Y MJIEKOTIMTAIOIINX, BEI3BAHHAs
roJIOJaHueM, 3a00JIeBaHUSIMU, CBSI3aHHBIMU C TTOTE-
peil MbILLIEYHOI MacChl, UJIU BO3PACTHBIMU U3MEHE-
HUSIMU (CapKOIIEHUEN), COIPOBOXKIAETCS Aerpanaa-
LIMeil MBIIIEYHBIX OEJIKOB IPEUMYIIECTBEHHO II0
youkBuTuH-TIpoTeacomMmHomy Itytu (Lecker et al.,
2004). JIBe youkButuH aurazsl, MuRF1 u MAFbx
(umu  AtporuH-1), paccMaTpuBalpOTCSI KaK TpaH-
CKPUITLIMOHHbIE MapKephl aTPOMUU MBIIIL Yy TO3BO-
HouHblx; MuRF1 y4JacTtByeT B pacuieruieHUM MUO-
GUOPMIIIPHBIX OEJIKOB, BKJTIOUAsl TSKEIyIO Ielb
Mno3nHa, a MAFbx — B KOHTpoJIe 0€TKOBOTO CMHTE-
3a 3a CYET PErysIIUM TPAHCKPUITLUOHHBIX (PaKTo-
poB, Takux kKak MyoD (Glass, 2010; Sorimachi, Ono,
2012). Y pb1iO OCHOBHOII IIPUYMHOMN aTPpOGUU MBIIIIIT
aBisieTcsa pauTeabHoe rondoganue (Guderley et al.,
2003), a 0 BO3paCTHBIX U3MEHEHMSIX (CapKOIIEHUM)
MOXHO F'OBOPUTH JIUIIb Y T€X HEMHOTUX BUIOB, POCT
KOTOPBIX IETEPMUHUPOBAH, TAKUX KaK JaHUO D. rerio
(Froehlich et al., 2013).

TakuMm o6pa3oM, B CKeJIETHBIX MBIIIIIAaX PBIO ITpH-
CYTCTBYIOT KJaccU4yeckKue (PepMEHTHbIE CUCTEMBI
BHYTPUKJIETOUHOI'O IIPOTEOJIM3a — IIPOTeacoOMHasl,
KaTeInTH4ecKasl ¥ KaJlblIanHOBasi — OJJHAKO UX BKJIA[I
B TOTaJbHYIO OCJIKOBYIO JerpamalMio TKaHECHeI-
¢UYEeH U OTIMYEH OT TAKOBOIO Y MJICKOTIUTAIOIINX.
IIporenHasbl HENOCPEIACTBEHHO YYacTBYIOT KakK B
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duszmonornuyeckoM oOMeHe MBIIIEYHBIX OEJIKOB, TaK
W B OECTPYKTUBHBIX (aTpOo(UUECKMX) M3MEHEHMSIX
MBIIIEYHOM TKaHMU.

BEJIKOBAA OETPAIJALIMA HA PA3HBIX
OTAITAX POCTA U PA3SBUTUA

Ilepuod akmuenoeo pocma

XapaKTepHOI 4epToil GOJIBITMHCTBA MPEICTaB-
teneit ki1. Koctucreix pri6 (Teleostei), kK KoTopomy
MpUHAmIEKUT ceM. JlococeBbIe, SIBISIETCS HeleTep-
MUHHUPOBAaHHBIN PocT. JIococeBble — MoKa3aTebHas
MOJIEb IJIST U3yYEHUSI POCTOBBIX ITPOIIECCOB YKa3aH-
HOTO THIIa, B OTJINYME OT, HapuMep, nanuo D. rerio,
MMEIOIIETO TIpeaeTbHBIN pasMep. [IprupocT MbImed-
HOIT MacCHI PBIO OCYIIECTBIISICTCS 3a CUET THITepIlIa-
3un (00pa30BaHMS HOBHIX BOJIOKOH) IIPUMEPHO IO
40—-50% ot MakcUMaJbHOI OJIMHBI 0OCOOM, a JaJiee,
IO caMOi TMOeT — 3a cYeT runepTpodun (yBeImde-
HUS pa3Mepa BoJIoKoH) (Johnston, 2006).

CKOpOCTb pOCTa JIOCOCEBBIX PHIO HAa MPOTSIKEHUU
UX XKM3HU OUYeHb HEpaBHOMEpPHA, OHAa OCOOEHHO Ba-
puabenbHa y Mojionu BecoM ot 5 go 300 r (Hutchings,
Jones, 1998). MuauBuayajlbHble pa3jiMuus B CKOPO-
CTM pPOCTa MeXAy pbl0aMu ompeaeeHHOTo pa3Mepa
WJIM BO3pacTa B pellamplieii Mepe oObSICHSIIOTCSI pe-
ryJisiiyeil ooMeHa 6eJikoB B Mblax. CuHTe3 6eaka
MPpU HEAETEPMUHUPOBAHHOM POCTE TOJIDKEH ITpeBaJIv-
pOBaTh HaJl €r0 pacrnaaoM, Mo KpaitHeli Mepe, B MbIIlIey-
HOI1 TKaHM, KOTOpasi COCTaBJISIET OoJiee TTOJIOBUHBI Beca
pbIOBI. besble MBIIIILBI PhIO COCTOSIT MPEUMYIIIECTBEH -
HO u3 0eJiKa, BCJIEICTBUE YEro OT CKOPOCTH €TI0 aKKyMy-
JISILIMA B MBIIIIAX HAIIPSIMYIO 3aBUCHUT IIPUPOCT XKUBO-
ro Beca puionl (Bureau et al., 2006). CinenoBarteibHO,
MHTCHCUBHOCTD Jerpagaluy Oejika B MbIIIILAX PHIO
MOXET 3HAUUTEJIbHO U3MEHSITh CKOPOCTb HaKOILIe-
HUS 6EJIKOBOI Macchl U, B UTOTEe, pOCTa PhIO.

Bricokast ckopocTh cMHTE3a 6eJIKa y aKTUBHO pac-
Tymux ocobeii (or 0+ mo 3+) conpoBoXaaeTcsT WH-
TEHCUBHOM padOTOI IIPOTEOTUTUUECKIX CUCTEM, OT-
BEUaIOIINX 32 ero 0OMEH 1 KOHTPOJIb Ka4ecTBa, pUu
TOM, 4TO OajlaHC CMHTE3a M paciiaga 0ejKa ocTaeTcs
MOJIOXKUTENIbHBIM. Bo3pacTHass nuHaMuKa KaJbIlau-
HOBOI0, IPOTEACOMHOIO0 1 KaTercuH D-3aBUCUMOro
IpOTeoar3a CBs3aHa OOpaTHO 3aBUCHUMOCTBIO CO
CKOPOCTBIO IIPUPOCTA MBIIIIEYHON MaCChl IOBEHUJIb-
HBIX JIOCOCEI: y MOJIOAM MEePBOro roaa >KU3HU, MpU
MakKCHMaJbHOI CKOPOCTH POCTa AaKTUBHOCTb 3THUX
¢depMEeHTOB MUHUMAJIbHA; HAan0oJIee YeTKNE 3aBUCH -
MOCTHY YCTaHOBJIEHBI i1 KaTericuHa D u Kanbnau-
HoB (Dobly et al., 2004; Lysenko et al., 2015; JIpiceH-
KO M 1p., 2015). CHI:XeH1e aKTUBHOCTU KaJIbIITauHOB
B MBIIIIIAX MOJOOM PHIO MPOUCXOAUT IIPEUMYIIIE-
CTBEHHO II0 MEXaHU3MY MX MHTUOMPOBAHUS Kajlb-
nmacTaTMHOM, a MMEHHO ero “ajamHHOi” ¢dopMoit
CAST-L, xotopasi, B CHJIy PeryJIITOPHOTO 3HAYEHUS
IS OEJIKOBOrO OOMeHa, SIBISIETCSI TTOTEHIIMATIbHBIM
OroMapKepoM HpUpocTa OeJIKOBOII Macchl phIO (Sa-
lem et al., 2005b, 2006). B To ke BpeMs1, KOppEISILIUS
aKTMBHOCTU KaTeliIcMHa B ¢ mopdomeTrpmueckumm
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MoKa3aTeJIsIMU MOJIOIU PBIO nmojoxuTrenbHa (JIbiIceH-
Ko u mp., 2015), mo-BuanMOMy, 3TO OTpaxkaeT ero
MIPUOPUTETHOE YYaCTHE B PETYJISTOPHBIX IIpOILeC-
CHHTOBBIX PEeaKIIMsIX, a He B OCJIKOBOM JeTpagaliin.

Oco0kBIit MHTEpEC MTPEACTABIISIET MAJION3yIeHHBII
BOIIPOC O POJIM BHYTPUKJIECTOYHOIO MpPOTEOJM3a B
¢opMUpOBaHUN WHAVWBUAYAILHOW (DEHOTUIIMYE-
CKOIi pa3HOKA4Y€CTBEHHOCTH MOJIOIN JIOCOCEBBIX PHIO
IocJjie BHIKJIEBA B XOAE pacCeIeHUs IO OMOTOIaM.
I1pu cpaBHEHUM OMTHOBO3PACTHOM MOJIOAM, OOMTAIO-
el B pa3HbIX IO KOPMOBOI 0a3e W TUIPOJIOTHYEC-
CKMM YCJIOBUSIM OMOTOITaX (OCHOBHOM PYCJI€ PeKU U
MEJIKOBOIHBIX IIPUTOKax), oTMedaeTcs ee audde-
peHIIMAaIMs 110 pa3Mepy 1 Macce, a TAaKKe 110 aKTUB-
HOCTH MeTaboymmyeckux IpoieccoB (YypoBa u mp.,
2015). ¥ ocobeit u3 6oJjiee 6aaronpusITHIX IS 001~
TaHUS W HaryJjia yCJIOBUM HaOJIOJAeTCsl CHUZKEHHAs
aKTUBHOCTb Ka/JIbIIaMHOB M KaTerncuHa D 1 ITOBBI-
meHHas — KatericuHa B (Hemosa u np., 2014, 2015).

AKTHUBHOCTb IPOTEOJIUTUUECKUX CUCTEM COIJIACO-
BaHHO M3MEHSIETCS B IEpUO, (hPU3MOIOTMIECKOM IO -
TOTOBKM MOJIOJU JIOCOCEM K OOMTaHUIO B IIOJIHOCOJIE-
HOW MOPCKOI BoIe — Ha cTaguy cMoJiTudukanun. B
9TY CTAIMIO BCTYIIAIOT HapPhl TIOCOCEBBIX PAa3HOIO BO3-
pacta (ot 1+ 1o 4+), mocTurinre JOCTaTOYHBIX pa3-
MEPOB U HAaXOISAIIUECS B 0J1arONpUsITHOM IS UHTEH-
cuBHoro pocrta cpene (Bjornsson, Bradley, 2007). B
MBIIIIIAX CMOJTOB aTJaHTHUYeCKOro jococs S. salar
HaOJIFOJAaeTCsS aKTUBU3AIIMs CMHTETUYIECKUX IIPOIIEC-
COB U cyImpeccusi OeiakoBoro karabonmsma (Seear
et al., 2010), HanmpaBJIeHHbIE HA YCKOPEHME IIPUPOCTa
MacChl 0CO0eil M HaKOIUIEHME Pe3ePBHBIX BEIIECTB,
BKJIIOYasi CTPYKTYpPHBIE O€JIKM CKEJICTHBIX MBIIIIII,
CMONTBI KyMKH| S. frutta, B OTIIMUINE OT Jiococd S. salar,
K MOMEHTY CKaTa B MOpPE 3a4acTylo He 00JamaioT
c(OpMHUPOBAHHOI CHCTEMOI ocMoperysimnn. B atnx
YCJIOBUSIX IIPOTEOJIM3 SHIOTEHHBIX OEJIKOB, ITPEUMYIIIe-
CTBEHHO KaJjiblTanHo3aBucuMBbIN (KaHiiepoBa u ap., He-
OITyOJIMKOBaHHBIE MAaHHbBIE), CIIOCOOCTBYET IOIOJHE-
HUIO BHYTPUKJIETOYHOTIO ITyJIa aMUHOKMCIIOT, CPEIr KO-
TOPBIX HaOOJIee BaxKHbI 7151 afanTallii B HOBOI cpele
ocMOTHUYeCKM akTuBHBIE (Somero, Yancey, 2011).
OTa IpoTerMHa30peTyJIMpyeMasl anarTUBHas cTpaTe-
sl TOAAEPXKAaHUSI OCMOJIIPHOCTUA KJIETOK POIHUT
aHaIpPOMHBIX PBIO ¢ 00J1ee MPUMUTUBHBIMU OpPTraHU3-
MaM{, OOMTAIOIIMMU B BOOOEMaX C HEYCTOMUYUBBIM
coneHOCTHBIM pexkumoM (Lysenko et al., 2012).

XapaKkTepuCcTUKa IIPOTEOIUTUIYECKUX MEXaHU3-
MOB POCTa PBIO U CIIOCOOOB €ro PeryasiIny TOKHA
YYUTBHIBAaTbCSI B KOMMEPYECKOM PBIOOBOICTBE IIPU
pa3paboTKe Mep IO YCKOPEHHIO POCTa PBIO IyTeM
yBeanm4ueHUsT 3GEeKTUBHOCTA TpaHCHOPMAIIUN TTH-
TaTeJbHBIX BelllecTB. ONTUMAaNIbHBII PallOH JIOCO-
CEBBIX PBIO, IS KOTOPBIX XapaKTePHO XUIITHOE TTUTa-
HUE, OOJDKEH BKJII0YATh IIPEHMMYIIECTBEHHO OEI0K
KMBOTHOTO MPOMCXOXIAECHMUsS (HampuMep, PHIOHBIMI
¢dapiir), IOCKOJBKY IIPX €ro 3aMeHE Ha PacTUTEIIb-
HBbIA C aHAJIOTMYHOM MUILIEBO M 3HEPTETUYECKOM
LIEHHOCTBIO IIPUPOCT MBIIIIEYHOM MACChl 3aMeIJIsIeT-
cs Ha 10% u 6omee (Alami-Durante et al., 2010). He-
COOTBETCTBUE PACTUTEIbHBIX O€JIKOB CBOIICTBEHHBIM
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XUIITHBIM pbIOaM ITyTSIM TpaHC(OpMany BEeIIeCTB U
SHEPIUM IPUBOIUT K CHIDKEHUIO TMHAMUKU IIPUPO-
CcTa XMBOI Macchl JIOCOCEi, B peliarolieili Mepe 3a
CUET ITOBBIIIICHMS YPOBHS SKCIIPeCCUM KaTtercuHa D
(Alami-Durante et al., 2010). B pribopa3BeneHun
JIOJDKHO OBITh OTIAHO IIPEAIIOYTEHUE JIMHUSM JIOCO-
CEBBIX C KOHCTUTYTUBHO IIOBBIIIIEHHBIM YPOBHEM
KayjblacTaTHa, Ojaromapsi KOTOPOMY OOCTHUTAETCS
CHIDKEHME KaJbIIaHO3aBUCHMOI OEIKOBOI merpa-
IalliM, YCKOPSIETCS MPUPOCT MBIIIEYHON MAacChl U
yay4diIaeTcss KadeCTBO IIOJIydaeMOTO IIpOAyKTa 3a
cueT OOJIbIIIEl INTIOTHOCTU MBIIIIeYHOI Macchl (Salem
et al., 2005b).

Ilepuodst, conposoxcoaroujuecst moiuieuHoil ampogueil

OCOOEHHOCTb KM3HEHHOrO IIMKJa JIOCOCEBBIX
pBIO 3aKJIoYaeTcsl B HAJIMYMU MEPUOA0B, KOTAa TpU
pa3HbIX MeXaHW3Ma — roJIoJlaHue, CO3peBaHUe TOHA
U BbICOKasl IBUTaTeJibHAasl aKTUBHOCTb — OIHOBpE-
MEHHO HampaBJIeHbl Ha OecIpeleIeHTHO BbICOKUIt
YPOBEHb MPOTEOJM3a U OOOralleHUe Tejda aMMHO-
KuciaoTamMu. Bo BpeMsi HepecTOBOit MUTpallMy pbiba
yTpauyuBaeT MOYTHU BeCh 3arac JUIUAOB U IIPUMEPHO
MOJIOBUHY MAacCChl CKEJIETHBIX MBIIIIL, B KOTOPBIX OeJ-
KOBBIE KOMITOHEHTBI 3aMeIaloTCsl BOJIOM, 32 CUET Ue-
ro mojaJep>XuBaeTcsl obiasi Macca U ¢dopma Tea.
Bmecte ¢ Tem, Oyayuu XOJOTHOKPOBHBIMU KUBOT-
HbIMU U O0UTasl B BOJHOI cpele — UllealbHOM pac-
TBOpUTEJIE, PHIObI CYIIECTBEHHO COKpallaloT CBOU
3aTpaThl Ha AETOKCHKAIIUIO a30TCOAEpKAIUX IPO-
JIIYKTOB OOMEHa U1 ToAAepKaHUe TeMIlepaTyphbl Tea,
a M30BITOK PHEPTUU HAMPaABISIETCS HA aKKYMYJISILIAIO
0OeJIKOoB, BKJIIoYasi MbIlIeuHble. MeTaboinyeckue
ajanTalyu JJOCOCEBBIX PO, MUTPALIUU KOTOPBIX MO-
T'YT TIPOAOJIXKAThCS O0Jiee Mecsilia MPU MOJTHOM TOJIO-
JaHWU, TIO3BOJISIIOT UM COXPAaHUTh BBICOKYIO IBUTa-
TEJIbHYI0O aKTUBHOCTh U Peaju30BaTh CBOH PEINpo-
IYKTUBHBINA TloTeHLMall. HepectoBast wmurpanus
TUXOOKEaHCKUX Jlococeii pona Oncorhynchus — 6onee
YeM TBHICSIYEKUTIOMETPOBasl OTMCTAHIIMS B IMPECHOI
BOJIe¢ MPOTUB TEUCHUSI U C TOCTOSTHHBIM TOJIOXM-
TeJIbHBIM YKJIOHOM — 3aHUMAET OKOJIO IIIECTU HeAe b
U 3aBeplaeTcss HEpPeCTOM U TMOEIblo MPOU3BOAUTE-
Jieit. Jipyrue BUABI IOCOCEBBIX, HAIIpUMED, aTJIAHTU -
YecKuit jococh S. salar, COXpaHSIIOT CIIOCOOHOCTD K
BO3BpaTy C HEPECTWIMIIL B MOPE U K HEOTHOKPATHO-
My Hepecty (Beceno, Kamoxun, 2001).

Pecypchl oprannama B HepeCTOBbII TIepuo, pac-
XOIYIOTCSI IO IBYyM B PAaBHOI CTEIIEHW Ba’KHBIM Ha-
MpaBJICHUSIM — Ha (pOpMUPOBaHUE MACCHI CO3PEBAIO-
IIUX TOHAA U BBICOKYIO IBUTATEIbHYIO aKTUBHOCTh B
xone Murpauuu. I[ToaTroMy He BCe MPOAYKTHI TUAPO-
Jin3a OeIKOB UCITOJIb3YIOTCS IJII OKUCIICHUS, CYIle-
CTBEHHasl MX 4YacTb CTAHOBUTCS CTPOMTECIbHBIMU
6J10KaMU IJisl Pa3BUBAIOIIUXCS OOLIMTOB, B YACTHO-
CTU — OMOCHHTE3a BUTEJ/UIOTEHUHA B IedyeHu. JIu-
MUIHBIC U OEJIKOBBIE 3aI1aChl MOTYT UCHOIb30BaThCS
nuddepeHIMPOBAaHHO, HAIIPUMED, Y CEJIbIN JIMIIHIbI
MPENMYIIIECTBEHHO 00ECIICUYNBAIOT META0OJIMUECKIE
MpPOIIECCHI, a OCJIKM JAIOT CTPOUTEIILHBIE OJIOKM IS
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paszBuBamwpuxcs roHan (Bradford, 1993). Dueprosa-
TpaThl U POJIb B HUX OEJIKOB CYIIEeCTBEHHO BO3pacTa-
IOT MO XOAY MUTPALIUUA — DHEPTreTUYECKH 3aTPaTHOTO
Mepuoaa; IIPU 3TOM BO BTOPOIi TTIOJIOBUHE MUTPALIAN
1 HepecTa OHM MOTYT IPEACTaBISITh ¢AMHCTBSHHBII
WCTOYHUMK dHepruu. [moKo3a HeobxoanMa 11t Hop-
MaJbHOTO (DYHKIIMOHUPOBAHUSI KU3HEHHO BaXKHBIX
OpraHoOB, TAKMUX KaK MO3T, HO ¢ 3aItachl HEBEJIMKU U
TpeOYIOT ITOCTOSTHHOTO BOCITOJTHEHUS 3a CUET IITI0KO-
HeoreHe3a. [JIIOKOHEOreHe3 OCYIIECTBISIETCS B IIe-
yeHU (hepMEeHTAMU MIMKOJUTUIECKOTO MYyTH, CUHTE3
KOTOPBIX HE MpeKpallaeTcs Jaxe IIpU CUJIBHOM MC-
tomeHuu (Morata et al., 1982), a cybcTpaToMm sIBisI-
IOTCSI CBOOOIHBIE aMMHOKUCIOTE (Mommsen et al.,
1980).

B niepuon mmTebHOM HEpEeCTOBO MUTpALIN 13
MOPCKOM BOJBI B IPECHYIO B O€JIbIX MBIIILIAX JIOCOCE-
BBIX JIECITUKPATHO BO3pacTaeT IIPOTEOJIMTUYECKAS
aKTUBHOCTb JIU30COMAJIbHBIX MPOTENHA3, najiee, 1o
Mepe MPOIBIXKEHUS PhIOBI K MEeCTy HepecTa, OHa JIM-
HeliHo yBenmuuBaetrcs (Mommsen, 2004). M30upa-
TeJIbHAsI aKTUBalLUS KatericuHa D mpoucxomur 3a cueT
YCWIEHUSI €T0 CUHTE3a, a He T10 APYTMM MeXaHW3MaM
(yoaieHust 3HIOT€HHOIO MHIMOMTOpa, HanpuMep). AK-
TUBALYsI, IOMUMO TOT'O, He CBSI3aHa C yBeJIMYEHUEM KO-
JIMYECTBA JIM30COM, O UeM CBUICTEILCTBYET CTAOMITEHAS
B TEUEHME BCEl MWIpallMd aKTUBHOCTb MAapKEPHOTO
depmenTa mm3ocoM, h-N-areTmIrmoKo3aMUHNIA3EL.
Takske IBYKpaTHO TTOBBILIAETCSI AKTUBHOCTDb KUCIOM
KapOOKCUNENTUIA3bl A, IPYroro JU30COMAJIbHOTO
depMeHTa, YyJ4aCcTBYIOIIETO B OEJIKOBOI Ierpagalnii B
oenpix Mmbimax (Mommsen, 2004). Maoykusa kKa-
tericuHa D 1 kapOokcunenTuaasbl A Ipy HEM3MEH-
HOM KOJMYECTBE JIM30COM CBUIETEILCTBYET 00 UX
M30UpaTesIbHOM CMHTE3€ U CEJICKTUBHOM IIEpEHOCE B
Jm3ocoMbl. CXoaHast KApTUHA TU30COMAJIbHOM aKTH -
BalldM B MBIIIIIAX PHIO ObLIa OIMMCaHA Yy MUATPUPYIO-
mux Hepku (O. nerka; Mommsen, 2004) 1 KeTbl
(O. keta; Ando et al., 1986; Yamashita, Konagaya,
1990), HepecTSmUXCS AaTJIAHTUYECKOIO JIOCOCH
(8. salar; HemoBa u ap., 1980; von der Decken, 1992)
u aitto (Plecoglossus altivelis; Toyohara et al., 1991), a
TaKXKe Yy JOCOCei, OOUTAIOIIUX B 3arpsI3HEHHBIX BOLOE-
max (Carnevali, Maradona, 2003). O1ti pe3y/bTaThl IO/~
YEPKUBAIOT OOIIHOCTh PETY/ISILIMU aKTUBALK JIN30CO-
MaJIBHOM ayTodari KOPTUKOCTEPOMIAMHU, TTOCKOJIBKY
KaXIbIii M3 pacCMOTPEHHBIX (DaKTOPOB — MUTPALIUS,
TOKCUKAHTHI M MHTEHCUBHAsI HAarpy3ka — IIPUBOIUT K
MOBBIIEHUIO AKTUBHOCTH TUITOTAIAMO-HAAIIOYEYHUKO-
Boit cuctemsl (Carruth et al., 2000), onpeneinsomei
YPOBEHb KOPTHU30J1a. Y GOJIBIINHCTBA U3YYCHHbBIX BU-
OB TIpoliecc aTpoMM MBIIIL, CBI3aHHOI ¢ Hepe-
CTOM, TIpoTeKaeT 0e3 y4acTush KOMIIOHEHTOB yOUK-
BUTHH-IIpoTeacoMHoro nytu (Salem et al., 2006).

CoueraHHoe neiicTBUe (PAKTOPOB, WHIYIIMPYIO-
muX atpodunio, obJagaeT HACTOJIBKO BBIPAXKCHHBIM
JIEeCTPYKTUBHBIM [EHCTBUEM, UYTO ITPOU3BOIUTEIIN
TUXOOKEaHCKUX Jiococeid (Oncorhynchus spp.) Hepe-
CTITCS €AUHCTBEHHBIN pa3 B XKM3HU, TTOCJIE Yero Io-
rub6aloT. AKTHUBAlLIMS JU30COMAJIbHBIX MPOTEMHA3
MMPUBOIUT K MAacCOBOI1 Aerpagaluny 0eJIKOB U pa3py-
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HETPAOALINA BEJIKOB CKEJIETHBIX MBIIIL]

IIEHUIO TOHKOM CTPYKTYPhl HE TOJBKO CKEJIETHBIX
MBIIIII, HO ¥ CEPIEYHOI MBIIIIIBI Y TJIATKOMBIIIEYHBIX
5JIEMEHTOB KpOBEHOCHBIX cocynoB (Hemosa, 1996), uto
CTAHOBUTCS ITPUIMHOM 1X TMOe. BMecrte ¢ Tem, cpenu
aTIAaHTUYECKMNX JIOCOCEil €CTh OCOOM, COXPAaHSIOIINE
CIOCOOHOCTD K HEPECTY A0 YEThIPEX pa3; IO-BUANMO-
My, 3TOT BUI 00J1aJaeT JOCTATOYHBIMU SHIOTCHHBI-
MU pecypcaMi ISl IepeXUBAHUS SHEPro3aTpaTHOTO
neproga u 0oJjiee COBEPIISHHOM CHMCTEMOI perrapa-
LMY TOBPEXIAECHUIA.

YcuneHue ayrogaruu B IIepuo/l HEPECTOBOM MUTpa-
LIMU CIIY>KUT HE TOJIBKO LIEJISIM SHEPTrONPOAYKIINI, HO U
MO3BOJISIET M30aBUTBLCSI OT OEJIKOB C HapyllleHHOM
CTPYKTYpPOii, KOTOpbIE 00pa3yloTcsl B PA3IMYHBIX CTPEC-
coBbix curyauusix (Cuervo, Dice, 1998; Kuma et al.,
2004), BkJIIOYasi HEpeCTOBble MUIpaluu. JecTpyk-
LIMSI MBILIL Y PHIO UMEET CYLIECTBEHHBIE OTIMYMS OT
aTporYeCcKX U3BMEHEHMIT B MBILIIIAX MJIESKOIIUTAIO-
IIUX. AMUHOKHUCJIOTBI, TTOJIydaeMble IPU TUAPOJIN3E
SHJIOTEHHBIX OEJIKOB, SIBJISIIOTCS [JIs1 PhIO0 OCHOBHBIM
cyocTparoM 1151 oOeciedeHUsT SHEPreTUYSCKUX IoTpeo-
HOCTEiA, a Y MJICKOITUTAIOIIMX OHU PAaCXOMyIOTCS JIUIIb
IPY MCTOLIEHUN YIVIEBOAHBIX W JIMITUIHBIX PE3€PBOB
(Mommsen, 2001; Seiliez et al., 2014). dpyrast omimau-
TeJIbHAs1 OCOOEHHOCTD IMPOTEOJIN3a MBILIIEUHBIX OCJIKOB Y
pBIO — yJacTue B 3TOM MpoLiecce JIM30COMAIbHBIX ep-
MEHTOB, IJIaBHBIM 0Opa3oM, KatercuHa D, akTtuBaiys
KOTOpPOro HUKOTJA HE COIMPOBOXIACT MAaTOJIOTUM MbI-
IIEYHOI TKaHU aTpO(UUECKOro Xapakrepa y MJIeKO-
nuTarommx (Sorimachi, Ono, 2012).

Huxe obcyxXnaroTcs uMerolurecs JaHHbIe, KOTO-
phie TIO3BOJISIIOT, B U3BECTHOM Mepe, nuddepeHIIn-
poBaTh BKJIAJ OTAEIbHBIX MHAYLIMPYIOIINX aTPO( IO
¢$akTOpOB — CO3peBaHUS TOJIOBBIX IIPOAYKTOB, IBU-
rateJbHOM HArpy3Ku U rojiogjaHusl — B OOIIy10 Oe-
KOBYIO IETPATALIUIO Y JIOCOCEBBIX B IIEPUOM HEPECTO-
BOI MUTpALIMU.

Cospesanue coHao

PBIOBI, B CpaBHEHUM C IPYTUMHU TTO3BOHOYHBIMMU,
TPATAT TOPa3mo GOJBIIYIO HOIIO SHEPTUU, OCOOCH-
HO 3aIllaceHHYIO0 B O€JIBIX MBIIIIAX, Ha BOCIIPOU3-
BOJIICTBO, YACTO B YCIOBUSIX Ne(UINTA ITUTAHUS VTN
rojomanus. Co3peBaHHWe TOHAI Y BCEX BUIOB PHIO
COMIPOBOXIAETCS BHICOKOM MHTEHCHBHOCTBIO OEJIKO-
BOIA JIerpanaliiy, HarrpaBrIeHHOM Ha ITOTydeHe aMIHO-
KUCJIOT — TDIACTUYECKMX BEIIECTB IS OMOCHMHTE3a U
CcyOCTpaToB JIsSI  SHEProlpoayKIIMM OTHOBPEMEHHO
(Van den Thillart, 1986). ¥ caMOK JIOCOCEBBIX STIHUKH
MOTYT coCTaBIISITh 10 20% OT Beca Tejla, a SHEprus 1
TJIACTMYIECKHE BEIeCTBa, HEOOXOMMMBIE IIST CHHTE3a
OCIKOB KeJITKa (BUTEJUIOTEHMHA) U pocTa TOHAM, da-
CTUYHO MOOWMIM3YIOTCS M3 SHIOTCHHBIX JIETIO, TTPEHMY-
IIECTBEHHO BHCLIEPATBHBIX JIMITUIOB W MBIIIEYHBIX
6enkoB (Aussanasuwannakul et al., 2011). ITockonbky
BCEM pbIOAM CBOMCTBEHEH HeIeTepMUHUPOBAHHBII
POCT, pecypchl IUISI CO3pEeBaHMS TOHAIl C BO3PACTOM
TTOBBIIIIAIOTCS.

B nepuon co3peBaHMs roHan rmokasaTesi 0eJIKo-
BOI1 Jlerpanaluy B OeIbIX MBIIILAX JIOCOCEBBIX BO3pac-
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TalOT, IPUYEM aKTUBALMSI Pa3HBIX CUCTEM ITPOUCXOIUT
CUHEPrnyHoO. B MblImax (pepTUIbHBIX HEPeCTSIIUXCS
PBIO TOBBIIIIAETCS IKCITPECCHUSI TEHOB M aKTUBHOCTh Ka-
tericnHoB D, B 11 L, kaspmanHoOB 1, B MEHBIIIEH cTere-
HU, TIpoTeacoMbl 1 Kacra3s (Salem et al., 2006). AKTu-
BallMM KATCIICUHOB B XOAE CO3peBaHUsS ITOJIOBBIX
MPOIYKTOB TaKXe CIHOCOOCTBYEeT OTHOBPEMEHHOE
CHIXEHUE YPOBHSI UX DHIOTEHHBIX WHTUOUTOPOB
(moka3aHo Ha aiito, P. altivelis), 0coOOeHHO BbIpaxkKeH-
Hoe y caMok pbI0 (Toyohara et al., 1991). B paborax,
BBITTOJTHEHHBIX HA aTJIAHTUYECKOM JIOCOCE U PALyK-
HOM openu (B ycnoBusx akBakyiabTyphl) (Hemosa
u 1p., 1980; Hemosa, 1996) Oblj1a moKa3aHa B3aUMO-
CBSI3b YPOBHSI aKTUBHOCTU MCCIIETYEMBIX ITPOTENHA3
C Iepex0IoM K TOMY WJIM MHOMY 3Tally OOreHe3a PhIo,
P 3TOM MAaKCHUMajbHAas aKTUBHOCTh IIPOTEMHA3
ObLJ1a OTMEUYEHA B ITIEYEHU M MBIIIIIAX CAMOK Ha 3Tare
TpodOIIa3MaTUIECKOIO pOCTa OOLMTOB, TO €CTh B
nepuoa Hanbojee aKTUBHOM TPAaHCHOPTUPOBKHU U~
TaTeJIbHBIX BEIIECTB B OOLIUTHI.

AKTUBalUsI BHYTPUKIETOYHOTO ITPOTEOJIN3a TeC-
HO CBSI3aHa C MOBBIIIEHNEM YPOBHS ITOJIOBBIX CTEPO-
WIO0B, TJIaBHBIM o0pa3oMm, 17B-actpamuoina (Lubzens
et al., 2010), koTopoe paccMaTprUBaeTCS KaK CUTHAI K
CO3PEBAHMIO. DCTPATHOIT YCKOPSIET KaTaboIn3M OeJIKOB
MBILLIEYHOM TKAaHW HAa CTAOVH BUTEJJIOTEHE3a B OOTCHE3e
JIOCOCEBBIX TT0 MEXaHU3MY 3CTPOreH-3aBUCMMOIO CHU-
JKEHUSI YPOBHS LIUPKYIUPYIOIIETO MHCYJIMHOMOOOOHO-
ro ¢akropa pocra I (IGF-I) (Cleveland, Weber, 2011),
aHaboJIMYEeCKOro TopMoHa. [1pu BBeieHUM 9K30TeH-
HOTO 3CTpaauoja aTIaHTUYeCKOMY Jiococto S. salar
OBLIM MOJY4YeHBl IOKa3aTeJIbCTBA M30MpaTesIbHOM
AKTUBALIMU JIM30COMAJIbHBIX (IIPEUMYILIECTBEHHO Ka-
tericuHa D), HO He HEUTpaTbHBIX IIPOTENHA3, U YCU-
JICHUSI paclleIUIeHMsI TSDKEJI0M 1IeITM MAO3MHA B 3TUX
ycaoBusx (Olin et al., 1991). Dtu HabmoneHus Moa-
TBEPXKIAIOT IIPUCYTCTBHE B T'eHe KaTericuHa D actpo-
TeH-PECIIOHCUBHBIX 3JIEMEHTOB, OTBEYAIOLIMNX ITOBBI-
LIIEHUEM €0 TPAHCKPUIILIUH ITPU NeCTBUY CTEPOUIOB
(Cavailles et al., 1991).

PacxonoBaHue ruapon30BaHHOIO O€IKa MOXET
pa3IuyYaThCs y Pa3HbIX BUIOB PHIO U B 3aBUCUMOCTH
ot notpedHocTteii. Y Hepku O. nerka, TIpy €€ SHEPro-
3aTpaTHOM HEPECTOBOM MUTrpallUd aMUHOKMCIOTHI,
MOJIyYEHHbIE MPU TUAPOIN3e OCIKOBBIX PECYpCOB
pacxomyloTcs Ha CO3peBaHME TOHal, OKUCICHUE U
[JIIOKOHEOTeHEe3. Y APYrUX BUAOB CTPATErUsi MOXKET
OBITH MHOIT; HAIIPUMED, Y CAMOK aTJIAHTUYECKOTO JIO-
cocd S. salar, mpy yMepeHHOI MeTa0OJIMIECKON Ha-
Tpy3Ke, CBSI3aHHOW C MUTpallel, MPOLYKTHI TPOTEO-
JIN3a CKeJIETHBIX MBIIIIL HAIIPaBJISIOTCS HA CO3peBa-
HUe ToHaA. Pacxom MblleyHBIX OEJIKOB Ha
co3peBaHUE TOHaAd B OTCYTCTBHE MMIPALIMOHHOTO
KOMITOHEHTA OrPaHUYMBAETCSI UX CapKOIlJIa3MaTh4e-
cKoil (ppakumeil, a MUODUOPMIUISIPHBIE OCTAIOTCS
nHTakTHBIMU (von der Decken, 1992).

Bo3MoxkHOIT MOOeIbIo, TTO3BOJISIONICH pa3rpaHu-
YUTh TPaThl, CBSI3aHHBIE C CO3PEBAaHUEM 1 MUTpaAILIU-
eil, SBIISIIOTCS HEMUTPUPYIOIINE ITOABUIBLI JIOCOCEe-
BBIX, HAalIpUMep, o3epHasi KpacHas Hepka (O. nerka).
MeTtabonmdyeckue 3aTpaThl HA MUTPAIIMIO Y 3TOTO BU-
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Jla MUHMMU3WPOBAHBI, a 3aTPaThl PECYPCOB Ha CO3pe-
BaHME TOHAJ TaKXKe BEJIMKU, KaK U Y MUTPUPYIOIINX
MOJIBUIOB, HO TIPU 3TOM IIPOU3BOIUTEIN TaKKe IT0-
rubatot rocjie Hepecra (Carruth et al., 2000). BepositHo,
BakeH NeHepal30BaHHBIN XapaKTep MpoTeoIn3a y Jo-
COCEBBIX PbIO, 3aTparvBaloOIINii TaKKe KOMITOHEHThI
BHYTPUMBIIIEYHON COCIMHUTEIBHON TKaHU. B MbIIII-
ax HepecTSAIIMXcs phIo (MMOKa3aHo Ha aiio; Ito et al.,
1992) mpoucxomuT Ae3WHTErpanuss MeXKIeTOIHOM
COEIVMHUTENIFHON TKAaHW, a TaKKe JAerpagalus KO-
nareHa I Tmma MaTpmKCHOM MeTatonpoTenHa3oi 13
(moka3aHo Ha pamyxHoii ¢popenu; Saito et al., 2000).

HecTpyKTUBHBIE U3MEHEHYSI B MBIIIILIAX ITPU MOJIO-
BOM CO3PEBaHUM TTPOUCXOISIT HE TOJIBKO Y TUXOOKEaH-
CKMX JIOCOCEI WJIM APYTUX MOrMOAarolInX BCiel 3a He-
pectoM pui6. Crienmduka paccMaTpUBaeMOro IIpo-
1ecca y JIOCOCEBBIX COCTOMT B TOM, UTO CO3pEBaHUE
roHaj, MpoTeKaeT Ha (poHe OOJBIINX SHEPTreTUISCKUX
3aTpar I10 APYrUM HampaBieHusIM. 1 pbIO mpoTteo-
3 TiepudepudecKuX, MPEUMYIIECTBEHHO MBbIIIEY-
HBIX, TKaHE — (PU3UOJIOTUUECKOE SIBJICHUE, CBI3aH-
HOE C TIOJIOBBIM CO3PEBaHUEM.

Jleueamenvras Hacpyska

HepectoBasi Murpamusi compoBOXIOaeTCs st
OOJILIIMHCTBA JIOCOCEBBIX PHIO MCTOIAIOIICH IBUTA-
TEJIbHOM HArpy3Koil — MNepeaBUXKeHUEM MPOTUB Te-
YeHMsI, C TTIOCTOSSHHBIM ITOJIOXKUTEIbHBIM YKJIOHOM.
I'mnponm3 sHI0TreHHBIX OEJIKOB ¥ POJIh AMUHOKHUCIIOT
B DHEproodbMeHe 0COOEHHO BEJIMKU B TEUCHME TIEPU-
0on0B adpoOHoIi Harpy3ku (Alsop et al., 1999). Brico-
Kasl ABUTaTeIbHAasI aKTUBHOCTD SIBISIETCS MPUIMHOM
HE TOJIbKO MEXaHMYEeCKOTIO CTpecca BCeX 3aIeiiCTBO-
BaHHBIX CTPYKTYpP Te€jla, HO M OKCUJIAaTUBHOTO CTpeC-
ca, IPUBOISIIIETO K 00pa30BaHMIO TIEPEKMCEI JTUITH-
OB U OKMCJIEHHBIX O0enKkoB (Silva et al., 2011).

Bricokast nBuratejibHasi aKTUBHOCTb COITPOBOXK-
JIaeTCs1 BBIOPOCOM B KPOBb TECTOCTEPOHA, K MOMEHTY
JIOCTUXKEHUSI pbl0OaM1 HEPECTWIIUIIL €T0 YPOBEHb Ma-
J1aeT. YpOBEeHb TECTOCTEPOHA U U3MEHEHUS B aKTHUB-
HOCTU KHUCJIBIX Y HEUTpaJbHBIX MPOTEMHA3 B MBIIII-
11aX pbIO TMTOTUUHSIIOTCS CXOOHOM 3aBUCUMOCTHU; 00-
Jiee BBIpaXXEHHbIE WM3MEHEHUS 3TUX IloKasaTesen
IIPOUCXOIAT y caMOK pbI0 (Ando et al., 1986). Briss-
JIEH BBICOKUIT KOR(MOUIMEHT KOPPEISIIUU YPOBHS
TOJIOBBIX CTEPOUI0B, OCOOCHHO aHAPOTE€HOB, U aK-
TUBHOCTU KaJIb[IAUMHOB, & C aKTUBHOCTbIO KaTEICU-
HOB 3Ta B3aUMOCBS3b HE TaKasl YeTKasl.

M3 3KkCcneprMEeHTOB, MIPOBEACHHBIX HA MJICKOIIH-
TaOIINX, U3BECTHO, YTO OCHOBHOM BKJIald B OBICTpOE
W3MEHEHHWE CKOPOCTH OOMEHa MBIIICYHBIX OCIKOB
MIPUHAIJIEKNUT KaJIbllaHaM, a aKTHBalus (epMeH-
TOB JIM30COM TIpH ACHCTBUM HATPYy3KHU pa3BUBACTCS C
BpeMeHHoOI 3anepxkoit (Kasperek, Snider, 1989;
Belcastro et al., 1998; Blazevich, Sharp, 2005). Ipy-
MM JTOKa3aTeIbCTBOM BEIyIIeil poJiM KaJbIIalHOB B
JECTPYKLMK MBIIIIL] IIPY U30BITOYHOI HArPy3Ke SIB-
JISETCS Tporpeccupyloliasi yrpara CIOCOOHOCTH
MBILILI ITPEAOTBPAILATh U3MEHEHU B ypoBHe Ca?" —
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OCHOBHOTO PETYJISITOpa AKTUBHOCTU KaJbIITAaMHOB
(Goll et al., 2008). Monenbio, Imo3BoJsomei nudde-
peHuMpoBaTh 3 dEKT GU3NIECKOM HArPy3KH Y PHIO,
MOXET CIYXXUTb 3KCHEPUMEHT II0 BBIHYXICHHOMY
IJIUTETbHOMY TIABAHUIO CAAKOBOIT (hopesin B 3UMO-
BanbHBIN iepuon (Hemosa, 1980, 1996), B KoTopom
ObLJ1a TTOKa3aHa U30MpaTebHAs aKTUBAIUS KaJlbla-
WHOB B MBIIILIAX pbIO, a TakKke pa3BUTHE Y PHIO
CcTpecc-peaKluu U CHXKEHUE BbKBAEMOCTH.

Tonooanue

JlococeBble B TeueHUE KM3HEHHOI'O LIMKJIa HEO -
HOKpaTHO CTAJIKMBAIOTCA C MIPOJOJIKUTCIbHBIMU T1C-
puogaMm TroJiogaHUusd. B OTCYTCTBUE OK3O0I€HHOIO
IINTaHUAI, (I)YHKHI/II/I IIPOTEHNHA3 MUIIIECBAPUTEIBHOTO
TpaKTa IIE€PEXOOAT K BHYTPUKICTOUHBLIM, KOTOPLIC
IIoAdCP>KMBAIOT HEeO0O0XOIUMBI YPOB€Hb aMMHOKHUC-
JIOT 3a CYET DHIOTeHHBIX UCTOUHUKOB. Du3mosiorus
pr6I)I IIpy ToJIOJAaHUHN ITOJTHOCTHIO 3aBHUCUT OT HO-
CTYIIHBIX OHEPIre€TUYCCKUX M IIJIACTUYECKHUX PE3CP-
BOB, IIPEXIEC BCETO, BUCHCPAJTbHbLIX W MBbIIICYHBIX
6CJ'IKOB; MeTabonyeckast agarnTtanus K roJoJaHUuIo
MOXKET 3aTparuBaTtb U ApYyT1e XKM3HEHHO Ba>XHbIC OpP-
TaHbI, HAIIpUMEDP, NMNCYCHb.

Pe3ynbprarhl 3KCIepMMEHTOB 110 BO3IECTBUIO IO-
JIOMAHUSI Ha TEIUIOKPOBHBIX U PBIO yKa3bIBalOT Ha
CXOACTBO UX OTBETHOM peaklivu, BKJIIOYalollieii, BO-
MEPBHIX, CHIKEHUE CKOPOCTH OEJIKOBOIO CHHTE3a
(Salem et al., 2007) 1, BO-BTOPBIX, YCUJIEHHYIO Aerpa-
JIAlIMIO MBIIIEYHBIX O€JIKOB, IIPU HENPOIO/LKUTEIb-
HOM TOJIOHAHMM — CapKOIUIa3MaTUYEeCKUX, 3aTeM —
muobubpwuapaeix (HemoBa u ap., 1980; Emery
et al., 1986). PerynupyemMoe CHI>KeHUE CKOPOCTH OelI-
KOBOI'O CHHTE3a IIPOMCXOIUT 3a CYET CHMKEHUS aK-
TUBHOCTHU T€HOB pMOOCOMAJILHBIX O€JIKOB 1 ITO3BOJISIET
OBICTPO COKpaTHUTh pacxon aMuHOKHUCIOT u ATP B
ycaoBusx ux nedpunura (Salem et al., 2007). Hecmor-
psi Ha CUHXPOHHOE CHIDKEHUE TPAHCKPUIIIMOHHOM
aKTUBHOCTH T€HOB OMOCUHTETUYECKMX IIyTEH IIpuU
roJ0gaHuM, OHO He CKa3bIBaeTCs Ha DKCIPECCUU Te-
HOB KaTabonamyeckux myTteil (Salem et al., 2007):
KanbITanHOB 1 1 2, Majioil cyObeTMHUIIBI KaJlbITan-
HOB, KOMITOHEHTOB IPOTEACOMHOI CUCTEMBI (CYOh-
enuHuIl a5, B3, N3, peryasTopHoii CyObeIUHUIIBL 1
noanyOMKBUTHHA), KatericuHoB D u L. BMmecTe ¢ TeM
M3BECTHO, YTO MOOMIIM3AIIMSI OCIIKOBBIX PE3EPBOB Y
JIOCOCEBBIX PHIO COMPOBOKIAETCS ITOBBIIIICHUEM aK-
TUBHOCTH BCEX BHYTPUKIIETOUYHBIX ITpoTenHa3 — 20S
IIpOTeacoM, KaJIbIITauHOB 1, B MEHbIIIEii CTeNIeHH, Ka-
tericuHoB (Salem et al., 2005a, 2007; Preziosa et al.,
2013). D10 0O3HaAyaeT, YTO AKTUBHOCTb MHPOTEMHA3
MIpU TOJIOJAHUU PETYJIMPYETCS B OCHOBHOM Ha MOCT-
TPAHCJSILIMOHHOM 3Tame, HampuMep, IpU IIOMOIIU
SHIOTeHHBIX MHTMOUTOPOB. Tak, y pamykHoi (popenn
IIPY rOJI0IAaHUH CYILIECTBEHHO CHIDKAETCSI DKCITPECCUST
umHHOM (popmbl KaimbnactatnHa — CAST-L, B pe-
3yJIbTAaTe Yero MOBHIIIAETCS KaTaJIuTU4YecKash aKTUB-
HOCTb KanbrnanHoB (Salem et al., 2007). AHanoruu-
HBIIA CIOCOO PEeryiasinM KaJabITaMHOBOW CHUCTEMBI
MIPpU TOJIOJAHMM XapaKTePeH M ST MJICKOITUTAIOIINX
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(Du et al., 2004). Takxke peryassTOpHBIMH BO3Ieii-
CTBUSIMU OOBSICHSIETCS TOBBIIICHHASI aKTUBHOCTH
20S mpoTeacomsl y rogogaromieii peiosl (Salem et al.,
2006, 2007). ComepkaHWe M AKTUBHOCTb JIM30CO-
MaJIbHBIX TIPOTENHA3 Y PbIO, 0 MMEIOIIMMCS TaH-
HBIM, IIPU JEMCTBUY FOJIOTAHUS CYIIISCTBEHHO He 13-
MeHsoTed (Salem et al., 2006), XoTs1 yoenuTeIbHO
JIoKa3aHa UX aKTUBALIMS B X0/ HEPECTa JIOCOCEBHIX.

VXe 1pu KpaTKOCPOYHOM TOJIOHAHMM (a TakkKe
JNIEACTBUM IPYTUX KaTaOOJUYECKUX CUTHAIOB) KaJlb-
MavHbl 3aITyCKaIOT IIpoliecc Aerpamaluu Muopuo-
PWUISIDHBIX OEJIKOB, a 3aBepllalollyie 3TaItbl TUAPO-
JIN3a IPOUCXOIST IIPU YIYACTUU IIPOTEACOM U, B MEHb-
IIIei CTEIeHU, JIM30COMANIbHBIX MPOTerHA3 (TJIaBHBIM
o0pa3oM, KarericmHa D), mpudeM IIociaeqHUe CyIle-
CTBEHHO aKTUBUPYIOTCS JINIIB ITOC/IE HECKOJBKIX CYTOK
roinoganus (Hemosa u ap., 1980, 1996; Martin et al.,
2002; Blazevich, Sharp, 2005). ITocine oTrMeHbI neii-
cTBUSL (paKTOpa aKTUBHOCTh KaJIbITAMHOB W TeHHAas
9KCIIPECCHUS HEKOTOPBIX O€TKOB YOMKBUTHUH-IIPOTEA -
coMHoro Iyt cHmkarTcs (Seiliez et al., 2008).

Peaxkiiust Ha rojgogaHWe y MUTPUPYIOIIUX PHIO,
9BOJIIOIIMOHHO TMpeafanTUPOBAHHBIX K JAEHCTBUIO
aToro akrtopa, U HEMUTPUPYIOIIMX B OCHOBHBIX
yepTax CXOJIHA: aKTUBHOCTh KaJIbITAMHOB B MBIIIIIAX
pBIO OCTaeTCs MOBBIIIEHHON B TEUEHHE BCETO MEPUO-
naronomanus (Tripathi, Verma, 2003). BmecTte ¢ TeMm,
Y HEMUTPUPYIOIIUX PbIO JOCTATOYHO OBICTPO UCTO-
1IAI0TCSI DHAOTEHHBIE PE3ePBbl, B YACTHOCTU, COAEP-
>KaHUE MBIIIEYHBIX OEJIKOB JOCTUraeT MUHUMYMa YXe
1pu 35-CyTOYHOM rojionaHum (TokaszaHo Ha Ictalurus
punctatus; Tripathi, Verma, 2003).

SAKJTIOYEHUE

JlaHHBIC TUTEpaTyphl 1 COOCTBEHHBIE HAOJIIOINE-
HUSI CBUIETEIBCTBYIOT O TOM, YTO YPOBEHb aKTMBHO-
CTH OCHOBHBIX MPOTEMHA3 B CKEJCTHBIX MBIIIIAX —
KaJIbIIMA3aBUCUMBIX KaJIbIIaMHOB, IIPOTEACOM U JIMN30-
COMaJIbHBIX KaTEIICUHOB, COIJIACOBAHHO U3MEHSIETCSI B
3aBUCUMOCTHU OT (PUBNOJIOTMIECKOIO CTaTyca PBIO CeM.
JlococeBbie 1 CIIyXXUT MHIMKATOPOM OIIpeIeIeHHBIX
9TAIlOB MX OHTOI€HE3a M roIOBOIo 1IMKJIa — Mepuoaa
aKTUBHOIO pPOCTa, CO3pPEeBaHMsI TOHAl, TOJIOHAHMUS,
HepecToBoM murpauyuu. @yHKIUOHAILHOE B3aUMO-
JIEeCTBUE U BJIEMEHTbl B3aUMHOI PEryJsLUU JIU30-
COMAaJIBHOTO 1 HEJIM30COMAJIbHOIO IMyTei MPOTEOI-
3a TIPOSIBJISIOTCS KaK B XoJie (PU3MOJIOTHISCKOTO 00-
MEHa MBIIIEYHBIX OEJIKOB, TaK Y MPU UX YCUIIEHHOM
JIerpagaliiy, HaIlpaBJIECHHON Ha oOorallleHue myJia
MJIACTUYECKNX M DHEPreTUIeCcKNX cyocTparoB. Mo-
OMIM3alsl MBIIIIEYHBIX OCJIKOB y PHIO MMEeT YHH-
KaJbHBIC YEPTHI, OOBSICHSIIONINECS CHSIN(MUKON MX
0eJIKOBOTO OOMEHA B 1I€JIOM: 3HAYMTEIbHO OOJIBIINM
00BEeMOM OOMEHUBAIOLINXCSI OEITKOB, Pe3ePBHOM pO-
JIBIO CTPYKTYPHBIX O€JIKOB, UCITIOJIb30BaHUEM aMUHO-
KMCJIOT B Ka4eCTBe CyOCTpPaTOB MJISI OKUCICHUS U HE
TonbKo. Ilytm MoOmMIM3anum OEIKOBBIX PE3EPBOB
MOTYT pa3IndaThbCs B pa3HbIX (PM3UOJIOTMIYECKUX WA
CTPECCOBBIX YCJIOBUSIX; TaK, aTpOoGUsI MBIIIIL IIPU HE-
PECTOBBIX MUIpALISIX Pa3BUBAETCS 3a cUeT Oecrpe-
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LIEIEHTHO BBICOKOTO YPOBHS JIM30COMAJIBHOTO IIPO-
TEeOJIN3a, a TOJoAaHUe CTUMYJIHUPYET MpPEXkKAe BCETO
KaJIbITaAnHOBYI0 cHCTeMy. M3yyeHUWe KOMILIeKCa
BHYTPUKJIETOUHBIX IMTPOTEOJIUTUIECKNX (DEPMEHTOB Y
JIOCOCEBBIX PBIO, Hapsay ¢ APYTMMM MOKAa3aTeNIsIMHA
UX GMOXUMHMYECKOTO CTaTyca, JaeT HOBYIO MH(MOpMa-
LU0 O MEXaHU3Max MX pocta u pasButus. Cpeau
(depMEHTOB U PEryJIITOPOB BHYTPUKIETOYHOTO ITPOTEO-
JIN3a BBIIESIOTCS OTEHIIMAIBHBIE OOMapKephl POCTa
pBIO (Harpumep, ypoBeHb 3kcipeccun CAST-L) u cre-
MEHW OEeCTPYKIUM WX MBIIIEYHOM TKaHU (aKTUB-
HOCTbB KaTercruHa D), BaxkHbIe 1151 phIOOpa3BeIeHUS
Y IPUPOJOOXPAHHOM IEITEIBHOCTH.

Pa6ora BEITIONHEHA TTpY (GUHAHCOBOM MTOIIEPKKE
Poccuiickoro HayyHoro ¢doHaa 1o rnpoekty Ne 14-
24-00102 “JlococeBnie priobl CeBepo-3amnaga Poc-
CHU: 9KOJIOTO-OMOXUMUYECKIE MEXaHU3MbI pAaHHETO
pa3BuTus’”.
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Degradation of Skeletal Muscle Protein during Growth
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Published data and the results of the authors’ own studies on the role of intracellular proteolytic enzymes and
the metabolic and signaling processes regulated by these enzymes at certain stages of growth and development
of salmonid fishes are analyzed in the present review. The major pathways of intracellular proteolysis relying
on autophagy, proteasome activity, and calpain activity are considered, as well as the relative contribution of
these pathways to proteolysis in skeletal muscle of the fish. Skeletal muscle accounts for more than half of the
weight of the fish and undergoes the most significant changes due to the action of anabolic and catabolic sig-
nals. Special attention is paid to the intensity of protein degradation during the active growth period charac-
terized by a high rate of protein synthesis and metabolism in fish, as well as to protein degradation during the
reproductive period characterized by predomination of catabolic processes in contrast to the growth period.
Skeletal muscle plays a unique role as a source of plastic and energy substrates in fish, and, therefore, the pro-
cess of muscle protein degradation is regarded as a key mechanism for the regulation of growth intensity in
juvenile salmon and for maintenance of viability and reproductive capacity of salmonid fish during the mat-
uration of gametes, starvation, and migration related to spawning. The possibility of using a set of parameters
of intracellular proteolysis to characterize the early development of salmonids is demonstrated in the review.

Keywords: intracellular proteolysis, calpain, cathepsin, proteasome, salmonid fish, growth, development
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