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B 0630pe 060011IeHbI TaHHbIE TUTEPATYPBI U MaTepUaibl COOCTBEHHBIX UCCIEIOBAaHUIT 00
OCOOEHHOCTSIX CTPYKTYPhI, GYHKIIMI U OEJIKOBOro MeTaboIM3Ma CKeJIETHBIX MBIIIL] KO-
ctucteix poib (Ki1. Teleostei). HecMoTpst Ha KOHCEpBaTUBHOCTH OCHOBHBIX MEXaHU3MOB
MBIIIIEYHOTO pocTa (MMOTEHEe3a) 1 IeTpaiailiy y TO3BOHOYHBIX JKMBOTHBIX, PhIOaM CBOIi-
CTBEHHbBI YHUKAJIbHBIE YEPThI, CBA3aHHbBIC C UX MMONKWIOTEPMHOCTbIO, HEIETEPMUHUPO-
BaHHBIM POCTOM U 0CO0OM (PYHKIMEH CKEIETHBIX MBIIIL] KaK JIeMo IJIACTUYECKUX M
9HEpreTUYECKUX cyocTpaToB. CKeJleTHbIE MBIIILIBI PhIO 001a1aI0T BICOKOM MIaCTUYHO-
CTbIO, IOl KOTOPOIi1 MOApa3yMeBaeTCsl UX CIOCOOHOCTD K BbIPaXKeHHBIM aHA00JIMIECKUM
M KaTaboJIMYEeCKUM U3MEHEHUSIM TIpU AeiCTBUM (DAKTOPOB BHEIIHEN Cpebl, BKIIOYAst
TeMreparypy, GoTonepro, TOCTYITHOCTb ITUIIM U npyrue. B ontumManbHbIX (aHabommye-
CKHX) YCJIOBUSIX MbIIIIEUHAsI TKAHb PHIO pACTeT I10 MyTSIM MMIepTpodUun 1 TUrepIuiasum ¢
Ype3BbIUaifHO BBICOKOI CKOPOCTBIO, a B MIEPUO/IbI OHTOTeHEe3a, CBS3aHHbIE C BHICOKUMM
9Hepro3arpataMyu — MUIPALMU, TOJOJaHWsI, CO3pEBaHMsl TMOJIOBBIX MPOAYKTOB — Bpe-
MEHHO IpeobiagaeT KaTaboau3M CKEJIEeTHO-MBIIIEYHBIX 0eJKOB. OmIHAKO aerpanarus
MBILIEYHOM TKAHU MOXET OBbITh HACTOJIBKO IJTYOOKO#, UTO MPEBHILIACT €€ pereHepaTuB-
HYIO CITOCOOHOCTB; TI0 TAaKOMY CIIEHApWIO MOTYT PEaTM30BBIBAThCS TE€HETUUECKUE TTPO-
rpaMMbl U OTBETHBIC peakIMy Ha AEMCTBHE BHEIIHUX (PaKTOPOB U3OBLITOUHONM CHUJIbI U
MPOROJKUTEbHOCTH. KpaltHUM U 1ToKa3aTeIbHbIM MPUMEPOM MOOWIN3ALMU OETKOBBIX
PEe3ePBOB MBIIILL U PACXOAOBAHUS PE3YJIbTUPYIOLINX aMUHOKUCIIOT B IIPOLIECCaX 9HEPro-
MPOIYKILMU U CUHTE3a cTaarecrneliMUIHbIX OEJIKOB MOJOBBIX MPOAYKTOB SIBJISIOTCS TH-
XOOKEaHCKHUE JIOCOCH, CTEINEHb UCTOLEHHSI KOTOPBIX BO BpeMsl HepecTa HACTOJIbKO BEJIU-
Ka, 4TO TIPUBOAMT K THOeIM ocobeii. B 0630pe Takke paccMaTprBarOTCS MMOTIaTUN PHIO
U TTOTEHLIMAJT PHIOHBIX OOBEKTOB IIJIs1 MOAEIMPOBAaHMST 3a00JIeBaHUI YeJIOBEKa.

Karouegvie cnoea: KOCTUCTBIE PBIObI, CKEJIETHBIE MBILILBI, aHA00JIM3M, KaTaOOJaU3M,
[UIACTUYHOCTh, MUOTEHE3, OEJIKOBAs AeTrpagaliust
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Cnmcok cokpamenmii: Akt — cepuH/TpeoHMHOBas1 nporenHkuHa3za B, AMPK — 5'-AMP-aktuBupyemast mpore-
nHkuHaza, GH — ropmon pocrta (ot anri. growth hormone), GHR — peuientop ropmoHa pocta (0T aHrJ1. growth
hormone receptor), hsp — 6e10k TerutoBoro moka (ot aHri. heat shock protein), Igf — nncyHoMONOOHLII hak-
TOp pocTa (OoT aHII. insulin-like growth factor), Igfbp — Igf-cBsi3pIBatommii Genok (ot anri. Igf-binding protein),
Igf-IR — perrentop nHcyaMHonono6Horo ¢dakrtopa pocta I, MPC — muoreHHast mporeHUTOpHas Kjietka (OT aH-
1. myogenic progenitor cell), MRF — muorenHslit peryiasitopslii aktop, Myhc — Tspkenast nernb Muo3uHa (0T
aHn1. myosin heavy chain), Mylc — jierkas Lernb Muo3uHa (OT aHr1. myosin light chain), myoD — dakTop aud-
bepeHUMPOBKY MUOOJIACTOB (OT aHIJI. myoblast determination factor), myoG — muorenut, NF-xB — sinepHblit
daxrop kB (ot anr1. nuclear factor kappa-light-chain-enhancer of activated B cells), Pi3K — docdatmnamnmno-
suron-3kuHasa, TGF-f — tpancdopmupyiormii poctopoii dakrop B, TNFo — dhakrop Hekpo3sa omyxoiu o (0T
aHnI. tumor necrosis factor o), TOR — muieHs panamuiiHa (0T aHr. target of rapamycin), TSC — 6enKoBbIit
KOMILIEKC TyOepo3HOTo ckiiepo3a (OT aHII. tuberous sclerosis complex), UPS — yOUKBUTHH-TIpOTEacCOMHasI CH-
creMa (OT aHIUI. ubiquitin-proteasome system), WGD — nojHoreHoMasi ayrimkanus (OoT aHmI. whole-genome
duplication).
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CorjacHO UMEIOIIMMCS CBeAEHUSIM 00 OCOOEHHOCTSIX pOCTa KOCTUCThIX phIO (K. Te-
leostei) 1 MX CKeJIETHBIX MBILIILL [ 1—4], MOXHO CynuTh 00 YHUKAJIbHOCTU UX (DU3UOJIOTUMN
W TMIPUHLIMITUATIBHBIX OTJIMYUSIX OT IPYTUX MO3BOHOUYHBIX XXUBOTHBIX. BO-TepBBIX, pHIObI
PACTYT Ha TPOTSKEHUM BCEM KU3HU (32 HEMHOTUMMU UCKITIOUCHUSIMU), TO €CTh 00JIb-
IIWHCTBY BUAOB CBOMCTBEHEH HeIeTEPMUHHUPOBAHHBIN POCT, a TTOCKOIBbKY 10 70% Ku-
BOTO Beca PbIObI COCTABJISIET €€ MbIIlIeYHAasl TKaHb, TO OOIIUT TIPUPOCT MTPOUCXOIUT B pe-
1IalolIeil Mepe 3a CUeT yBeJIMYeHUsI 00beMa MbIIIL. BO-BTOPBIX, POCT CKEIETHBIX MBIIIIIL
pbIO B TEUEHME BCEU KM3HU 00eCcTieYnBaeTCs IBYMSI MeXaHM3MaMU — runepTpodum u ru-
MepIia3nu — C TMIOCTETIEHHBIM CHIDKEHUEM BKJIaAa MOCIeIHEro, TOTAa Kak y MpoYnXx Mo~
3BOHOYHBIX 3TOT Me€XaHU3M (DYHKLIMOHUPYET TOJIbKO Ha MpeHaTaJbHOM 3Tare. B-Tpe-
ThUX, CKEJIETHbIE MBILILIBI PHIO SIBISIOTCS AENO SHEPreTUYECKUX U TJIACTUYECKUX CyO-
CTPaTOB U COCOOHKBI KaK K OBICTPOMY POCTY, TaK 1 K 00paTUMOM ITOoTepe 3HAYUTEILHOIO
o0beMa B CUTyalUsIX, KOTJa SHEPreTUYECKUE 3aTpaThbl BEJIUKU (MPOIOKUTETbHBIE MU~
rpanuu, KOHKypeH1us, popMupoBaHue roHaa) U(Uad) UX BOCIIOJIHEHE U3BHE HEAOCTA-
TouHO (TojiogaHue). Bce ykazaHHbBIE OCOOEHHOCTH POCTa PhIO TeM WJIM MHBIM 00pa3zoM
CBsI3aHbI C pa3BUTHEM, (DYHKIIMOHAJIBHON aKTUBHOCTBIO CKEJIETHBIX MBIIII 1 MHTEHCUB-
HOCTbIO OOMEHa MBIILIEUHBIX OEJIKOB.

Pa3mep pbeIOBI M TECHO CBSI3aHHBIN C HUM O0BEM €€ CKEJIETHBIX MBIIIIL, OOTaThiX OeI-
KoM (10 30% maccel), yBeJMYMBAIOTCS B T€YCHUE BCE XKU3HU, HO HE JIMHEHHO: IPUPOCT
0COOEHHO MHTEHCUBEH Ha MEPBOM IOy XU3HU U MOCTENEHHO CHUXAETCS C BO3PACTOM,
npu 3TOM OajlaHC CUHTe3a OeJjika U ero Aerpajallii BCeraa OCTaeTCs MOJOXUTEIbHbIM.
OnHako B XU3HEHHOM 1IMKJIE TIEpHOIbl POCTA MPEPHIBAIOTCS 3MU30J4aMU C Tpeobana-
HUeM KaTabojin3Ma OeJIKOB M UCTOIICHUSI UX pe3epBOB. Takue 31u30/1bl MOTYT ObITh 60-
Jiee WIM MeHee PeryJIsipHbIMU (3UMOBJILHOE TOJIOJaHWEe Y PbI0 YMEPEeHHBIX IIUPOT, He-
pecToBasi MUTpalvsi, MHOTOKpaTHasl y OOJIBIIMHCTBA BUIOB, OMHOKPATHAs Y TUXOOKEaH-
CKMX JIOCOCei) WM crnopaaudeckuMu (Tipy 3a0o0JieBaHUSX, B HeOJIaronmpusTHBIX
ycioBusix). Perbam mpucylina crmocoOHOCTh K MAaCCOBOMY THAPOJIN3Y OelKa CKEJIETHBIX
MBI, KOTOPBIA SIBJISIETCS PACXOAHBIM MaTEPUAIOM AJIs1 O0ECTIeYeHUST SHEPTeTUIECKUX
3aTpar MyTeM BKJIIOUEHUsI aMUHOKUCIIOT B IUKJI TPUKAPOOHOBBIX KUCIIOT U TJIIOKOHEOTe-
He3. [Ipu aTOM pbIGa MOXET 0OPaTUMO TEPSTH 10 MOJOBUHBI MacChl CKEJIETHBIX MBIILI,
HeIoCTaIIUi 00beM KOTOPBIX (IS MoaaepkaHus (hopMbI TeJla) 3aMellaeTcst Boaoi [5],
a [Py CHSITUM TTOBPEXAAIOIIETO BO3ICUCTBUS UJIM CMEHE 3Tara rogoBOro uKia — pere-
HEpUpYeET.

CurHajnamMuy K CMEHEe 3Talla rofoBOro/>KM3HEHHOTO IIMKJIa PbIO M HAIlpaBJIEHHOCTH
MeTaboIMYeCKUX MPOLIECCOB CIyXaT 3K30TeHHbIe MEPpEMEHHbIE — TeMIlepatypa, (hoTo-
TMepuo, COJICHOCTh, AOCTYITHOCTb MUILU, TOCKOJIbKY (DU3UOIOTHUS TIOMKUIOTEPMHBIX KU~
BOTHBIX TOpa3io B OOJIbIIIEH CTEIeHU 3aBMCHMMAa OT YCJIOBMII cpedbl MX obutaHus [2, 6].
Tpurrepbl — BHELIHUE CUTHAJIBI — BOCIPUHUMAIOTCS U TPaHC(HOPMUPYIOTCS IHIAOKPUH-
HOI1, HEIAPOAHIOKPUHHOI 1 UMMYHHOM CCTeMaMU B METa0OJIMYECKME OTBETHhIC peaK-
UM aHA0OIMYECKOI MM KaTaboIn4ecKoit HampaBjieHHOCTU. OCHOBHBIMU peryJisiTopa-
MU MyTeil, BeAylIuX K MpeodIafaHruI0 POCTOBBIX MPOLIECCOB B MBIILIEYHOM TKAHM, CJTy>KaT
ropmoH pocta (GH) u nncynunomnono6Hsiit dakrop pocra (Igf-I), ux BeIpaGOTKY MOXHO
MCKYCCTBEHHO CTUMYJIMPOBATh AUETOI C BLICOKUM colepXKaHUeM Oeika/aMUHOKUCIIOT [7].
T'opMoH pocTta BiMsieT Ha MUIEBOE MOBeAeHNUE, MeTabOoJN3M, UMMYHHbIE peakUMU U
ocMoperysaiuio [1]. Katabonmdeckyio HaIlpaBJIeHHOCTh IPUOOPETAIOT OOMEHHBIE IIPO-
1IECChI TPU IeHCTBUU 3CTPOTEHOB, MEIMATOPOB BOCITAJIEHUSI, CTPECC-TOPMOHOB; B 9KC-
TMEPUMEHTE 3TU CUTYallMU MOJETUPYIOTCSI BBEICHUEM JIeKCaMeTa30Ha, MHTEPJIEKNHOB,
aMMHOKMCJIOTHOM nernpuBanueii [7, 8].

OTMeuyeHHbIE BbIllIe 0COOEHHOCTU (DU3MOJOTMU KOCTUCTHIX PHIO U OEJIKOBOro ooMeHa
B MX CKEJIETHBIX MBIIIIIIAX MPEAIoJaraloT, YTO UM CBOMCTBEHHBI TaKke 0oJiee TOHKUE OT-
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JIMYUSI B MOJICKYJISIDHBIX MEXaHU3MaX PEryJsiMM IJIACTUYHOCTU MBIIIEYHON TKaHU.
M3ydyeHue MpoieccoB HAKOIUICHUSI M PACXOMOBAaHUSI MbIIIIEYHON MAacChl U PeTyJUpPYIO-
IMX X (PAKTOPOB y PHIO BaXXHO HE TOJBKO JUIST (DyHAAMEHTAJIbHOTO €CTECTBO3HAHUS, HO
U UMeeT MPUKJIaJHOE 3HaYeHUE TSI pa3pabOTKM CTpaTeruii MHTEHCUBHOIO BhIpallluBa-
HUsI aKBaKyJBTypPHBIX BUIOB PBIO, YIy4IIeHUsI Ka4eCTBEHHOIO COCTaBa MPOIYKTOB TO-
BapHOTO PHIOOBOACTBA.

CTPYKTYPHASl OPTAHU3ALIMSA U BEJIKOBbIM COCTAB

VY pbIO, B OTIMUME OT MJIEKOMUTAIOLIUX, MBbIIIEUHbIE BOJOKHA pPa3HbIX TUIOB —
“OBICTpbIC” MIUKOJUTUUECKUE U “MeIJICHHbIE” OKMCIUTEIbHbBIE — HE CMELIaHbl, a Pop-
MUDPYIOT TUCKPETHEIE cJion. beybie MBIIIILI — “OBICTpEIE”, C TTpeobagaloluM aHaA3POO-
HBIM MeTaboJIM3MOM (IVIMKOJIU3, TUapoaun3 dhochokpeaThHa) — oOeCcIeYnBaOT BHE3aIl-
Hble OBICTPbIC ABUXKEHUSI, HEOOXOAMMBIE 111 OETCTBA OT XUIIIHUKA WX JIOBJIU JOOBIUM.
WX BoJIOKHA TOJIIIE, B COCTaBe OoJbIlle OeJIka M MEHBIIIE JIMTUAOB, TeMOTIOOWHA U TJIUKO-
ITeHa II0 CpaBHEHMIO C KpacHBIMU. KpacHble (TeMHEBIE) MBIIIIEI — “MeIIeHHBIE”, ¢ IIpe-
WMYIIECTBEHHO a3pPOGHBIM TUITOM OKHCIUTEIBHOTO (POChOpMIMpPOBaHUS — MpeaHa3Hade-
HBI 15T TPOAOJDKUTENIBHOTO TUTAaBAaHMST M COCTABIISIIOT MeHee 5 (y peakux BumoB 1o 20) % ot
KonuuecTBa 6enbiX [9]. UMeloT TeMHyI0 OKpacKy U3-3a OO KeJle30coaepxKalimnx oe-
KOB (reMorjioOMHa M MHOIJIOOMHA), B HUX OOJIbIlIE MUTOXOHIPUIA, JEIKOOKMCIISIEMBIX
cyOcTpaToB (JIMIIMIOOB, INIMKOT€HA) U IpeBpallaolrX ux epMeHTOB — LIMKJIa TpUKap-
OOHOBBIX KHCJIOT, IIEHT030(ochaTHOro IIyHTa, 3JIEKTPOH-TPAHCIIOPTHON LIeNU, CUHTE-
3a IJiMKoreHa, aunonausa [9]. Haubosee kpyrnHas Oesast Mbliiia — OoJibliasi 60KoBas,
m. lateralis magnus — nipeacTaBieHa IBYMSI IPOTIOJbHBIMU TSKAMM OT TOJIOBBI 10 XBOCTA,
MMEIOLIMMU METaMEepHYIO OpraHu3alnio, B KOTOPOil MHOXECTBEHHbIE (JI0 COTHU U 60-
Jiee, 0 KOJIUYECTBY IMTO3BOHKOB) MMOTOMBI pa3lie/IeHbl COeIMHUTEIbHOTKAHHBIMU MUO-
centamu. MEBIIIeuHas KjieTKa (M1 MBIIIEYHOE BOJIOKHO) — MHOTOsIIEpHOE 00pa3oBa-
HUE — OKpYXeHa CapKoJIEeMMOI M BKJIIOYAeT MHOTOYUCJIEHHBIC, A0 JABYX ThICSIY, MUO-
Gubpmiel. Kaxnas MmuodubpuuIa IeJIMTCs 10 JIMHE HA MHOXECTBEHHBIC MICHTUYHbBIE
CcapKOMepBhl, KOTOPhIE COAEePKAT MOJIEKYJIbI OCHOBHBIX COKPATUTEJIbHBIX OEIKOB aKTUHA
(ToHKMe UIaMEHThI) 1 MUO3MHA (TOJICThIE (PHIaMEHTHI), MUHOPHBIX OCJIKOB TPOIIOHU -
Ha U TPOIIOMMO3MHA, aCCOLUMUPOBAHHBIX (hepMeHTOB U Apyrux. COopKa capKOMEpPOB
KOHTpoJIMpyeTcsi 6esKoM TeruioBoro 1moka hsp90a, a tonacteix (ujiamMeHTOB — TpaH-
CKpUITLIMOHHBIMU (pbakTOopamu muouutoB mef2d u mef2c [3].

BeJIKM MBIIIII TO3BOHOYHBIX TPAIULIMOHHO MOIPA3ACIISIIOTCS Ha TPY TPYIITbI B 3aBUCUMO-
CTU OT UX PACTBOPMMOCTH, MPU 3TOM IS PhIO XapaKTepHO OCO0OE MX COOTHOIIECHUE:
(1) pacTBOpHUMBIE B COJIEBBIX pacTBOpax ¢ HU3KOi noHHOM cuioii (0.15) — capkoriazma-
THYeCKUe OeTKM, BKIIIoYasi MUOTeH, MUOTJIIOOWH, TJIOOYJIMHBI, MUOATbOYMUH, pa3ind-
Hble MeTaboJIMUecKre epMEHTHI; COCTABISIOT 0K0JI0 30% OT 06IIero MBIIIIEYHOTO 6eT-
Ka pbi6 TpoTuB 35—40% y MiekonuTaiomux; (2) pacTBOPMMbIE B PACTBOPaxX BBICOKOM
noHHOM cuiibl (0.5) — MUOUOPWILIIpHEIE, WM COKpaTUTEIbHBIC OCJIKM, BKIIIOUAs aK-
TUH, MUO3WH, aKTOMUO3WH, TPOTIOMMO3UH, TPOIIOHWH U IPYTUE; COCTABIISIOT OKOJIO
60—65% 6enkoB MbIIIL pbIO MPoTUB 40—45% y MiekonuTalomux; (3) HepaCTBOPUMBIE B
HEeUTpaJIbHBIX COJIEBBIX PACTBOPAX MJIY B pa30aBIeHHBIX KMCJIOTaX WX IIeIoYax — OeJIK1
CTPOMBI WJIM COENVMHMUTEIbHON TKaHU, BKJIIOUYasl KoJiJlareH, HeOYJIMH; COCTABIISIOT JIUIIIb
2—5% oT 0611Iero KOJIMYECTBa Oe1Ka Y KOCTUCTBIX PBIO MPU OYE€Hb BHICOKOM MX COICpKa-
HUU B MBIIIIAX MJeKonuTatomumx. HU3Kum conepxkaHueMm coeIuHUTETbHOTKAHHBIX OeJl-
KOB 0OYyCJIOBJIEHA XapaKTepHasi TeKCTypa MBI pbl0. B cocTaBe MbIIIEUHBIX OCJIKOB KO-
CTHUCTBIX pbIO OOHAPYKMBAIOTCSI BCE HE3aMEHUMbIE aMUHOKUCIIOTHI, CPEAN KOTOPBIX BhIIIE
coJiep>kaHue JIM3MHA U HUXe — TpUunTodaHa B CpaBHEHUM ¢ OeJIKaMy MJIEKOITUTAIOIINX.
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MpblieyHast TKaHb pbIO oboraiieHa HeOeJIKOBBIMM a30TCOAEpXKalllMMU BelllecTBaMu (10
10—15% ot konmnyecTBa GEJIKOB): CBOOOIHBIMU aMUHOKHUCIOTAMHU, MENTHIAMU, HYKJICO-
TUAAMU, TPUMETWIAMUHOKCHUIOM, aMMHUaKoM [9].

CJI0XXKHOCTh O€JKOBOIO COCTaBa MBIIIEYHOM TKaHW PbHIO OIpenesieTcsl CUHTE30M
MHOTHUX O€JIKOB, CTPYKTYPHBIX U PETYJSITOPHbBIX, B HECKOJIbKMX BapUaHTaXx — reHeTu4ye-
CKMX (KOAUPYEMBIX KOIMUSIMU F€HA) WU CIUIACUHTOBBIX. Tak, MpU MOMOIIM TPAHCKPUII-
TOMHOIO aHaJIi3a OeJIbIX MBIIIIL MOPCKOTO Jiella Sparus aurata 7] GbUIM BbISIBIICHBI MHO-
>KECTBEHHbIE BapMaHThl CAPKOMEPHBIX OEJIKOB: B ABYX BapuaHTax — (unaMuH (0., ), Jier-
Kas uenb Muo3uHa (Mylc2, Mylc3), MuosnH-cBsa3bIBawluii 6esok (Mybp-c, Mybp-h),
HeOymuH (-1, -2), aktud (o, B), Tutud (o, B), Muo3eHuH, TporonuH C, B TpeX — aKTU-
HUH, TPOTIOMMO3UH, MUOME3UH, TPOIIOMOAYJIMH, B UEThIpeX — aKTUH-OJOKUPYIOIINi
0eJIOK, B IATU — TsbKesas 1enb Muo3nHa. KommoHeHTHI curHanbHoro myt Pi3K, Akt,
TOR Taxske 00HaAPY:KMBAJINUCh B TPAHCKPHUIITOME B IBYX OJIM3KUX KOIMSIX, a KaJbIllanH-3
U MUOTAJUIAANH-TIONOOHBIN OeIoK — B ABYX crulaiic-BapuaHTax. [IpoucxoxneHue reH-
HBIX KOTIUi, KOOUPYIOIIMX OeJIKOBbIE Mapayiord, OepeT Havyalo B DBOJIOLIMOHHON UCTO-
pum xi1. Teleostei, a MeHHO B moaHoreHoMHou myrumkauun (WGD), nMmeBieit Mmecto
300—250 muH neT Ha3amd, B MOMEHT BhIASISHMST HaaKjacca Jiydelepbix peio Actinoptery-
gii (BKJIIOYaloIero Kji. KOCTUCTHIX pbIO, Teleostei) ot 0011eii BEeTBU C ApyTUMU ITO3BOHOY -
HbIMU, BKJIto4as Tetrapoda. Ha 6osiee moznHeM (95 MJTH JieT Ha3am) 3Tare 3BOJIOLMU JIO-
coceBbIX phIO (ceM. Salmonidae) mpousolien BTOPoii payH/I MOJUILIOUIU3ALMNA TeHOMa
(coBpeMeHHBIE JlococeBble — TeTparutonasbl; [10]), KoTopslit mpuBea K elle 0oJblieMy
YCIOXHEHMIO UX OesikoBoro periepryapa. Cynpb6a oOpa3oBaBIIMXCSI KOMWI TeHOB pas-
JIMYHA: OJHY 3aKPEIUINCh B TeHOME, IPyrue JIMMUHUPOBAIMCH, YaCTh MapaJIOTUYHbBIX
rnocjenoBaTe/IbHOCTe coxpaHwia MpeaKoByo (GyHKIMIO (M TOTIa OpraHU3M CIIOCOOeH
MPOU3BOAUTD OOJIbIIIME KOJIMYECTBA OMpPEAeIEHHOTO OejKa), Apyrue, IMBEPTeHTHO pa3-
BUBASICh, IIPUOOPENIM HOBYIO MJIM, KaK IICEBIOTeHBI, CTaIM HepyHKIIMOHAIBHE [10]. I1o-
MUMO CTPYKTYPHBIX U QYHKIIMOHAIBHBIX PA3IUYUi, TTApaJIOTU CADKOMEPHBIX U PEryJisi-
TOPHBIX OEJIKOB MOTYT MO-pa3HOMY OTBEYaTh Ha AEWCTBUE OHTOTEHETUYECKUX U CPEHo-
BbIX (pakTOopoB. Hampumep, reHnl Igf-cBsi3piBaronmx 0eJKoB, igfbp, IpUCYTCTBYIOIINE Y
S. salar B 19 BapuaHTax, nuddepeHInaTIbHO 3KCIIPECCUPYIOTCS MPU AEHCTBUU MHOXKE-
CTBEHHBIX aHA0OIMYECKUX U KaTaOOJMYECKMX CUTHAJIOB [7], Jerkue uenu MUO3MHA U
TpoNoOHMHA | TWJISIMUM — B OTBET HA TeMIepaTypHBbIii (haKTop, TPU Mapasiora MUOT€HHOTO
TpaHCKPUITIMOHHOTO (hakTopa myoD1 §. salar — B pa3HbIX TUIIaX BOJIOKOH, Ha pa3HbIX
3Tarax MUOTeHe3a U 1pu pasHoM ¢dortonepuone [11, 12].

T'OPMOHAJIBHAA PET'YJIALINA POCTA

OCHOBHBIM PETYJIITOPOM POCTOBBIX IPOIIECCOB B MBIIIEYHON TKAHU CIYKUT CHUT-
HaJlbHas1 cucTeMa, BKiIoualoias ropmoH pocrta (GH)—Igf-1—-Pi3K—Akt/mpoTenHKM -
Ha3zy B—TOR [1, 3, 13, 14] (cxeMaTUYHO KOMITOHEHTbI CUTHAJILHOTO KacKala U OKa3bl-
BaeMble MU (PG eKThI TIpencTaBIeHbl Ha puc. 1).

GH moxert neiicTBoBaTh Kak 4epe3 Crelm(MUIHbIN TpaHCMeMOpaHHBIN pelienTop cap-
koinemmbl (GHR1), Tak 1 omocpenoBaHHO, myTeM uMHMLMauuu Ipomykiuu Igf-1. Ha
MHOTMX IIpUMepax JoKa3aHa CHJIbHasI TOJIOKUTETbHAS KOPPEJSIIMS MEXITY Tia3MaTiye-
ckumu ypoBHsimu GH u Igf-1, a Takke ypoBHeMm Igf-1 1 ckopocTbhio pocta pri6. Llupky-
mmpyrommii Igf-1 perynupyer cekpernio GH 1o mpuHIMIy oTpMLaTeIbHOI 0GpaTHOI
CBSI3U, KpOMe TOro, akTuBHOCTB Igf-1 3aBucHT ot 1utotHocTH penientopos Igf-IR u ypoB-
Hsa Igf-cBa3biBatomiero 6enka (Igfbplb), nHrubupyomero B3aumoneiicreue Igf-1 ¢ ero
peuenTopoM [7]. CuHTE3 GOJBIIMHCTBA KJTIOYEBBIX PErysITOPOB pocTa, BKiatouas Igf-1,
Igf-11, Igfbp, GHRI1, npoucxonur B ieueHu, Kpome Toro, GH u Igfs Moryr akTuBupoBaTh
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DHIOTreHHBIE PETYJISATOPbI
TEHHOM 3KCIpeccuu
TJIIOKOKOPTUKOUIBI (—)
TUPEOUIHBbIC TOPMOHBI (+) | _ _ — — —

DK30TreHHbIE PETry/ISITOPBI
o0beM Kopma

* comepxkaHue 6eka/aMUHOKUCIOT
* MCTOYHUK KOPMOBOTO Oenka

o« e e e e

aHIpOTeHsI (+) ) * cTpecc
3CTPOTreHBI (—) ) I * (busmveckast Harpy3Ka
cAMP (—) I * Temrmeparypa

* LUTOKUHBI (—) “ * (horonepuon

(

lropMOH pocrTa, GH

Perynsiuyfst oakenipeccun lgf-1, Igf-11, Igfbps, GHRI B nevenn u Mpliaj
o
[ GHRs ] [ Ief- IR ]7 1ng

l ( CHaGXeHMue GENKOBOTO CMHTe3a )

7 cyOcTpaTtamMu 1 9Heprueit
Igf-3aBucumbre Pi3K * TPAHCMOPT DIIOKO3bl, AMUHOKHUCIIOT, XKUPHbI
abdexTs \_ KHCJIOT B KJIETKY )

COJIEHOCTh

Igf-HesaBucumble
adhdexTs

* Kumeununk:
BCacbIBaHUEC
AMUHOKHUCJIOT U
JIIOKO3bI, POCT
KHIIECYHUKa

+ Xupopast TKaHb:
JIATIOJNIN3, CBOGO,‘]HMC
SKUPHBIE KUCJIOThI

« Dkcnpeccust MRFs
(myoD, myf5, mrf4)
1 MUOTE€HUHA
« pomdepauus MPC
« Tuddepenunposka
« Hosble BosloKHa

MaJIOro aMeTpa ( CuHTe3 6ejiKa U INIMKOreHa h
* YyCWIICHUE myoD 3aBUCUMOIT TPaHCKPUITLIUA
MUWOTE€HHBIX TEHOB

\ aktusauus rpaHcisiinn MPHK )

}

l]"nnepnnas;m{l [ Tuneprpodus ]
- )

(  AntukaraGomuueckue 3pdexT )

« @ochopunuposanue Foxo, cHuxeHne
Akt akenpeccun mafbx, murfl (cnuxenne UPS)
+ CHUKeHMe SKCIIPecct TeHoB ayTodarnu,

\_ JIM30COMOreHe3a W,

Puc. 1. LleHTpasibHasi rOpPMOHAJIbHASI CUCTEMa PETYJISIIIMU POCTa CKEJETHBIX MBI Y pei6. CucTeMa ropMOH
pocta/uHcyanHonono6HbIi daktop pocta (GH/Igf) perymupyer Boipa6otky Igf-1, Igf-11 u Igf-cBsa3piBatommx
6enkoB (Igfbps). AkTuBaLMs cUrHajIbHOrO Kackana ¢hochopuanpoBaHuss MHULMUPYET CUHTE3 PeryjsiTopoB
kieTouHoil mponudepaiuu u auddepeHimposku (MRFs), aktupaiimio MeTaboInyeckux U peryasiTopHbIX My~
Teit 6EJIKOBOTrO CUHTE3a, MOJABJIEHHUE MPOTEOJUTUYECKUX MPOLIECCOB, TO €CTh AKTUBUPYET MBILIEYHBII POCT 1O
MexaHu3MaM rurepruia3uu u rureprpodun. Cumxkenne GH/Igf curHanusaunm npuBoaUT K 0OpaTHBIM (-
dexram: CHMXEHHUIO KJIETOYHOI mposindepauy U GeKOBOrO CHMHTE3a, aKTUBALMU MPOTEOIN3a U B 1IEJIOM

CHM2KCHUIO CKOPOCTHU poOCTa.

akcnpeccuto reHa Igf-1 B ckenetHbix mblmax [15]. bonee ToHkast u craguecrneunduy-
Hasl HaCTpoiiKa PEeryysiliii CKOPOCTU POCTa CKEJIETHBIX MBI BO3MOXHa TTPU COBMECT-
HOM JIefiCTBUM ee OCHOBHBIX peryJisitopoB, GH u Igf-1, u npyrux ropMoHOB — MHCYJIMHA,
TUPEOUIIHBIX, CTEPOUIIHBIX, B OOJILIIMHCTBE CJIydaeB YCWJIMBAIOIIMX aHA0OJIMYECKOe
neificTBre LeHTPaTbHONW TOPMOHAJIBHON CUCTEMbI, C HEKOTOPBIMU UCKIIIOUEHUSIMU TSI
MOJIOBBIX TOPMOHOB (00cyxnatorcs Hke) [13] (puc. 1). B oTiume oT MIeKOIMUTAIONINX,
IUIOTHOCTh MHCYJIMHOBOI CUTHAJIM3allMM B MBIIIIAX pbIO 3HAaUUTEIbHO ciaabee Igf-1-3a-
BHUCUMOI1, O UeM CBUJIETEJILCTBYIOT 00Jiee HU3KHKE IUIOTHOCTh PELIETITOPOB MHCYJIMHA U UX
CPOICTBO K JuraHny [14]; Takxke oTMedeHa rnepeaada 4acTu MeTaboarnueckKux (pyHKIMi
uHcynuHa cucteme Igf-1. DddexkruBHoCTh Igf-1 Takke 3HAUUTETBLHO MTPEBOCXOINUT TAKO-
Byto Igf-1I (kak u y MJIeKONUTAIOIMX), OMHAKO Ha OIpeae/eHHON CTaiuu KJIETOYHOTO
ukJa (mpoaudepauu MUOOIACTOB) U B TIEPUO KOMIIEHCATOPHOTO pocTa (TIpU BbIXOJE
M3 KaTaboJIMYECKOTO COCTOSTHUSI) X MeTaboJiMuecKasi poJib conoctaBuma [15, 16]. Ana-
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Tononanue Hedunut snepruu, TAMP/ATP
* JICIITUH * CTpecc
* AQAUITOHEKTUH * TUIIOKCHUSI
* (husnUecKast Harpyska
S 7
N ,
u

AMPK /\/
V%

BHYTpUKIIETOUHBII TPAHCIIOPT TopmoxeHue
1 OKUCJICHUEC Cy6CTpaTOB SHEPro3arpaTHLIX ITPOLIECCOB
* TJIIOKO3bI * CMHTE3a XOJIECTCpHUHA
* XKUPHBIX KUCJIOT * CUHTE3a OeKa
* AMMHOKMUCIIOT
Cunre3 ATP Coepexenne ATP

Puc. 2. AxtuBanus curHajipHoro myti AMPK B oTBeT Ha medunut 3Hepruu (ITOBBIIICHWE COOTHOIICHUS
AMP/ATP) B KJIeTKe, BbI3BAaHHBII roj0gaHUeM WA APYTUMH (haKTOpaMu, TPUBOIUT K YCUJICHUIO KaTaGo -
YeCKUX MyTeil U MHTMOMpOoBaHUIO aHaboandeckux. Cyrnpeccusi TpaHCISILUUA U OEJIKOBOTO CUHTE3a IMTPOMCXOIUT
o myti AMPK-3aBrucumoii aktuBauuu komruiekca TSC1-TSC2, unruéuropa TOR.

oommueckuii apdekT Igf-1 B cKeeTHBIX MBIIIIIAX PHIO CBSI3aH CO CTUMYJISIIEI KaK MUO-
reHesa (rumnepruiasun), Tak U Metadonusma (runeprpodun). Merabonuueckue (hyHK-
nuu Igf-1 HanpaBiaeHBI Ha CHAaOXeHME MUOLIMTOB MeTaboauTaMu (TJII0KO30i, aMHHO-
KHUCJIOTaMH, a30TUCTBIMU OCHOBAHMSIMU, XKUPHBIMU KUCJIOTAaMM), CHTE3 TJIMKOTeHA U
6EIKOB, OKMCJIEHHE XKUPHBIX KUCJIOT (B MEHBIIEI CTETIEHN — TJIIOKO3bI), U B LIEJIOM UMe-
IOT aHTUKATa0O0IMIEeCKYIO HallpaBIeHHOCTh (puc. 1).

Karaboau3m 6eJIKOB MBIILIEYHOI TKaHW HaIpsIMyl0 He 3aBUCUT OT ypoBHeilt GH wiu
Igf-1; oH cTUMyIMpyeTCs MHAKTUBAIUEeil KOHEUYHBIX 3(p(PeKTOPOB 3TOM CUTHAJIBHOM CU-
crembl, Akt u TOR, mon meiictBueM mosioBoro crepouna 17B-scrpannoia, MeIuaTopoB
BOCITJICHUSI, CTPECC-TOPMOHOB (IMPEMMYIIECTBEHHO KOPTHU30J1a); B 3KCIEPUMEHTE 3TU
CUTyalln MOIENMPYIOTCS BBeleHMeM aekcaMeTasoHa, TNFo, nnrepneitkuda 13, amu-
HOKUCIIOTHO# mempuBanueil [7, 8]. 'opMoH-3aBUCMMEBEIM 00pa3oM CHIDKas ypOBEHb
nupkymupytomiero Igf-1, Igfbp m(mmm) Igf-IR, 3t Guonormyeckue peryassTopsl HOOAB-
ot pocopummpoBanue Akt 1 TOR, 4To mprMBOIUT K MOBHIIIEHUIO CUHTE3a M(MJIHN)
MOCTTPAHCIISILIMOHHON MOAM(UKAIIMY IMPOTEeNHA3, BKIIOYAsT arloNTOTUYEeCKue, ayToda-
rU4ecKre, CyObeIMHUIIBI IPOTeacoM, KaTelcuH L, KaTanuTtuieckue CyObeIUHUIIBI [L- 1
m-KaJjbIlauHOB (capnl v capn2), 1 CHUXKEHUE YPOBHEN UX PEryJIsITOPOB, BKIIIOUAsT YOUK-
BUTHHJIMTA3bl, U30(popMbI KaliblactaTuHa (cast-L, cast-S) |7, 8]. Kunaza TOR sBnsiercst
KJTIOYEBBIM CEHCOPOM OOecIieueHusl KJIeTKU dHepruei, HyTpueHTaMu (aMHUHOKHUCJIOTA-
Mu) 1 poctoBbiMU (pakTopamu. PochopunrmpoBarHHblii TOR — MoJIOXUTEIbHBIN peryisi-
TOp Tnpoiudepalury 1 OMOCUHTE3a U OTpULIAaTeIbHbIN — ayTodaruu. B 3aBucumMoctu or
nHuLmupytoiero akropa Kk TOR BeayT pa3Hble CUTHaJIbHBIE MYTH: (a) 9HEPreTUYEeCKUit
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6ananc (cootHomeHue AMP/ATP): AMPK-TSCI1/TSC2-TOR, (6) ypoBeHb aMUHO-
kucnot: Akt—TOR; (B) dbaktopsl pocta: Pi3K—Akt—PDK1-TSC1/TSC2—TOR. Ha cxeme
(puc. 2) npuBeaeH CUTHaANIbHBIIN ITyTh AM P-akTuBupyemMoii nporenHkruHassl (AMPK), ak-
TUBALIMSI KOTOPOTO B YCJIOBUSIX Ne(hULIMTAa SHEPTUU CIIOCOOCTBYET BBIXKMBAEMOCTHU KJIET-
KM, B TOM YHUCJIE 3a CYET MHTMOupytoiiero BausiHust Ha TOR.

MEXAHU3MbI POCTA CKEJIETHBIX MBI

HeorpanunyeHHbI MOTEHIIMAT K POCTY — HaBEPHOE, CaMoe SIPKOe OTJIMYME MBILIEYHOM
TKaHM peI0. MexaHU3M pocTa CKeJIETHOI MYCKYJIaTYphl Y BCeX TTO3BOHOYHBIX BO3MOXKEH I10
JIBYM MYTSIM: 3a CUET YBEJIMUEHUSI KOJMYECTBA BOJIOKOH (TUTIEPIUIa3uM) U POCTa MbIIlIey-
HbIX BOJIOKOH B 00beMe (runeprpoduu). ¥ MIEKOMUTAIONIMX TUIEPIIaCTUYECKUA pOCT
HabJIIomaeTcsl TOJIbKO B 3SMOPUOHAJIbHOM pPa3BUTUU, W TUINEPTPODUS — €AUHCTBEHHBINH
croco® MPUPOCTa MBIIIEYHON MAcChl B TTIOCTHATAIbHBII Mepuo. Y pbIO, HAITPOTUB, CIO-
COOHOCTH K 00pa30BaHIIO HOBBIX BOJIOKOH COXPAHSIETCS B TEUCHUE BCEH SKU3HU.

ITockosbKy cKesieTHasi MbIIIIIA MPEeACTaBIsieT cO00i MHOTOSIIEPHYIO, TEPMUHAIBHO
nuddepeHIMPOBaHHYIO TKaHb, ISl TIOCTAMOPUOHAIBHOTO 2UNEPHAACIUYECK020 POCIA
HeoOX0oaM MCTOYHMK ITpoaudepanui — MUOTeHHbIe ITporeHuTopHbie KieTku (MPC).
Perynsmusa akruBHoctu MPC B aMOprOHAJIbHOM M MOCTAMOPUOHAIBHOM Pa3BUTUM 1€~
TaJIbHO OocBelleHa B ob03opax [4, 17—19]. Ha sMOpuoHaiibHOM 3Tale agakcuajibHble U
3aHM€ COMUTHbBIE KJIETKU JAIOT Hayajao ABYyM MOP(OGYyHKIIMOHATBHBIM TUIIAM MBbILILI,
GhopMUPYIOLLIMM NEPBUYHBIA MUOTOM. B mo3nHemM aMOpuoreHese u y paHHUX JUYMHOK HO-
Bble MBbILIEYHbIE BOJIOKHA OOpPa3yloTCsl 30HAJBHO (Ccmpamu@uuyupoeannas eunepnaasus),
cpeIy TUCKPETHBIX CJI0eB OeIbIX U KPACHBIX MBIIIL] BBIACISIETCSI TPOMEXKYTOUHBIM TUIT —
C BBICOKOI TJIMKOJIMTUYECKON U cpeaHeil aapoOHoit crmocooHocThio [18]. TIpuHamex-
HOCTb KJIETOK K OJTHOMY M3 TUIIOB ONpeAesieTcs: creiudunIecCKUMU MUOTEHHBIMU pery-
nsaropabiMu pakTopamu (MRF), cpenu kotopeix myoD, myfS m mrf4 ciayxat peryisito-
paMU TPaHCKPUIILIUM M OTHOCSATCS K CeMeiCTBY TpaHCKPUIIIIMOHHLIX pakTopoB bHLH,
a MmuoreHH (myoG) B CJIOXXHOM B3auMoIeiicTBUM ¢ myoD BeI3bIBaeT nuddepeHIInpoB-
Ky MMOOJIAaCTOB M MTHUIIAALIMIO B HUX TeHHOI 3KCIIPECCUH I10 MbIIIeauHOMY TuIy [3, 20].
KioueBoit HeraTUBHBIN PEryjIsiTOp MHOreHe3a, MUOCTaTUH (mstn; 4ieH cemeicTBa
TGF-f), ciocoben nomasisath npoiaudepannio u mubdepeHIIMPOBKY MUOIIUTOB Y PHIO,
cHMas npoiudepatuBHbiii 3¢ dekt Igf-1 y ppi6 u Miaekonuraiomux [21]. Perynsiuus
skcrpeccuu napajoroB MRFs MoxeTt ObITh nuddepeHInalIbHOM, HAaNIpUMep, apajoru
myoD peryaupyloT pazHble cTaquu MUoreHesa: myoD1b u myoD1c¢c — KJI€TOUHBIM LIUKII,
a myoD1la — TepmuHaibHyIo nuddepeHrpoBKy [20]. Ha mM4mHOYHOM 1 ITOCTIIMYMHOY -
HOM (10 KOHIIA XXM3HW) 3TaIax poCT OBICTPBIX MBIIIIEYHBIX BOJIOKOH MTPOUCXOMIUT T10 MyTH
Mmo3zauurol eunepnaasuu — MPC ciuBalotcsi ¢ 06pa3oBaHMEM HOBBIX MBIIIIEYHBIX TPYOOK
Ha IMOBEPXHOCTU YK€ CYIIECTBYIOIINX MBIIIIEYHBIX BOJJOKOH, TaK YTO 110 MEPE POCTA Pbl-
OBI B €€ MHEIIIIIaX 00OHAPYKMBAIOTCS BOJIOKHA pa3Horo auametpa [1, 20, 22]. Bmecte ¢ HoO-
BoIMM MPC B MblllIeYHOE BOJIOKHO BKJIIOYAIOTCS U AOTIOJTHUTEbHBIE SIApa, OHO YBEIU-
YMBAeTCs B JUIMHY U B 1uameTpe [22]; ¢ BO3pacTOM TakKe YBEJIMYMBAETCS TOJIIIMHA CO-
eIMHUTETbHOTKAHHBIX MUOCENT. OCOOEHHO aKTUBEH TPOLIECC MO3aUYHON TUTIePIIIa3uu
B MBIIIAX peid 10 moctkeHust umu 40—50% makcuMmanbHOM MIMHBI Tena [3], 3atem
3TOT MPOLIECC MPOTPECCUBHO CHUXKAETCSI; TEM HE MeHee, B JI0OOM BO3pacTe MUOTEeHE3
BKJIIOYAET CTaAuu npoiudepalunu, MUTpalluu, 3J0OHTallMU, CJIUSIHNAS MUOOJIaCTOB, Tep-
MUHaJIbHOU nUddepeHIMPOBKU U COOPKM capKoMepoB. Peryssiiys pocta MbIIIIIL, BKJIIO-
Yyasi TPAaHCKPUITLIMOHHBIC (DAKTOPHI U CUTHAJIbHBIE MOJIEKYJIbI, 1 COOTHOIIIEHUE MPOLIeC-
COB TUIepIUIa3uU U TUNIEpTPO( UM Ha BCEX CTAMUSX XKU3HEHHOTO 1IMKJIa U3YYEHBI B IeTa-
nsx [1, 4, 20, 23]. CiaenyeT Nogq4EepKHYTh, YTO TUITEPINIACTUYECKUI POCT, BKITIOYAIOIIWIA
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ctumysisinuio akecnpeccud MRF, kieTouHyio niposimdepaliiio 1 MUOTeHHYI0 TuddepeH-
LIMPOBKY, TAKXKE HAXOAUTCS MO KOHTPOJIEM TopMoHajibHOM cuctembl GH/Igf.

[pyroe, He MeHee BaXXHOE 3Hau€HUE LIEHTPaJIbHOU TOPMOHANBHOW CUCTEMBI MbI-
meuyHoro pocra GH/Igf — metabonnueckoe — onpeneisieT UHTEHCUBHOCTb 2Unepmpo-
@uu. B ycioBusix, 6J1aronpusTCTBYIONIMX POCTY, Habmonaetcs Igf-3aBucumMbiii mpuTOoK
MeTaboJMTOB B MUOLIUTHI, UX UCTTOJb30BaHUE ISl CUHTE3a [NIMKOTeHAa U OEJIKOB, OKUC-
JI€HWE KUPHBIX KUCJIOT U I1oKo3bl. KoHeuHslit appekTop cucreMbl — TOR — KoHcep-
BaTUBHBIII aHAOOJMYECKUIL PETYJsATOP, KOOPIAWHUPYIOLIMIA CUTHAbl OT POCTOBBIX
(GakTOPOB M HYTPUEHTOB (TJIAaBHBIM 00pa3oM, aMMHOKHUCJIOT) U OIPEAeIsIONInil NH-
TEHCUBHOCTb OEJIKOBOTO CHHTe3a. BbICOKasi TpaHCISILIMOHHAsI M CUHTETUYecKasl ak-
TUBHOCTb Ha MpoJindepaTUBHOM 3Talle MUOTeHe3a 3aBUCUT OT (pochOopUIMpOBaHUS U
rexHoit akcrpeccuu TOR, kotoprie magyumpytorces Igf-11 (ero mpucyrcTBre moaTsep-
KIEHO He y BceX BUIOB PEIO) 1 aMmMHOKUCcaoTaMH [15]. Ha 6osee mo3mHuxX 3Tammax Muo-
reHHo# nnddepeHIIMPOBKH pelIaionlyio poib B aktuBauun TOR u peryinsnuu cumHTe-
3a MUOGUOPWUISIPHBIX O0€JIKOB, BKJIIOYasl TSKEIyIo Liermb Muo3nHa (Myhc), urpaet Igf-1
[13, 14]. YpoBeHs reHHOI 3Kcnpeccun Myhc, Haubojee MHOTOYHMCICHHOIO B COCTaBe
MUOGUOPUILII NOJUNENTUAA, IPU3HAH MapKepOM MBIIIIeUHOro pocTa [24, 25]. B uenom
TUIIEPTPOGUS MBIIILL U O€JIKOBBII CUHTE3 Y TMYMHOK U B3POCIIBbIX 0CO0€eii phIO peryiau-
PYIOTCS 110 CXOJIHBIM C MJIEKOMUTAIOIIMMU MEXaHU3MaM U MOJO0XUTEIbHO B3aUMOCBSI-
3aHbI CO CKOPOCTBIO POCTa, MOCTYIJIEHUEM OeJiKa ¢ Mullieii, 00beMOM palloHa, TeMIIe-
paTypoii.

TEHETUYECKHME MOAND®UKALIMN MUOTEHE3A PbIb

CKOpOCTBh pocTa pbI0, BKITI0YAs HAKOTUIEHUE MACChl CKEJICTHBIX MBIIIIII, PEIIaloIuM
006pa3oM 3aBHUCUT OT YCJIOBUI OKpYXKalollleil cpeqibl, OMHAKO B 3KCTIEPUMEHTE MOoTyde-
HbI TeHETUYECKME BapMaHThI, pa3inyalolimecs CKOpocThlo pocTa. TpUTIOUIHbIE OCO-
61 KOMMepUYeCKH 1LIeHHBIX BUIOB, HAIIpUMeD, aTJIaHTUYEeCKOTro Jococs . salar, uMeroT
pS IPEeUMYIIECTB Hal IUIJIOUIHBIMU, HO TeHETUYECKUE pas3judusl He 3aTparvBaioT
mna3matndyeckue kKoHueHTpauuu GH u Igf-1 1 He oTpaxaloTcst 3HaUMMO Ha CKOPOCTH
ux pocta [26]. OQHUM U3 TEPBBIX JOCTUKEHUI MO0 YCKOPEHUIO POCTA aKBAKYJIbTYPHBIX
BUIIOB TIyTeM T€HETUYECKUX MaHUMYJSIIUNA U MEepBbIM TPAHCTEHHBIM XWBOTHBIM Ha
PBIHKE MPOAYKTOB MUTAHUS YeJIOBeKa CTaJl aTJaHTUYECKUI JIOCOCh, MU3BECTHBIN IO
KoMmMepueckuM HasBaHMeM AquaBounty fish. Bnaromapss reHHOMY KOHCTPYKTY
opAFP-GHc2, BximoyaromeMy II0CeI0BaTeIbHOCT TOpMOHA POCTa YaBBIYM, KOTO-
PBIN MPOAYLIMPYETCST KPYIJIOTOIUYHO, a He TOJIbKO B JISTHUI HATYJIbHBIN ITepuo, KaK y
OpyTuX JIococeBBIX [27], U mpoMoTopa OeiKa-aHTU(pH3a YIrpeBUOHON OCIbIIOTH,
TpPaHCTE€HHBII JTO0COCh TOCTUTAET ToBapHOii Macchl 3.0 Kr 3a 18 mec., ObICTpee Ha TOm.
MuoreHHBIE peTyasITOpHbIe (haKTOPHI TAKXKE CTAHOBATCS 0ObEKTOM TeHETUUECKUX Ma-
HUNYJISIIIMA, TOKa MeHee YCIIeITHBIX B MPAaKTUUYEeCKOM OTHOIIIEHUU, YeM B cllyyae Top-
MoOHa pocta. Tak, npu MoIbITKe NoJyuyuTh “double-muscle” dpeHoTUIT pagy>KHOI (O-
pesiu 3a cueT TMoJaBjeHus JeUCTBUS MUOCTaTUHA, ObLI MOJy4YeH reHeTUYeCKUi Bapu-
aHT ¢ U3MEHEHHBLIM pelienTopoM aktubuHa IIB Tmma acvr2bd, cBA3LIBAIOIIMMCS Ha
MMOBEPXHOCTH KJIETOK ¢ pocToBbiMHU (bakTopamu cemeiictBa TGF-B, Bkimtoyast Muocra-
TUH. Borpekn oxXupaHUsIM, CHUXXKEHHOE CPOJICTBO pelienTopa K MUOCTAaTUHY TTPUBEJIO
He K CTUMYJISILIMM MUOTEeHe3a, a K HapyIIeHUIO 3aKJIaJlKu MyCKyJIaTyphl (B BUIE JIOKa-
JIN30BAHHBIX CKOIUICHUI) M aCUMMETPUYHOMY POCTY MBIIII B JaTepaIbHOM TJIOCKO-
ctu [28].

HecMoTtpst Ha paznuuust (PU3UOJOTUM MBIIIEUHOM TKAHU Y PbIO U MJICKOITUTAIONINX,
pBIOHBIE OOBEKTHI TIPUTOIHBI IJISI MOJETUPOBaHUS 3a00jieBaHMIT YesloBeKa. Tak, HyJe-
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BOI1 110 AUCTPOUHY Sapje MyTaHT Danio rerio MOXET CIIY>KUTh MOAEIbIO MBbIIIEUHOMN TUC-
Tpoduu HiomeHHa [29], Hapsiny ¢ 60jee U3y4eHHBIM OOBEKTOM — MBbIIIAMU JTUHUU mdX.
CXOIHBIM 00pa30oM Yy pa3HbIX BUJOB B OTCYTCTBHE TUCTPO(UHA HapyIIaeTCsl MPOHUIIae-
MOCTb CapKOJIEMMBI, U B KJIETKY MOCTyaeT u36errok CaZ™ (10 200—500 HM), uTO yKa3bI-
BaeT Ha gucpery o Ca? -3aBUCHMBIX IIPOLIECCOB (B YaCTHOCTH, AKTUBHOCTH KaJIblIau-

HOB) KaK NpU4MHY aTpodudeckux uzmeHenuii [30]. Hapyuienust romeocrasa Ca®t pasHoit
CTENMEeHU BBIPAXKEHHOCTH COMPOBOXIAIOT Pa3BUTHE BCEX ABAAlIATU OMMCAHHBIX BUIOB
MBIIIEYHBIX TUCTPpOd Uit yesoBeKa.

IMYTU BEJIKOBOM AETPAJIALIUU

B cKeneTHBIX MbIIILAX PbIO MPUCYTCTBYIOT pa3HOOOpa3HbIe MPOTEMHA3bI, IIPOTEOJIM-
TUYECKHME KOMIUJIEKChl U MHOTOUMCJIEHHbBIC TTeNTHUIa3bl, KOHCEPBAaTUBHBIEC Y MO3BOHOY-
HbIX. CocraB nerpanoma (COBOKYITHOCTHM MPOTEWHA3, UX PEryJISITOPOB U JIMTAHIOB) PHIO
6oJiee CIIOXEH, MOCKOJBKY HEKOTOPhIEC MOCIEI0BATEIBHOCTU (B CUJTY OIMMCAHHBIX BBIIIIE
HPUYMH) CUHTE3UPYIOTCS B IBYX KOIIMSX, a Y JIOCOCEBBIX pbI0 — 10 yeThipex [10]. OcHOB-
HBIe GeJIOK-IerpaIupyIOIIne CHCTeMbI MbIIIL — Ca’'-3aBrciMast (KaJIbIIalHEI), JI30C0-
MaJjibHO-ayTodarmdeckast (KaTelCUHEBI) M youmkBuUTHMH-TIpoTeacoMHass (UPS, 20S u
26S nporeacoMsl) [4, 5, 31—33]. B MblIIIax MJIEKONUTAIOIIUX B BaJJOBOM OTHOILIEHUU
(110 KOJIMYECTBY MPOAYLHPYEMBIX IIETITUAOB U aMUHOKHUCIIOT) Ipeobiaamaior UPS u nu-
30COMaJIbHbIN ITyTH [34], a'y phIO — IM30COMAaJIbHBIN U KaJIbITAMHOBBIN [35, 36], mpenmy-
IIeCTBa KOTOPBIX JUIST TIOMKMIOTEPMHBIX XXMBOTHBIX 3aKJIIOYAIOTCS B UX dHEPTrOHEe3aBU-
cumocTtu [32, 36]. IToMHMMO OTIMYHOTO OT MJIEKOITMTAIOIIMX COOTHOIIIEHUS BKJIaaa yKa-
3aHHBIX TTPOTEOJMTUYECKUX CUCTEM B TOTAJIbHYIO OEJIKOBYIO Aerpamaliio, Ha3HauYeHUe
npoTenHas pbld Oosee mrpokoe. B oTBeT Ha u3MeHeHue (eHOTUNA CKEJIETHBIX MBIIIIIL B
CUTYaIIUSIX, CBSI3AHHBIX C MOBBIIIEHHBIMU 3HEPro3arparamu (Co3peBaHUsl MOJOBbIX MPO-
JIYKTOB, HEPECTOBBIX MUTpalIMii, TOJOAAHUS), BHYTPUKIIETOUHbIE MPOTEUHA3bl, TIOMUMO
UX poJIM B 0a30BOM OOMEHE KJIETOUHBIX OEJIKOB, TMAPOJIU3YIOT CTPYKTYPHBIE OCJIKH CKe-
JIETHBIX MBIIIII, 32 CYET KOTOPBIX MOIIEPKMBAETCS SKM3HECIIOCOOHOCTh 0ocobeii [5, 33, 35].

Kanvyuiizasucumole npomeunass CEMECTBA KaJbIIAMHOB U UX SHIOT€HHbIIA MHIMOM-
TOp, KajbIlacTaTuH, (yHKUMOHUPYIOT KaK eduHasi peryjupyeMasi IpOTeoJUTUYecKasi
cuctema [31, 32]. B capkoMepe KaJibIlauHbl OOHAPYKMBAIOTCS B aCCOLMAIIUY ¢ MUOMUO-
puiamMu (KajabnauH 3, crieuuUYHBINA 11 CKEJIETHBIX MBIIIIIL) WM PaCTBOPEHBI B cap-
Korutazme (U- M m-KaJibllauHbl, TuddepeHInpyonecs Mo YpoOBHIO aKTUBUPYIOILIETO
Ca“, 1 KajibrauH 11) coBMeCTHO ¢ KaJibiacTaTUHOM. KajiblmanHbl MO MHOTUM MEXaHU3-
MaM GOpPMUPYIOT U MOANEPXKUBAIOT CTPYKTYPY MUOGUOPUILI, YIACTBYS B CAUSTHUU MU-
00J1aCTOB, peopraHM3alMd UX LUTOCKeseTa, (hU3MOJIOrMIecKoM obMeHe MUODUOPUIT-
JIIpPHBIX 0€JIKOB U uX AecTpykKuuu [32]. JlokanuzoBaHHbIe BOJU3U Z-AMCKOB capKoOMepa,
KaJlbIIaHBI aKTUBUPYIOTCS Ha CaMbIX paHHMX 3Tallax AecTpyKuun mumoduodpuin [31].
WHunmpyst orpaHMYEHHBINA THIPOJIM3 CTPYKTYPOOOpa3yolIux OeJIKOB, HalIpUMep, TH-
TUHA WX HeOyIMHAa, KaJabIauHEI OCBOOOXIAIOT MUOMDUOPMILISIPHBIE OCIKM TSI MX IIPO-
HeccuHra ImporeacoMaMm win KatercuHamu [31, 33]. B cpaBHeHMH ¢ KaJbIlamHAMU MJIe-
KONUTAIONINX, KaJbIaWuHbI PHIO TUIPOJIM3YIOT O0JIee IITMPOKUIA CIIEKTP CapKOMEPHBIX OeJI-
KOB, BKJIIOYasl TUTUH, Myhc, TponmoMmno3uH, O-aKTuHUH, TponoHuHEL T u 1, mecmmn [33].
IlaTosornyeckre mpouecchl B MBIIMIEYHON TKAHU XXMBOTHBIX OOBIYHO COIIPOBOXKIAIOTCS
HapyleHusiMu roMeoctasa Ca?' ¢ mocnenytolueit aktusaumeii KanbnauHos [30, 32].

Jluzocomanvibie npomeunasvl, KaTeNICUHBI, TUAPOJIU3YIOT OEIKU, OEJIKOBBIE arperarhl,
nedeKTHBIE OpraHe)JIbl KJIETKU MPU HU3KUX 3HaueHusIXx pH BHyTpu Be3ukyn — ayroda-
roiausocoM [34, 37]. Y peib oOHapyKeHBI 00Jiee NECITH pa3INIHbIX KATEIICUHOB YeThIpEX
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KaTaJUTUYECKUX TUTIOB C HanboJiee BBICOKOM rMIpOJIU3YIOIIeii CITOCOOHOCThIO KaTeICH-
Ha D, BropocteneHHoii — katericuHoB B, H u L [5, 38]. CybcTpaTtamu katencuHa D cpe-
1 MUOMDUOPWILISIpDHBIX OeIKOB sBIIsIIOTC Myhc, akTuH, Tporiomuo3uH [38]. B mbliax
pbIO ayTOoarnyeckuii myThb yrHETAETCSl SHAOT€HHBIMU MHTMOUTOpaMU (LIMCTaTUHAMM) U
M30BITKOM CBOOOIHBIX aMUHOKMCIIOT, a aKTUBUPYETCS BCieAcTBUe nedochopunnuponBa-
Hus unu narubuposanuss TOR npu ronogaHuM, OKCUIATUBHOM CTpecce U MHMEKIIUSIX
[37, 39]. I1o nM30coManbHOMY TTYTU B MBIIIIAX MJIEKOMUTAIOIINX U PHIO TUAPOJIU3YETCS
CXOITHOE KOJIMYeCcTBO 6ekoB — okojo 40% [36]. HenocratouyHOCTh ayToaruv B MbIIII -
1ax Hapyuaetr ux ¢yHKIMM — HabmomaeTcss aTpodus, CHUXKEHHas COKpaTUTEIbHast
CIIOCOOHOCTD [34].

Youxeumurn-npomeacomuasn cucmema (UPS) Bxintouaet 20S 1 26S miporeacoMHbIE KOM-
TUIEKCHI, B TMOJIOCTM KOTOPBIX PACILIETUISIOTCS JI0Obie moaurenTuabl. CeleKTUBHOCTD
MIpPOTEaCOMHOI OeIKOBOM merpaganuu mocturaercss ATP-3aBuCMMBIM MedeHHEM CyO-
cTparta noanyoukButuHoM [40] mpu ygactuu E3 yOukBuTHMHINIA3, Cpeay KOTOpbIx murfl,
YJacTBYIOIIAasi B TMAPOJIM3e MUODUOPILISIPHEIX Oe1KOoB (BKioyass Myhc), n mafbx, ompe-
NeJISIIo1Iasi CKOPOCTh OEJIKOBOTO CUHTE3a 3a CUET PETyJISILiMU TPAHCKPUIIIIUOHHBIX dak-
TOpoB, Taknx Kak myoD [41]. OCHOBHOe Ha3HaYeHME IMPOTEACOM B KJIETKE — KOHTPOJIb
KJIETOYHOTO LIUKJIa U KAaYECTBAa CUHTE3UPYEMBbIX KJIETKOI O€JIKOB, 3JIMMUHALIMS CTaaue-
crieuM(pUIHBIX, U30BITOYHBIX U J1e(DEKTHBIX. B OOJBIIMHCTBE TKaHEH MJIEKOIMTAIOIIMX
3TO JOMUHUPYIOIINIA MyTh 6eJ1KoBoM Aerpagaunu (10 90% ot o0liieit), HECKOJIBKO HIUXKE
€ro aKTUBHOCTh B CKEJIETHBIX MBIIIAX (10 62%), 4TO CBSI3aHO C TPYAHOMIOCTYITHOCTHIO
MUODUOPUILISIPHBIX 6€JIKOB [36, 41]. [IpoTeacoMBI MPEeUMYIIECTBEHHO PACIICTUISIOT MO-
HOMepHBbIe TounenTuabl [41], moaToMy ruaposn3dy B MpoTeacoMax MOJKHBI Tpeiie-
CTBOBATb JOTOJHUTENIbHBIE TIPOTEOJIUTUIYECKUE ITAITbI, HATIPUMED, C y4acTUEM KaJibla-
MHOB WX Kacmas3bl-3, MOBBIIIAIONINAE TOCTYITHOCTh CyOCTpaTHBIX O0enkoB [31]. B mMpImi-
1ax peId copepXaHue KOMIIOHEHTOB MPOTEacOM 3HAYUTEJIbHO HUXE, YEM B APYTUX
opraHax (HampuMep, roHagax u rmedeHu; [36]), a ux rugpoan3yIolast ClioCOOHOCTh CO-
craBjsieT MeHee 4% ToTajbHOro nporeosnnsa. [Ipeobnaganue UPS-3aBucumoii aerpamna-
1 6e1ka Kak B 6a30BoM O0€JIKOBOM OOMeHe, TaK U Mpu atpoduu (BbI3BaHHOM 3ab0Jie-
BaHUSIMU, TOJIOJAHUEM, KOPTUKOCTEPOUIAMU U [IP.) — OTJIMYMTEJIbHAS YepTa CKEJIETHBIX
MBI MJIEKOTIUTaIoNMX [41], a y ppIO Bemyllyio pojib B aTpodru GeJIbIX MBIIIIL UTPaeT
au3zocoManibHas ayrodarusi. TemM He MeHee, MIEKOMUTAIONIMX U PbIO CBSI3bIBAIOT KOH-
cepBatuBHbIe TTyTH peryiasiuun UPS-3aBucumoii MbilliedyHO# aTpoduu, Harnmpumep, ee
CHMXXEHME B TIepuo/I aKTUBHOTO pocTa, Korna uupkyaupyomuii IGF aktuBupyer Kackan
dochopunpoBanus Akt u Foxo, a mociaegHuii ogapisieT SKCIpeccuio reHoB YOUKBU--
tuHauras murfl u mafbx (puc. 1), U, HAMPOTUB, CTUMYJISILUS TIPU ASHCTBUU MTPOBOCTIA-
JINTEJIbHBIX areHToB, HanipuMep uutokuHa TNF-o, aktuBupytonmx NF—kB nmyTs 1 akc-
MpPEeCcCUI0 ero TeHoB-MuIeHel, BKmodas murfl [7, 42]. I1o HeKOTOpbIM TaHHBIM (HYHK-
LIMOHAJIbHASI aKTUBHOCTb CUTHAJIBHOTO IMYTH PETYJISLMU MPOTEACOMHOIO MpOTeon3a
Akt/Foxo, OCHOBHOTO B MBIIIIIaX MJIEKOIUTAIOIINX, Y PbIO CHIKeHa [42].

Jl1000i1 6eJIoK MMeeT OrpaHMYEHHBIN CPOK CYIIeCTBOBAHUS (IIEpHOM IMOJIYKU3HH),
ONpenensIIoIMNNACI CKOPOCThIO HAKOTUIEHUSI KOH(POPMAIITMOHHBIX U3MEHEHU, Aejaio-
mux 6eIoK 0oJjiee DOCTYNHBIM (M y3HAaBaeMbIM) IJIs IIPOTEMHA3; paCTBOPUMBIC OSIIKK
UTOIIa3MBbI Yallle KOPOTKOXKMBYIIIHE, a O€JIKN MUOPUOPUIII — TOJTOXUBYIIME. YTpa-
TUBLIMI HATUBHYIO KOHDOpMalMio U He(YHKIIMOHAJIbHBIN OeTOK MOMJIEXUT 3aMeHe,
axe ecjv OH SIBJISIETCSI KOMIIOHEHTOM TaKOTO CJIOXXHOTO OeJKOBOTO aHCamOJs, Kak
Muopubpmiuia. MuoduiraMeHThl CKEJIETHBIX MBIIIL pbI0 KOpoye U MeHee KOMITaKTHO
OpraHMU30BaHBI, YEM Y MJIEKOIIMTAIOIIMX, ITO3TOMY JIerde IToABepramTcs “pasdopke”
nporenHaszamMu. KiieTouHble MpOTeMHAa3bl YYacTBYIOT HE TOJIbKO B 0a30BOM OOMeHe
MBILIEYHBIX OEJIKOB, HO U TIPU COOTBETCTBYIOIINX aKTUBUPYIOIIMX CUTHAJIaX CITTIOCOOHBI
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BbI3BaTh OOIIMPHBIN MPOTEOJU3 B O€JIbIX (HO HE KPACHBIX) CKEJIETHBIX MBIIIIAX, TPU-
BOASIIUI K OOpaTUMBIM WX HEOOPATUMbBIM AECTPYKTUBHBIM (aTpOoPUUECKUM) U3Me-
HeHUsIM TKaHU. Benen 3a moBpekaeHUeM, MBILIIBI pbIO pEreHEPUPYIOT IyTeM BOCCTa-
HOBJICHUS ITyJ1a yTpauyeHHbIX 0€JIKOB MUOMDUOPUIIIT U CUHTE3a HOBBIX BOJIOKOH, TO €CTh
Mo MeXaHW3MaM TUMNepTpodUUu U rurepryiasuu. B cBA3M ¢ 3TUM BBIIEISIOT MOJEb
KOMNEeHCamopHo2o pocma — OTBETHOUM peaklMM Ha CHSITHME BbI3BaBIIETrO KaTtaboian3M
dakTopa, HaNIpUMep, CMEHY roJI0OIaH1sI KOPMJIEHHEM; JIJIsl HETO XapaKTepHa OUYeHb BbI-
CcoKasl CKOpOCTh [3]. ¥ MJIEKOIIMTAIOIIMX pereHepaTuBHBIE CIIOCOOHOCTU MBIIICYHOM
TKaHU HUXKe, U aTpodusi ¢ OOJIbIIEH BEpOSITHOCTHIO IPUBOIUT K (uOpo3y, TO €CTh 3a-
MEILLIEHUIO Pa3pylIeHHbIX U HE TOJJIeXalluX pereHepaluuu TKaHeW COeIUHUTETbHO-
TKaHHBIMU 2JIEMEHTaMU.

INMTACTUYHOCTDb MBI

B cuity reHeTH4YeCcKoil 1eTepMUHUPOBAHHOCTU, POCT MJIEKOITUTAIOIIUX JIMIITb HE3HA-
YUTEIbHO BapbUPYET MPU M3MEHEHUHN YCJIOBUM OKPYXKAIOIIei Cpeabl U MO AJOCTHXKEHUN
MOJIOBOIM 3peJIOCTA OOBIYHO BHIXOIMT Ha Iurato [43]. Hampotus, pocT pbrib ropasmo B
OoJbliIeil CcTeNeHN 3aBUCUM OT BHEIITHUX YCIOBUI — TEMIIEpaTypbl, KOHKYPEHIIMU, OOU-
JIVSI TAIIY — U 'y a0COJTIOTHOTO OOJIBIIIMHCTBA BUIOB IMPOIOJIXKAETCS B TeUeHUE BCeil XKU3-
Hu [1, 4, 6]; omHaKO M3 3TOTO MpaBWIa €CTh UCKITIOUEHUS: HAIIpUMEp, TMTOMYISIPHBIIA MO-
nenbHbl BUn Danio rerio umeeT 1e(MHUTUBHBIN pa3mep (IIpeacTaBUTEIb TOIO Xe poja,
D. aequipinnatus — net). I1lo Mepe pocTta ppIO 1 Ha pa3HbIX dTanax UX XKM3HEHHOI'O [IMKJIa
CKeJIETHbIE MBIIILIbI IPETePIEBAIOT 3HAUMTEIbHbIE MOAMMUKALIMU [JI1 O0ecTieYeHUS Me-
TabOJIMYECKUX TTOTPEOHOCTEN U TIaBaTeIbHOM CIIOCOOHOCTHM — OCHOBHOI cBOeii (hyHK-
K. BeIcoKasi m1acTUYHOCTh COKPATUTEJILHOIO U METaboJIMYeCcKOro (peHOTUMAa MBbIIIILL
obecrneuynBaeTcsi BCeMM KOMIIOHEHTaM1 MMOTOMOB: Hau0oJiee MHOTOYMCICHHBIMU B MX
CcOCTaBe MBbIIIEYHBIMU BOJIOKHAMHU, a Takxke MPC, HepBHbIMU BOJIOKHAMHU, COEIUHU-
TeJIbHOM TKaHblo, (rOpobacTaMu, CKEJIETHBIMUA OCTEOLIMTAMM, alUIIOLIUTAMM, KJIeTKa-
MU 3HAOTEIUSI KalWJUISIPOB.

Hauunas ¢ aMOproHanbHOro 3Tama, pocToBble npomnecchl (3kcnpeccuss MRF) pery-
JIPYIOTCST BHEITHUMHM (PaKTOpaMM, Ipexae Bcero, memnepamypoii [20, 44], ipu 3ToM
TeMIlepaTypHBII peXXUM dMOpHOreHe3a CKa3blBaeTCs Ha BCei MOCIeayIOMIE XKU3HU PhI-
OBbl, TTOCKOJIbKY UMEHHO OH OMpeAessieT MOJieJib POCcTa, BKJIoYast 1e(PUHUTUBHOE KOJIU-
YECTBO U pa3Mep MbILLIEUHBIX BOJIOKOH, U, B KOHEYHOM CYeTe, TeKCTypy Mbiill [17, 22, 23].
Ha noctaMOpuoHaibHOM 3Tare CKOpocTb MuoreHesa Takxke peryaupyercss MRF, skc-
peccusi KOTOPBIX 3aBUCUT OT TEMIIEPATYPhbl, JOCTYITHOCTH KOopMa, doTtornepuona [12, 45].

Tpoguueckuii paxmop TIpU3HAH BEAYIIIUM B PETYJISILIMU 3KCITPECCUU U CUHTE3a TOPMO-
HoB cucteMbl GH/Igf-1, ipu 3TOM caMocTOsITeIbHBIM 3HaYeHUEM 00J1adaloT KOJIUUECTBO
MOTpebIIIeMOro KopMa, coliep>kKaHue 1 MICTOYHUK KOPMOBOTO OeJiKa, ero aMUHOKHUCIIOT-
HBI COCTaB, CMeHa rojiofaHus HackieHueM [4, 46]. [Tpu nocTaToYHOM M cOaTaHCHUPO-
BaHHOM I10 MaKpOHyTpHeHTaM nuTanuu, nomumo Igf-1, BerpadaTteiBaetcst Notch-2, Ko-
TOPBIM, KaK T10JIaraloT, CTUMYJIUpPYET Tpoiaudepalunio MUOOJIACTOB U UHTUOUPYET MUX
nuddepeHIUPOBKY IToCcpeacTBoM uMHruouropa Numb [47]. AKTMBaLUsI TeHHOM 2KC-
npeccun Notch-2 u merabonnueckux (pepMeHTOB (HaIpuMmep, Tuliepaibaerun-3-¢oc-
daTaeruaporeHasbl) MOXeET YKa3bIBaTh Ha 00Jjiee BHICOKYIO CKOPOCTb MeTabou3Ma 1 aK-
TUBHOCTh MUOOJIACTOB Y PbIO, PACTYILIMX B ONITUMAJIbHBIX YCIOBUSIX.

ITomuMo TemnepaTypHOTO U aJIMMEHTApHOTro (hakKTOpPOB, IJIsl PETYJSLMU POCTOBBIX
MPOLIECCOB B MBILILAX BaxkeH gromonepuod. T1pogoKuTeIbHOCTh CBETOBOTO JTHS 4acTO
CUTHAJIM3UPYET O OJIM3KUX U3MEHEHUSIX TEMITEPAaTypPHOTO peXXKMMa U BIUSIET Ha CKOPOCTh
pocTa, BKJtouast aktuBHOcTh MPC [45]. [1pu yBenuyeHun otoneproaa, B 6€1bIX MbIIII-
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uax . salar 3HAYUTEBHO YBEJIUUYUBACTCS KOJUUECTBO BOJOKOH “OBICTPOro” THUIA U
MUOPUOPUIT HEOOJIBIIOTO NUaMeTpa, TO €CTh MPOUCXOIUT U30MUpaTeabHass aKTUBALIMUS
runepruia3uu (Ho He tureptpodun) [45]. YBenuueHue doroneprona B UCKYCCTBEHHBIX
YCJOBMSIX TMPUBOIUT K CTUMYJISILIUM YIJIEBOJHOTO OOMeHa, MyuoreHesa [12] 1 CHUXKEHUIO
aKTUBHOCTU TIpoTenHa3 [48] B CKeJIETHBIX MBIIIIAX; Haubosiee BbIpakeHHbIN aHA0O0IM -
gyeckuii 3(@eKT oKa3bIBaeT KPYIJIOCYTOUHAsI OCBelleHHOCTh [12]. Ilpu mauTeapHOM
OCBEIICHNHU Y aTJIAaHTUIECKOTO JJococs S. salar ysenmmuuBaetcs ypoBeHb GH [49], uTo Be-
IEeT K YBEIIMYCHUIO IJINTEIBHOCTA aKTUBHOIO IJIABAHWS W IIMTAaHWs, a OOJbIIasl ITOJISI
SHEPTreTUIECKNX PECypCOB HAIIPaBJISIETCS HA POCT, a He Opyrue MeTaOOIMJecKUe ITyTH.
CoueTaHHOE IIOBBIIICHUE TEMIIEPATyPhI (B IIpeaeiax ONTUMAIbHOIO IraIa3oHa 11 BUIA)
W IJINTEJIBHOCTA CBETOBOTO THSI OTHOCUTEIBHO €CTECTBEHHBIX, IIPUBOMAT K YCKOPESHUIO
pocTta ocobeii, ogHaKO OoJjiee BbICOKasi Temiieparypa (HO He (DOTOIEpHUOa) HEraTUBHO
CKa3bIBaeTCsl Ha TEKCTYpPE MBILIL] PhIO, BbI3bIBas MX pasMmsryeHue [49]. MckyccTBeHHO
M3MEHSISI cpefdoBbie (hakTOpbl — TemIleparypy, oTomepuon — MOXHO oOpaTUTh Aeii-
CTBHE TOPMOHAJIbHBIX CUTHAJIOB, YTO yKa3blBaeT Ha MPUOPUTET SK30TCHHBIX BIWUSIHUI
Haj 3HAOTeHHBIMU. Tak, y pbl0 YMEpEeHHBIX IIIMPOT CHUKEHUE IJIUTEJILHOCTH CBETOBOTO
ITHSI CJTY>KUT CUTHAJIOM K HavyaJly perpoayKTUBHOIO IIUKJIA, HO 3TOT MPOLECC MOXHO 3a-
TOPMO3UTh IIOCTOSTHHEIM OCBEIICHHUEM, a ITOJIHOTO YTHETCHUS ITOJIOBBIX IIMKJIOB MOXKHO
IOOUTBHCSI COYETAHHBIM BIIMSIHUEM MOCTOSTHHOM OCBEIIEHHOCTU W ITOHMKEHHOM TeMITe-
patypsl [50]. Ce30HHOE yBeIMYESHNE IJINTEIBHOCTH (DOTOIIEPHOIa, HAPSAY C IOBBIIICHN -
€M TeMIepaTypbl BOObI, CIYXKUT IJIs aHAIPOMHEBIX phIO (ceM. Salmonidae) curHaioMm K
CcMOJITHU(GUKAIIMY — IIOATOTOBKE K MUTPAlIIM U3 TIPECHOI BOALI B MOPCKYIO. I OTOBHOCTH
0Cco0eil K MUTpallii B MOPE€ 3aBUCUT OT TOCTVKEHUSI UMY IIOPOTOBOI MAcCHI, II03TOMY B
Hepuo, IPealIeCTBYIOLUINI CMOATU(GUKAIINY, B UX CKEJIETHBIX MBIIIIIaX CUJIbHBI aHA00-
nuyeckue mnpouecchl [51, 52]. Tlepectpoiika MOHOPEryIsSILMU y PbIO B MEPHUOJ CMOJITU-
GbuKalUM PEeryjaupyercss TOpMOHaJIbHBIM B3aMMOAEMCTBUEM KOPTU30Ja U CUCTEMBI
GH/Igf-1 [51, 52], u npu mepeHOCe B MOPCKYIO BOAY METab0JIM3M MepecTpanuBaeTcsl Mo
KaTtaboJIMYeCKOMY TUITY: B Ijia3Me cHKaeTcs ypoBeHb Igf-1, hopmupyercst heHoTHIT C©
3a7epXkKoii pocta. [OpMOH-3aBUCHMAs ICTIPECCHSI POCTa HE CBSI3aHa C perysiieit CuH-
te3a Igf-1, Igfbplb, peuenropa GR 1 u karericuna L (ctsL), HO cormpoBoxKmaeTcsT ITOBBI-
IIEHHOI aKTUBHOCTHIO ctsL, cirykameit mapkepoM cMonTudukauum [53, 54].

DK30TeHHBbIe cmpecc-gakmopst, BKIOYas TOJOoAaHUE, KPUTUYECKUE TEMIIEPaTypHhl,
TUITOKCUIO, UCTOIIAIOIIYIO IBUTATEIbHYIO HATPY3Ky M CrieludUUHbIC IJIsT PhIO CMOJI-
TUGUKALIUIO U CMEHY COJIEHOCTH CPeJibl, MTOBBIIIAIOT MPOIYKIINIO TJTIIOKOKOPTUKOUIOB,
B OCHOBHOM KOpTHU30J1a, Y pbli6. KopTH30J BhI3bIBaET mepepacripeneieHue 3HepreTu-
YeCKUX PeCypcoB Ha CTUMYJISIIIMIO OJHUX IIPOIECCOB, INIAaBHBIM 00pa30oM, TIIIOKOHEO-
reHesa, B yliepo ApyrMM — CUHTE3Y IJIMKOTeHa, MUIeBapeHUI0, UMMYHHBIM peakKiiu-
aMm. Ero meiicTBHe CyIieCTBEHHO U3MEHsIET MeTab0IM3M U (PeHOTUIT OCIIBIX CKEJIETHBIX
Ml nogasasietcss GH/Igf-3aBucumast curHaausanus 3a C4eT MOBBILLIEHHOTO CUH-
te3a Igfbp-1, ycunuBaioTcst kaTaboandecKue ITyTH, IOCTABIISIIONINE CYOCTpaThl IS
okucjaeHus B ukiae KpeGca B MBIIIIAX U IIIOKOHeoTreHe3a (IIpeuMylleCTBEHHO ajia-
HMH) B ITIeYEHU, U pa3BUBAETCsI pocToBas Aenpeccus [21]. Y MiaeKonuTalommx 3aaepx-
Ka MBIIIEYHOI0 pOCTa MPU CTpecce OObSICHSIETCS MOBBIILIEHHBIM CUHTE30M MUOCTATH -
Ha, OJIHAKO y PHIO KOppessiusl YPOBHEM IMNIIOKOKOPTUKOUIOB U MUOCTaTUHA HE TakK
OoJHO3HayHa [5, 21].

BnusiHue BHemmHuX (pakTOpoB Ha HEHPOIHIOKPUHHYIO CUCTEMY PbIO U Jajiee aKTH-
BalUIO/IeTIPEeCCUI0 OEJIKOBOTO MEeTab0IM3Ma KacaeTCs He OTAeJbHbIX MOJIEKYJ, a Lie-
JIBIX TIyTe Y JeTaJIbHO OMUCAHO B MCCIEAOBAHUM TPAHCKPUIITOMA TKaHEil MOPCKOTO
newa Sparus aurata [7]. HanmpuMmep, B OTBET Ha BBICOKOTeMIIepaTypHoe (TToBpeXaato-
1ee) BO3lelicTBUE, TOBBINIACTCS YypoBeHb IanepoHoB hsp90 u hsp70 u Genkos,
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MpeIoTBpAlllaIONIUX arperaluio pa3BepHYTHIX OCJIKOB M OOECIeUYMBAIOLIMX LEJTOCT-
HOCTb CTPYKTYpPHI LIUTOCKeJieTa. [Ipu oCTpoOM XOJI0H0BOM CTpecce pblObl YTPauMBaIOT
anmneTuT, U HabJIogaemMast Ienpeccusi CMHTe3a U MeTabosim3ma 6ejika aHaJloruyHa To¥,
YTO BbI3bIBaeTCs (paKTOPOM TOJIOAHUS; UCXOsI U3 3TOTO ObLI cliejiaH BBIBOMI, UTO CIIe-
udUIHbIE OTBETHBIE PeaKIIMM Ha TeMIlepaTypHOe BO3JACHCTBME U TOJIONAHUE MOTYT
MacKHpOBaTh APYT Ipyra.

JeiicTBe MHOXECTBEHHBIX IMPO-KaTaboJnvyecknx (akTopoB Ha pbIO, HANpuMep, B
TMepuo HepecTa, MOXET ObITh CUHEePruYeckrMM. B pe3ynbraTe MmoBbIIEeHUsT YPOBHS 1010~
BBIX CTEPOUIOB B OTBET Ha CE30HHBIE U3MEHEHUsI (haKTOPOB (TeMIiepaTyphl, hoToreproaa)
U BO3pOcCIiIeit MOTpeOHOCTH B IUIACTUYECKOM MaTepuase (He00XoaumMoro st hopMupo-
BaHUS TOHAM), a TaAKXXe CTPECC-TOPMOHOB KaK peakliMM Ha yCJIOBUSl HEPECTa, KOTOPbIit
MOXET COMPOBOXIAThCSI CMEHOM COJIEHOCTU, TOJIOAAHUEM, UCTOLLAIOIIECH NBUTaTEIbHOMN
Harpy3kKoii, HaOomaeTcs: aTpodust O0eJIbIX CKEeJIETHBIX MBIIIIL pa3Hoi (Bumocneunduy-
HOIi) CTeNeH! BhIPaXXEHHOCTHU.

COOTHOIEHUME AHABOJIN3MA U KATABOJIM3MA BEJIKOB
CKEJIETHBIX MBI B PASHBIE ITEPNO/bI 2KW3HEHHOTI'O HUKJIA PbIb

Y BcexX MO3BOHOYHBIX XXMBOTHBIX IJIsI OOecreYeHusl dHeprozarpaT U HOPMaJIbHOTO
GYHKIIMOHUPOBAHUS KU3HEHHO BaXKHBIX OPTaHOB, TAaKMX KaK MO3T, B MEPBYIO Oo4Yepe/b
YTUJIU3UPYIOTCS YIJIEBOJHBIE KOMITOHEHTHI, SIBJISTIOIIUECS JJISI MJIEKOITUTAOIIMX OCHOB-
HBIM MCTOYHUKOM 3Hepruu. OQHaKo y pbIO 3arachl TJIIOKO3bl HE3HAYUTEJIbHBI (B CHITY
0COOEHHOCTEN pallMoHa) U TPeOYIOT MOCTOSIHHOTO BOCIIOJTHEHMSI 32 CUET TJIIOKOHEOTeHe-
3a. [J1IoKOHeoreHe3 OCylIeCTBISIETCS B TeUeHU (pepMeHTaMU TJIUKOJIUTUYECKOTO Ty TH,
CUHTE3 KOTOPBIX HE MpeKpalaeTcs aaxe Npu CUJIbHOM UCTOIIEHUH, a CyOCTPpaTOM $IB-
JISIIOTCSI TOCTYTIAION[MUE U3 MBIIIL CBOOOIHBIE AMUHOKHUCIOTHI, MPEUMYIIIECTBEHHO aJia-
HUH [5]. DHepreTudeckast poJjib IPOAYKTOB IIPOTEOJIUTUIECKON peaKIIny, aMIHOKHUCIIOT,
KOTOpbIE, Hapsiay C JUMUIAMU, CIyKaT MAaCCOBBIMU CyOCTpaTaMu OKMUCJEHHUS B LIMKJIIE
TPUKAPOOHOBBIX KUCJIOT, UHTEPMEIUATAMU IJIS1 OKUCIUTENBbHOTO (hochOpUInpoBaHus u
MpealecTBEeHHUKAMU [T TIIOKOHEOTeHe3a B Mepuobl ¢ NnpeobiiafaHrueM KaTadoanye-
CKUX ITPOIIECCOB — YHUKaJIbHAsk 0COOEHHOCTh MeTaboM3Ma 0eTbIX MBI poIb [1, 5, 35].

FOBennnbHbIT nepuoa. MuoreHHast audepeHLIMPOBKA 1 CUHTETUYECKHUE ITPOLECCHI B
MUOLIMTAaX YPaBHOBEIIEHbI TPOTEOIUTUYECCKUMMU MPOIIeCCaMU: YeM aKTUBHee OeJTIKOBBIi
CUHTE3, TeM BBIIIE CKOPOCTh OEJIKOBOTO 0OMEHa, BKJIIOYAIOIIEro r'MapOIn3 CUHTE3UPO-
BaHHBIX OEJIKOB B X0/Ie KOHTPOJISI MX KayeCcTBa, 3aMellleHUs] He(hyHKIIMOHAJIbHBIX/TIOBpe-
JKIEHHBIX, OOHOBJIEHMSI, TIEPECTPOUKHM IUTOCKEIEeTa MPU CIUSHUU MUOOJIAaCTOB. Y aK-
TUBHO PaCTYIIMX IOBEHWJIBHBIX 0CO0ei OajlaHC CMHTe3a U pacriajga 6ejika pe3Ko TOoJI0XKU-
TeJIeH, TIPU TOM, YTO MaKCHUMAaJbHON CKOPOCTHU POCTAa COOTBETCTBYET OYEHb BbICOKASI
aKTUBHOCTh TIPOTEUHAa3; HauboJiee YeTKash 3aBUCUMOCTh C TEMIIOM POCTa YCTAaHOBJIEHA
i1 KatericuHa B m xanpmanHoB [32, 55]. ¥V Monomu pei®d CTUMYIISIIMKA POCTa COCO0-
CTBYIOT TIOJIOBbIE CTE€POUIbI, aKTUBUPYIOLLIME OEJTKOBBI CUHTE3 U BCAChIBAHWE aMUHO-
KUCJIOT B KuIleyHuKe [56]. CHUXXEHME TEMIIOB pOCTa C BO3PACTOM KacaeTcsl He TOJIBKO
npojudepaTUBHBIX U CUHTETUYECKUX MIPOLIECCOB, HO U OeIKOBO# nerpanaiuu [1, 19, 55].

ITonoBoe co3peBanue. Ilon0BbBIE CTEPOUIbBI, 3CTPOr€Hbl U AHAPOTE€HBI, OKAa3bIBAIOT
MPOTUBOIIOJIOXKHOE JEeMCTBUE HAa COMAaTUYECKUI pocT y pbIO [57], B TO BpeMs KaK XOpo-
1110 U3BECTEH UX CXOIHBIN aHaboIMYeCcKUit 3¢ deKT y MilekonuTalomux. KoHcepBaTuBHO
IUTSE TIO3BOHOYHBIX OCHOBHBIM TOJIOBBIM TOPMOHOM caMOK siBisieTcst 17f-actpanuon, a
OCHOBHBIMHU aHIpOreHaMM — 11-KeTOTeCTOCTEPOH Y PhIO U TECTOCTEPOH U SO-IUTUIIPO-
TECTOCTEPOH Y MJIEKOMUTAIOMMX [56]. B penpoayKTUBHBIN NMEpUOA 3CTPAanNoa U TECTO-
CTEPOH PEryJIupyloT cuHTe3 KoMoHeHTOB cucteMbl GH, Igf-1 u Igfbp B neuenu no pas-
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HbeIM TiyTsiM [57]. KataGonuueckoe aeiictBue 17B-actpanuona (1, BEpOSITHO, CTEPOUIIOB,
MHAYLMPYIOIINUX CO3peBaHUe SIAIEKIEeTOK, Hanmpumep, 170,20B-muruapokcu-4-mnper-
HeH-3-0Ha, YHUKAJbHBIX [T pbIO [56]) HampaB/ieHO Ha CHMKEHUE DKCIIPECCUU U CUHTE-
3a Igf-1 u ycunenue rporeonunsa, a aHaboamyeckuit apdexr 11-keToTecTocTepoHa BhIpa-
JKaeTcsl B MOBBILLIEHUM YyBCTBUTENbHOCTU nieyeHn K GH u crumynsiiium Beipabotkm Igf-1.
Crepoui-3aBUCUMAast AETPECCUsI POCTa PHIO MPUBOAUT K YXYIIIEHUIO KauyecTBa UX CKe-
JIETHBIX MBIIILL 32 CYET PACXOA0BAHUS 3aI1aCOB XUPOB U OeJIKoB. OgHAKO HAa paHHUX CTa-
NIUSIX TTIOJIOBOTO CO3PeBaHUsl, TapaJlIeJIbHO C TTOBBIIIIEHUEM YPOBHS MOJIOBBIX CTEPOUIOB
B IJ1a3Me ¥ HayajaoM (BO30OHOBJIIEHUEM) TaMETOreHe3a, CKOPOCTh COMaTUYECKOTO pOCTa
PpBIO 000MX ITOJIOB YaCTO OBIBAET BHIIIIE, YeM Y HE3PEJIbIX 0COOe, B TOM YKCJIe B CHILY I10-
BBILIEHHOTO anmeTuTa 1 noTpedieHust kopMma [58]. da3za yCKOpeHHOro pocTa ¢ mpeKpa-
IIIEeHHEeM MUTaHUS CO3PEeBAIOIINX 0COOEil CMEHSIETCS ero Aenpeccueii, 1 COMaTUYeCKMA
BEC HAUMHAET CHUKAThCS MapasulebHO C OBICTPBIM POCTOM T'OHaA U MPUOIVXKEHUEM He-
pecTa [58].

®opmupoBanue ronaa. PoIObI, B CpaBHEHWUU C IPYTUMM TTO3BOHOYHBIMM, TPATST ropasio
OOJIBLIYIO [OJII0 SHEPTUM Ha BOCIPOU3BOACTBO. biiaromapsi HeneTepMUHUPOBAHHOMY
PpOCTY, pecypchl [Uisl CO3pEBaHUsI TOHA Y pblO ¢ BO3pacToM moBbIlIaloTcss. CUTHAIOM K
MOJIOBOMY CO3PEBAaHUIO CAMOK, OOT€HE3y M YBEJIMYEHUIO MacChl X TOHA SIBJISIETCS T10-
BBILIIEHWE YPOBHS LIUPKYJIMPYIOLIUX TOJOBBIX CTEPOUIOB, ITaBHBIM 06pa3om, 173-3cT-
panuoina [59], u ToHagOTPONMHOB rurnodusa (JITEUHUZUPYIOLIETo U (DOJUTUKYIOCTUMY -
Jpymoliero ropMmoHoB). Ha craguu tpodoriiazmMaTiieckoro pocta OOLIMTOB B TernaTo-
1IUTaX CaMOK TIPOMCXOOUT MACCOBBIi CHUHTE3 BUTEJUIOTEHUHOB (KOHCEPBAaTUBHBIX
IIMKOJIUTTO(POCHOITPOTEMHOB, B COCTaBe KOTOPHIX TOMUHUPYET GeKoBas 4acTh — 79%).
DHeprust u TiacTUYeCcKue BellecTBa, HeOOXOAUMbIe IS pOCTa TOHAM, CUHTe3a OeJIKOB
JKeJITKa (BUTEJIJIOTEHUHOB) U JIMITUAHBIX AEMO OOLIMTOB, UMEIOT MPEUMYIIECTBEHHO 9H-
NIOTEHHOE TTPOUCXOXAEHUE, IJISI YerOo pacXOAYIOTCsl BUCLIEPAIbHbBIC JIMTIUAB U MBIIIEY-
Hble Oenku [60]. PesynabTupyloiliie aMUHOKUCIOTBI PACXOLYIOTCS IIpeXIe BCEero Kak
CTpoUTeIbHbIE OJIOKU 1J1s1 CUHTE3a OeJIKOB de novo, IpruueM He TOJIbKO BUTEJUIOTEHUHOB,
HO U caMUX MPOTEUHa3, OEJIKOB IJIa3Mbl, TPAHCITOPTUPYIOLIUX AMUHOKHUCIJIOTHI B TI€YEHb,
a BUTEJJIOTEHUHBI — B SIMYHUKU, U (PEPMEHTOB OEJIKOBOTO CUHTE3a U MPOLIECCUHTA TTPO-
MEXYTOYHBIX COeAUHEHUI, BKIIIOUAsl IIIMKOJUTHYECKUEe. DCTPaIMoN YCKOpsIET Katabo-
JIN3M OEJIKOB MBIIIEYHOM TKAHU MO MEXaHU3MY 3CTPOTeH-3aBUCUMOTO CHUKEHUST YPOB-
Hs Igf-1 B mnazme [8]. [1pu BBe1eHUU 3K30T€HHOTO 3CTPAAMO0JIa aTJIAaHTUYECKOMY JIOCOCIO
S. salar OBITU TIOJyYEeHBI IOKA3aTeJIbCTBA M30UPATEIILHON aKTUBALIMU JTM30COMAaIbHBIX
(MpeuMy1IeCTBEHHO KaTericuHa D), HO He HelTpaTbHBIX TIPOTENHA3, U YCUJICHUST TUAPO-
Jm3a TseKenoit nenu MuosuHa (Myhc) [61]. [TomuMo KatericuHa D, B MBIIIIIAX U BUCLIE-
pasIbHBIX OpraHax (epTUIbHBIX PbIO MTOBBIIIAETCS IKCIIPECCUSI TEHOB U aKTUBHOCTD Ka-
TericuHOB B, L, KaimbmanHOB M, B MEHBIIIEH CTETICHH, IIpOoTeacoMBI U Kacma3s [35]. AKTu-
BallMU KaTEIICMHOB B XOJE€ CO3pEBaHUs TIOJOBBIX TPOAYKTOB TakKXke CIOCOOCTBYET
OIHOBPEMEHHOE CHUXXEHUE YPOBHSI UX DHAOTE€HHBIX MHTUOUTOPOB (ITOKA3aHO Ha aifio
P. altivelis; [62]). AMHaMMKa TIPOTEOIUTUYECKON aKTUBHOCTU B OpraHaX JIOCOCEBBIX B XO-
Je ooreHesa [32] cBUAETEILCTBYET O MAKCUMAaJIbHOM aKTUBHOCTU MPOTENHA3 B IEYEHU U
OesbIX MBILILAX CAMOK Ha 3Tare TpodorniazMaTuyeckoro pocta OOLUTOB, TO €CTh B Te-
puona HanboJiee aKTUBHOTO CUHTE3a U TPAHCITIOPTUPOBKM PE3ePBHBIX BEILIECTB B OOLIUTHI.
ITo OKOHYaHUM OOTreHe3a Macca SMYHUKOB nocTuraet 20—25% Macchl peIObI, a B ITOCJIe-
JYIOIIWI TIEPUOJ OBYJISIIIUU COCTaBIISIET OKOJIO 1%.

IlnaBaresbHas Harpy3ka. Beicokasi qBurartesibHasi akTUBHOCTb MUTPHUPYIOIIUX PbIO CO-
MPOBOXAAETCSI BHIOPOCOM B KPOBb TECTOCTEPOHA, K MOMEHTY JOCTMKEHUSI phI0aMU Hepe-
CTWJIMIIL €T0 YpOBeHb TanaeT. [ToBpexnaroiasi Harpy3ka siBjsieTcsl IpUUMHOM HEe TOJIBKO
MEXaHMYEeCKOIro CTpecca BceX 3aleiiCTBOBAaHHBIX CTPYKTYp Tejla, HO U OKCHUIATMBHOTO
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cTpecca, MPUBOASIIETO K 00pa30BaHUIO MEPEKUCEi JTUMUIOB U OKUCIEHHBIX 6eIKOoB [63].
[ToBBIlIEHHBIE TTOTPEOHOCTU B TUIPOJIM3E OCJIKOB U YTUIM3ALUUU UX OKUCIEHHBIX (opM
MPUBOASAT K aKTUBALIMW KUCJIBIX U HEMTPaIbHBIX MPOTEeHA3. BoisiBlieH BhICOKUIA K03 hu-
LIMEHT KOPPEJISILIMMA YPOBHSI TOJIOBBIX CTEPOMIOB, OCOOEHHO aHIPOT€HOB, M aKTUBHOCTH
KaJbIIalHOB B MBIIIIIAX PbIO, C aKTUBHOCTHIO KATETICMHOB 3Ta CBS3b He TakKas yeTkas. Tem
He MeHee, MMEHHO aKTUBaIus KaTerichHa D, COBMECTHO ¢ IpYTMMHM JIM30COMaTbHBIMU Ka-
TeNCUHAMU — KaTelicMHOM L 1 KarencuH-L-nomoGHbeIMU depMeHTamMu [64] — BBI3BIBAIOT
HanOOJIbIINE OeCTPYKTUBHBIE M3MeHeHMsI. DddekT dr3ndeckoil Harpy3Ku y pamyKHOMI
dopenu ObLT M3ydeH B IKCIIEPUMEHTE TIO BBIHYXXKIEHHOMY JUTUTETbHOMY TUTABaHUIO B 3UM-
Huii nepuon [32]; HaGmogaemas cTpecc-peakiivsi U CHUXKEHUE BBDKMBAEMOCTU PhIO 0ObsiC-
HSUTMCh MPOrpeccupyloliieit arpodureil MbllLIL, BKIII0Yasi CepACUHYIO.

OrpaHnyeHne OUETHI M roJoJaHue. AJTMMEHTApHbIN NedULIUT, ToJonaHue, HecOalaH-
CUPOBAaHHBII COCTAaB KOpMa OKa3bIBAIOT HEraTUBHOE BJIUSIHUE HAa COCTaB U CKOPOCTh PO-
CTa MBIIIEYHOI TKaHU pbi0. KonmnmyecTBeHHOE coepkaHue Gelka U ero MCTOYHMK BaK-
HBI JJISI PETYJISIIIUA POCTa, OCOOEHHO PBHIOOSITHBIX BHIOB (BKJIIOYAsT JIOCOCEBBIX), ITO-
CKOJIbKY TOJIBKO O€JIOK KWBOTHOTO IPOUCXOXIECHUS THUIPOJIM3YEeTCS B TOCTAaTOYHOM
cTeneHn GepMEeHTaMU MX JKeJTyITOYHO-KUIIIEYHOTO TPaKTa M UMeET TOJTHOLICHHBIN aMu-
HOKHUCJIOTHBIM COCTaB [jis1 obecIieueHus1 pocta [26, 65]. ¥V TeIIOKpOBHBIX METa00OJIM3M
MPU TOJIONAHUM U3MEHSIETCSI aHAJIOTMYHO JJIUTEJIbHOMY CTPECCy, C TTOBBIILIEHUEM YPOB-
HSI KOPTUKOCTEPOUIIOB B KPOBM, CHHDXKEHUEM CKOPOCTU POCTa M OEJIKOBOTO CMHTE3a, T0-
BBILIIEHUEM IKCITPECCUU/AaKTUBHOCTY MTPOTEMHA3 U 9KCKPELIMM KOHEUHOTO ITPOTyKTa 00-
MeHa MBIIIEYHbIX OEJKOB, 3-METUJITUCTUINHA; BO30OHOBJIEHUE MUTAHUSI MPUBOIUT K
Pa3BUTHIO OOpPATHBIX IMpoleccoB [66]. CXOOCTBO OTBETHOI peakIUM TEIJIOKPOBHBIX U
pbIO Ha ToJIoAaHUE BKIIIOYAET, BO-NIEPBBIX, CHIDKEHUE CKOPOCTU OEJIKOBOTO CUHTE3a U,
BO-BTOPBIX, YCUJICHHYIO IETPAJAIIMI0 MBILLIEUHBIX OCJIKOB, IIPU HETIPOIOJIKUTETbHOM TO-
JIOHAHUY — CapKoOITJIa3MaTUYECKHX, 3aTeM — MUODUOPUILISIpHBIX [65, 67]. BMecTe ¢ TeMm,
IIJIST pHIO TOJIOMAaHNEe — €CTECTBEHHBIN M MPOAOJIKUTEBHBIN (10 6 MecC. y PhIO YMepeHHBIX
IIMPOT) 3TAIl TOAOBOTO IIMKJIA, U MOXHO OXHWIATh BBIpaXKEHHBIC OTJIUYMS B €TO MeXa-
Hu3Max. C ncnonb3oBanueM JIHK-mukpounnos BeisiBiieHE 0KoJjio 200 muddepeHIm-
aJTbHO YKCITPECCUPYIOIMIUNXCS 6ETOK-KOANPYIONINX TeHOB B aTpO(MUPOBAHHBIX MBIIIIIIAX
O. mykiss [68]. PerynupyemMoe CHUKEHUE CKOPOCTH OEJIKOBOTO CUHTE3a MPOUCXOIUT 3a
CUeT CHMXXEHMS aKTMBHOCTM T€HOB PUOOCOMATLHBIX OEJIKOB M TO3BOJISIET COKPATUTH
pacxon amuHOKHCIOT U ATP B ycinoBusx nx nepuunrta [67] (puc. 2), 0 KOTOPOM CBUIE-
TEJbCTBYET YBEIMUEHUE aKTUBHOCTHU alcHWJIATKMHA3bI-1 — MmokKa3aressi 9HepreTuyecko-
ro GananHca B TKaHsx [69]. [TuieBast fenpuBalys BhI3bIBAET TOTAIbHYIO CYTIPECCUIO Oe-
KOBOT'O CMHTE3a B IEYEHU U MBILIIAX PbIO, BKJIIOYAsi FTeHbl (DEPMEHTOB YIJIEBOIHOTO Me-
TaboJiIn3Ma, OCOOEHHO TIMKOJUTUYECKUX, OCJIKOB CapKOMEpOB, BHEKJIETOUYHOTO
Marpukca, OuocrHTe3a 0eJIKOB U JIMMUAOB, a TakKXKe FeHbl TPoTenHa3 (LL-KajblanuHa capn I,
MaJtoi CyOheIMHUIIBI KaJIbITAUHOB cpns, CYObeUHUIL IpoTeacoM o5, B3, N3, peryiasarop-
HOI CyOBEIMHMIIBI) U UX PETyISITOpOB (IMOJUYOMKBUTUHA, KalbllacTaTuHa cast-L) [67].
benkoBrIii cOCTaB MBIIIIEUYHBIX BOJJOKOH M3MEHSICTCS B HAIIPaBJICHUM “MeIJIECHHOTO” de-
HOTHUIIA ITyTeM aKTUBAILIMU 3KCIIPECCUM TEHOB TPeX CapKOMEPHBIX 6eJTKOB — Myhc6, Men-
JIEHHBIX BapuaHTOB Mylc2 v TponioHuHa 2 [67]. DTOT MaTTepH reHHOM SKCIIPECCUU XOPO-
1110 KOppeaupyeT ¢ GeHOTUITMUYECKMMHU XapaKTepUCTUKaMU MBIIIIEYHOM aTpodun — mac-
COii, comepxkaHueM Oejka, pa3BUBacMbIM ycuiueM [68]. Bmecte ¢ TeM HabomaeTcs
MOBBIIIEHUE SKCIIPECCUM KATENTUUECKUX U KOJIJIAareHOJTUTUYECKUX (PEpMEHTOB U aKTH-
BallMsl BceX MPOTEOJUTUYECKUX IyTeil; 9TO 03HAYaeT, YTO aKTUBHOCTh MPOTEUHA3 MPU
TOJIONAHUU PETYJIUPYETCs B OCHOBHOM Ha MOCTTPAHC/ISLIMOHHOM 3Tarle, HalpuMmep, 3a
CUeT aKTUBAlIMU paHee CUHTE3UPOBAHHBIX MPO(MEPMEHTOB U CHUXKEHHOTO YPOBHST UX 9H-
noreHHbIX uHruoutopos [70]. KpoMe Toro, Bo3MOXHO M30MpaTeibHOE y4acTue CITel-
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q)M‘{Hle IpOTENHA3 B MO6l/lﬂl/l3aLll/Il/l TKaHEBBIX OEJIKOB B YCJI0BUAX roJiogaHud, O YEM CBU-
JIeTeJILCTBYET MOBBIIIEHHAsT KCIPECCHs m-KalbllanuHa (capn2) B Mblinax ¢openu [67].
TpaHCKpUNTOMHBII aHATN3 aTPO(PUPOBAHHBIX MBIIILL MOJ0BO3penoit O. mykiss ToKa-
3aj [71], yTo, KaK ¥ y MJICKOIIMTAIOIINX, B pa3BUTUU arpoduun 3Haunma posb UPS. Tpu
BOCCTAHOBJICHMY MUTAHUSI aKTUBHOCTb KaJIbITAMHOB U T€HHasl SKCIPeCcCusi HEKOTOPBIX
oenkoB UPS cHmxatores [70]. CreneHb BO3IeMACTBUS TOJIOJAHMSI OIIPEIEISIETCS €T0 IIPO-
TOJKUTETBHOCTBIO U TSIKECThIO COTYTCTBYIOLIMX HEOIArONMpPUSATHBIX (haKTOPOB — HU3-
KMX WJIU BBICOKMX TeMIlepaTryp, sHepreruyeckoro nedunura. Peakiius Ha rojiomaHue y
HEMUTPUPYIOLIMX BUIOB MPUBOAUT K 00Jiee ObICTPOMY UCTOIIEHUIO 9HIOTEHHBIX pe3ep-
BOB, B YaCTHOCTH, COJIep>KaHUE MBILIEYHBIX OeNKOB y Ictalurus punctatus nocTuraet Mu-
HUMyMa yXe Ipu 35-CyTOYHOM ToJIOOaHuM [72], a y BUDOB, HE IIEPEXOMSIINX B IIPeIHE -
PECTOBBII MepuOod Ha 3HAOTEHHOE MUTaHue, HallpuMmep, y curoBbix (ceM. Coregonidae),
aKTUBalLMs TKAHEBBIX IMPOTEMHA3 M Pacxo] MBILICYHBIX OEJKOB HE3HAYMTEJbHbI [32].
Ilepexon Ha SHIOTEHHOE MUTAaHWE NPUBOIUT HA MIEPBOM 3Tale K UCTOILIEHUIO YTJIEeBO/ -
HBIX U JIUIUIHBIX 3a11aCOB U O6oJjiee Mo3aHeMy (HauMHasl ¢ CepeIUHbI Mepruoaa HU3KUX
TeMIrepaTyp Ipv 3UMOBAJIbHOM TOJIOJaHUN) PACXOA0BaHUIO OEJIKOBBIX pe3epBoB. [1y-
0OoKasl CTeNeHb UCTOIIEHUs TIPUBOIUT K TUAPOIN3Y OEJIKOB KM3HEHHO Ba>KHBIX Opra-
HOB — TI€UEHM, Xa0bp U JPYTUX, COCAMHUTEIbHOTKAHHBIX 3JIEMEHTOB CKEJIETHBIX
MBI, CEPAEYHON U MIAAKUX MBIIIL COCYI0OB, HECITOCOOHBIX MM OTPaHUYEHHO CIO-
COOHBIX K pereHepaliu.

Cvonrudukanusa. AHaapoMHbIe pbIOHI (ceM. Salmonidae) Ha cTanuy cMOATUDUKAITN
MpeTepIieBaloT (GUNOIOTMIECKUE UBMEHEHUS IJIsI MUTPALIMM U3 TIPECHOI BOABI B MOP-
CKY10. Y aTJIaHTUYECKOTO Jococs S. salar TOTOBHOCTb K TaKOW MUTpallUy OINpPeaeasieTcst
NOCTUKEHUEM OTIpefeIeHHON MacChl, MO3TOMY B MPEAIIeCTBYIOIIUI Nepro1 0cobu akK-
TUBHO TUTAIOTCSI U PACTYT 10 TIyTSIM aKTUBALIMU OEJIKOBOTO CMHTE3a M JeNpeccuu Oe-
KoBoro karabosmsma [51, 54, 73]. JocrarouHasi Macca pe3epBHBIX BEIlIECTB HEOOXoaMa
ocobsiM S. salar niist ycriexa B KOHKYPEHLIMHY 3a TTUIIEBbIE PECYPCHI U TTePECTPONKU OCMO-
PeTyJISILiMU IMPU CMEHE COJIEHOCTH Cpebl OOUTaHUsI. DTO SHEPro3aTpaTHbIii Mpolecc, 3a-
BUCUMBIN OT TMAPOJIM3A MBIIIEUYHBIX OEJIKOB M HAIPaBJIEeHHBIN HA YBeJIMYEHUE KOIUYe-
CTBa XJIOPUAHBIX KJIETOK B Xabpax m cuHTe3 u3odpopMm Na,K-ATPaswer (nkaclb) m
NaK*/2Cl -xorpancroprepa la (nkccla), obGecrreunBaIONUINX ITOBBIIICHHYIO CIIOCOG-
HOCTb Xabp K CEKpellnU Cojieil MOpCKoit Bombl [52]. CMOATEL KyMXU . frutta K MOMEHTY
cKaTa B MOpE 4acTo He 00J1afaloT HY JOCTATOYHOM Maccoit, H1 chOpMUPOBAHHOM CUCTE-
MOt ocMoperyisiiu. B aTux ycioBusix ux BbXKMBaHUE MOIIEPKUBAETCsl YaCTHOM anar-
THUBHOM CTpaTerueit, OCHOBaHHOI Ha OCMOTHMYECKOKM aKTUBHOCTHM aMMHOKMUCJIOT, KOTO-
pBHIMU O0OralaloTCs TKaHU 3a CYET IMPOTE0JIM3a SHAOTeHHBIX 0eJIKOB [54, 74]. OTOT cro-
co0 moaaep:KaHUsI OCMOJIIPHOCTM KJIETOK POJHHUT aHaJIpOMHBIX pbIO ¢ 0OoJjiee
MPUMUTUBHBIMU OpPraHM3MaMM, OOMTAIOIIUMU B BOJOEMAaX C HEYCTOMYMBBIM COJIEHOCT-
HBIM peXuMoM [74]. O6a ynoMsIHYTBIX BUIA B TIEPpUO CMOJTU(MUKAIIUYU ITIEPECTParuBaIOT
MeTaboJIM3M I10 KaTaboJIMYeCKOMY THITY 3a CUeT CHIKeHHoro ypoBHs Igf-1 B razme, Ho
M30BITOK aMUHOKUCIIOT Y S. frutta CIy>KUT OCMOTHMYECKOU ycTOWYuBOCTH, a S. salar —
IHEPro3aTpaTrHOMY IIpolieccy ocMoperyasauuu [51, 52, 54]. Bunbl Takke pa3iamdyaioTcst
MPOTEOJIMTUUECKUMU TYTSIMU, AKTUBUPYIOLIIUMUCS TP CMOJTU(DUKALMA: Y KyMXKU TIpe-
MMYIIECTBEHHO aKTUBUPYIOTCS KaJIbIIAMHEI, a Y JIococs — KarericuH L [54, 73].

Hepect. CteneHb AecTpyKIUM O€JIbIX CKEJIETHBIX MBILLIL U TyTU PACXOA0BAHUS TUIPO-
JIM30BAHHBIX OEJIKOB MOTYT Pa3jinyaThCs Y Pa3HbIX BUIOB PbIO B 3aBUCUMOCTH OT MpPO-
OJDKUTETBHOCTH Y CJIOXKHOCTH HEPECTOBOU MUTPALIMU. DTU U3MEHEHUS Y OOJIBLIMHCTBA
BUIOB 00paTUMBbI I KOMITIEHCUPYIOTCSI B HAryJIbHBII MEPUO; OAHAKO MPU JIOOOM ClIeHa-
PUU HEPECT SIBJISIETCS MPUYMHOMN UCTOLLIEHUST PBIO M MX BBICOKOI cMepTHOCTU. Tak, mpo-
W3BOAUTENIN TPeXUriaoi Koswku G. aculeatus (cem. Gasterosteidae), MUrpupymoiue mu3
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OTKPBITOIO MOPSI HA MEJIKOBOIHbBIE MOPCKHUE HEPECTUIINIIA, HE UCTIBITHIBAIOT HEOOXOAM -
MOCTHU B aJlaniTallii K HOBOM cpefie OOUTaHUsI U TIPOAOJIKAIOT MUTAThCS, YaCTUYHO BO3-
Melasi moTepu BelecTBa 1 3Hepruu. OmHAKO TIPU 9TOM 0COOM TEPSIIOT 10 YeTBEPTU Mac-
CHI TeJla, a B MX MbIIIIax ooHapyxuBaeTcss Ha 70% MeHblle 6elika, KakK 3a cUeT ero THUl-
poyn3a, Tak W TUApaTallii CKeJIETHBIX MBI [75]. T'nbenb KOMOIMIKKY B XOIe HepecTa
BBICOKA, OCOOEHHO CpeIv CaMIIOB, 3aTPAaYMBAIOIINX PECYPChI, TOMUMO MPOYETo, Ha KOH-
KYPEHIIUIO 32 JIydlllie MeCTOOOMTAaHUS 1 3a00Ty O MOTOMCTBE [76]. AHAAPOMHBIE PhIOBI
ceM. JlococeBble, B X0ie HepecTa MUTPUPYIOIINE U3 MOPeil B IIPECHBIE BOIOTOKU, MCITHI-
THIBAIOT 00Jiee BBIPAXKEHHOE UCTOIIIEHUE, IO TIOJJOBUHBI MacChl Tejla, B CUIIy aHOPEKCHUU,
BBICOKOM MPOIOJLKUTEIBHOCTA MUTPALIMOHHOTO ITyTH, HEOOXOIMMOCTU B TIEPECTPOIKE
OCMOpPETryJISILuU. Y aTIaHTUYECKMX JIococeil pona Salmo, ciocOOHBIX K HEOTHOKPATHOM
MUTpAIMU B TeUeHUE KU3HU, UBMEHEHMUS] B CKEJIETHBIX MbIIIIAX OOpaTUMBbI, a Y HEMU-
TPUPYIOLLIEro MOABMUIA aTIAHTUYECKOTO Jiococs S. salar TUAPOIU3 MbIIIEUYHBIX OEIKOB
BOOOIIIE OTpaHUYMBAETCS MX CapKoIUIa3MaTU4ecKoi ¢pakiueil 1 He 3aTparuBaeT MUO-
bubpusipHyto [5]. OqHako HepecT TUXOOKeaHCKUX Jiococeit pona Oncorhiynchus nipen-
CTaBJIsIeT COOOM KBUHTACCEHIIMIO 3HEPreTMYECKUX 3aTpaT U OEJKOBOTO HCTOIIEHUS
MbIl. MMMEHHO TUXOOKEaHCKUE JIOCOCH OKa3alWCh WACAbHOM SKCIEPUMEHTATbHOM
MOJIENBIO JJTSl aHAJIM3a MEXaHU3MOB CPOYHOI MOOMIIM3aIMK GEJIKOB U MeTaboI1M3Ma pe-
3YJIBTUPYIONINX aMUHOKUCIOT [5]. X HepecT BKITIOUAeT ThICTYEKUIIOMETPOBYIO MUTpa-
LIMI0 U3 MOPCKOI BOABI B IIPECHYIO, C TIEPEABIKEHUEM MPOTUB TeUCHUs, a 3HAYUT, U BCE
9HEPro3aTpaTHble COCTABJISIONIE — WCTOMIAIONIYIO ABUTATEIbHYIO HArpy3Ky, Trojoja-
Hue, (hopMUpOBaHUE TOHAM, TUTTOOCMOTUYECKYIO alanTaluio — IPU 3TOM IeCTPYKTUB-
HbIE MPOLECCHI IOCTUTAIOT “TOYKM HEBO3BpaTa” C HEBO3MOXHOCTBIO JaJbHENIIEN pere-
HepallMM U OKaHYMBAalOTCs TMOesblo mpousBoauTeseil. Tak, y keTtol O. keta BO BpeMs
MOJX0/Aa K HEpeCTWIMIIAM OTHOCUTEIbHAsI Macca KOCTell yBeanunBaeTcs B 1.5 pasa, Ko-
KM — B 2.5 pa3a, coepkaHUe CyXOro BellleCTBa B MbIIIIIIAX CHUXKAETCsT 6oJiee YeM B J1Ba pa-
3a, MTOYTH ITOJTHOCTBIO pacXonyloTcs Tunuabl (Ha 98.4%) v a3oTUCThIE BelllecTBa (Ha 57%).
B 6enbix Mblax Hepku O. nerka, Xethl O. keta [64], aitto P. altivelis [62] o xony Murpa-
LIMU JeCITUKPATHO BO3pacTaeT MPOTEOIUTUIECKAsT aKTUBHOCTh KaTericuHa D 1 B MeHb-
1Ieit crerneHy — KapOOKCUTIeTITUIAa3bl A U IPYTUX JIM30COMaTbHBIX (hepMEeHTOB [5], mpu-
YyeM aKTUBallMSl MTPOUCXOMUT 3a CYET M30MPATeTbHOTO YCWICHUS WX CHMHTEe3a, a He I10
IpyruM MexaHu3MaMm. Bemyimmast posis KarerncruHa D B aTpodu CKeTeTHBIX MBIIIIT CTICII -
duyHa I peIO (Y MJICKOIIMTAIONINX MEBIIICYHast aTpodus KaTencuH D-He3aBucuma).
DTH pe3yabTaThl TOAYEPKUBAIOT CUITY CTpecca, CBI3aHHOTO C HEPECTOM, M YKa3bIBalOT Ha
pOJIb TOPMOHOB CTpecca, B YaCTHOCTU, KOPTU30Ja, B PETYJISILIMM aKTUBHOCTU JIM30CO-
MajibHO#t ayTodaruu [5]. BepositHo, daTanbHble MOCIEACTBUS UMEET TeHepalu30BaH-
HBI#1 XapaKTep MPOTe0Ir3a y HEPECTSIIMXCS PbI0, 3aTparuBaioInii, TOMUMO CKEJIETHBIX,
CEepICYHYI0O M IIAJKUE MBIIIIBI, a TaKKe BHYTPUMBIIICUHYIO COCIMHUTENIBHYIO TKAHb.
Taxk, B MbIIIIIaX TUXOOKEAHCKUX Jococeit aitto P. altivelis v pamyxHoii popenu O. mykiss
OTMeYeHa Ae3MHTErpallvs MEXKICTOUHOM COeTMHUTEIbHOI TKAaHU U JIeTpafdalivs KoJiia-
reHa | Tuna mMarpukcHoi MeTtayuionporernHasoit 13 [77]. OgHako pelnarolee 3HaYUeHUE
IIIST BBDKMBAHUS U YCIIEITHOTO BBIXOAa M3 KaTaboJIMIeCKOTO COCTOSTHUS, TTO-BUAUMOMY,
WMEIOT 3BOIOLIMOHHO JeTePMUHUPOBAHHBIE TTPOTPAaMMBI JKM3HEHHOTO IIMKiIa. B ciaydae
THUXOOKEaHCKHX JIOCOCEeH — 3TO ceMeJapHast CTpaTeTusl pa3MHOXEHUS, TIPUBOISIIAS K
MOCJICHEPECTOBOM THOETM TTPOM3BOANTENEH Naxke Y HEMUTPUPYIONINX TTOIBUIOB, HATIPH -
Mep, o3epHOIt KpacHoii Hepku O. nerka kennerlyi, 3aTpaTbl pecypcoOB Y KOTOPBIX HEBBICO-
KM 1 HarllpaBJIeHBI JIUIIb HA (OpMHUpPOBaHUE TOHAL [5].

Crapenne. biaromapss HeneTepMUHUPOBAHHOCTU POCTa U, KaK CJIEACTBUE, OTCYT-
CTBUIO BO3PACTHBIX IECTPYKTUBHBIX U3MEHEHUI B MBIIIIEYHOM TKAHU, PHIOBI SIBJISTIOTCS
YHUKaAJIbHON MOJEJNIbI0O B MOMCKE MyTeil 60pbOBI ¢ CapKOMEHWEe U MOTYT COCTaBUTD
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KOHKYPEHIIMIO MOAEAbHBIM IPbI3yHaM C YCKOPEHHBIM (IUuHUM SAM) unm 3aMensieH-
HbIM (JIuHU# Snell, Ames, NUTaMIIMXCS C OTpaHUYEHUEM KaJIOpUil) cTapeHUeM, BO3-
pacCTHBIE U3MEHEHUS Y KOTOPBIX MPU JIOOBIX 9KCTIEPUMEHTAIbHBIX MAHUTTYJISILIUSIX HE-
n30€XHbl 1 MOTYT UATU TOJBKO IO ITYTSIM, CBOMCTBEHHBIM MJIEKOIUTamomuM [19].
JIuire y TeX HEMHOTUX BUAOB PhIO, POCT KOTOPBIX AETEPMUHUPOBAH, TAKUX KaK TaHUO
D. rerio, MOXHO TOBOPUTH O BO3PACTHOM NereHepauuu Mbiiil. CapkoneHus y pbio 1
MJIEKOTIMTAIOLIMX UMEET CXOIHbIe THCTOMOP(HOJIOTHUEeCKUE U OUOXUMUYECKUE TTPOSIB-
JieHus, BKIovaoue Gubpo3, BO3PACTHYIO TMHAMUKY aKTMBHOCTH [3-TaakTo3uaassl,
HaKoOTUIEHUE OKMCJIEHHBIX 0esikoB. KpuTtnueckue nereHepaTuBHbIE U3MEHEHUST MbILIIILL
Y HEPECTSIIUXCSI TUXOOKEAHCKUX JIOCOCE NMEIOT CXOAHYIO C YCKOPEHHBIM CTapeHUuEeM
MOpP@OJIOTUIO, HO OTPaXaloT, MPEXIE BCEro, CEMEJINAapHYI0 CTPATETUIO UX PA3MHOXe-
Hus [78].

ITaTosorun mpimeynoii Tkanu. Crieuuduueckre, reHETUUYECKU 00YCOBIIEHHbIE 3200~
JIEBAHUST MBIIIEYHON TKAHU y PBIO MPUPOTHBIX MOIYJISIAI He OMUCAaHbI, BEPOSITHO, B
CUJIy JE€TaJbHOCTU TakKux (eHOTUIoB. [lyreM reHeTnuyecKux mMoaucUKalvii, HarpaB-
JICHHBIX Ha U3y4YeHHe POJIU OTHCIbHBIX OSIIKOB, MUOTEHHBIX PETYJISITOPOB U PELIETITOPOB
B (DM3MOJIOTUH MBIIIIIBI, OBUIM TTOJTY4eHBI 9KCIIepUMEHTAIbHbIE MOIEIN C HapyIIeHHBIM
MUOI€HE30M, (PYHKIIMOHAJIBLHBIMU OeeKTaMU, aTpodueil, YCKOPEHHBIM CUHTE30M OeJl-
KOB MbIllIeyHOU TKaHu [19, 79]. Muomnaruu y ppl6 MOTYT UMETh BTOPUYHBII XapakTep 1
pa3BUBATHCS TIPU CUCTEMHOM IEUCTBUM TOBPEXMAIONINX (DAaKTOPOB, TAKUX KaK TOKCH-
KaHTbl WIM TaTOTeHbI. [Ipn 9KCIepUMEHTAbHOM MOAEJIMPOBAHUYN aJTKOTOJIBLHONW MHUO-
natuu y D. rerio HaOIOIAJIMCh YMEHBIIIEHUE JUaMeTpa MBILLIEUHBIX BOJIOKOH, pS3-He3a-
BUCHUMOE TIOBPEXICHNE MBI, AeCTaOWIM3alns CapKOJIeMMBI, pa300IleHe BOJOKOH,
NF-xB-unnyuupyemoe BocnajeHue [80]. Cpenu akBaKyJIbTypHBIX JJOCOCEBBIX PHIO pac-
MPOCTPAaHEHO BUPYC-aCCOLIMMPOBAHHOE 3a00JieBaHUE — BOCIMAaJEHUE CepAeYHOIl U CKe-
netHbIx MbiIL (BCCM), pa3BuBaloiieecs BCJIEACTBIE N30BITOYHOTO IIMTOTOKCUIECKOTO
OTBeTAa B KJIeTKaxX-MUIIIECHSIX — MUOLIMTAX, pUTpoLnTax, Makpodarax [81]. MUadwmibTpa-
LIMSI CKEJIETHBIX MBIIIIL MeJJaHOMaKpodaramMmu MpUBOIUT K MOSIBJICHUIO MeJIAHU3UPOBaH-
HBIX YYaCTKOB, YXYAIIAIOIMNX TOBapHOE KavyecTBO PhIObI. Crelmdudeckass IpUPOIHO-
oyaroBasi MUOITaTUSI — PACCIOSHUE MBIIII — ObLIO OIMCAaHO y OCETPOBBLIX PHIO (POIOB
Acipenser, Huso) Bonro-Kacnuiickoro 6acceiiHa B KoHie 80-X IT. Ipouuioro Beka. Jua-
THOCTUPOBAHHBIN “KYMYJSITUBHBII TOKCUKO3 C MYJIbBTUCUCTEMHBIM TTOpaXkeHreM” CBU-
NIETEJIbCTBYET O BEMYyIe POJIU 3arps3HUTENIC cpenbl B pa3BUTHUM 3abosieBaHMs. [lopa-
JKEHHbIE 0COOM, MPEUMYIIECTBEHHO CaMKU CTaplIMX BO3PACTHBIX TPYIIM, COXPaHSUIU
NIBUTATEJIbHYIO0 aKTUBHOCTb, IIPY TOM, YTO TIPU BCKPBITUM B UX MbILILAX (B OOJIbIIEH CTe-
MeHU, B GeTbIX) OOHAPYXMBAJKMCH NECTPYKTUBHBIE U3MEHEHUSI — OT Pa3BOJIOKHEHUS U
JIM3KUca OTIEJIbHBIX MUO(DUOPUILI A0 IIPOTPECCUPYIONIETO pa3pylleHUs Z-A1CKOB CapKo-
MEPOB U TIOJIHOTO pacrnaja BCeX BOJIOKOH, 00pa30BaHUS KJIETOYHOTO AeTpUTA, MHTUOU-
pOBaHUS S3HeproodbMeHa v cHTe3a 6enka. Ha mpoaBUHYTHIX CTaIMsIX OTMEYAINCh TOEITh
LIEJIBIX TPYIIIT MBIIIIL, OOpa30BaHUe Ha UX MECTe JaKyH, MbIIIIeUHast AUCHYHKIMS BILUIOTh 10
MOTepU MOABMXKHOCTHU, JieTajlbHasl Uil pbl0. bruoxuMunueckre u3aMeHeHUsT BKIIIOYaId aKTh-
BallMIO MHOXKECTBEHHBIX MPOTEOIMTUYECKUX TyTeii, 60Jiee BBIPAKEHHYI0O — KaJIbITAaWHOB,
MeHee — JIM30COMAIbHBIX MPOTENHA3, MPUYEM He TOJbKO B CKEJIETHBIX MBIIIIIAX, HO U B
NPYrMxX OpraHax, 4To IIOJYepKUBaeT I'eHepaJlu30BaHHbLIN XapakTep 3aboneBaHuUs [82].
BbrkuBaHMe pbIO B HEOIATOMPUSITHBIX YCIOBUSIX 32 CYET PACXOAO0BAHUS MbIIIIEYHBIX O€JI-
KOB OOBIYHO OKaHYMBAETCS TAIIOM BOCCTAHOBJICHUSI GETKOBBIX PE3ePBOB, OMHAKO ITPO-
TIOJIKUTEIbHOE BO3NENCTBUE TOKCUKAHTOB MOXET OTPAHUYHUTh pereHepaTuBHbIE CITIOCO0-
HOCTHU MBIIIIEYHOI TKaHU U MPUBECTU K HEOOPATUMOI ee T1eCTPYKIIVH.
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SAKIIIOYEHUE

JlaHHbIe TUTEepaTyphbl U COOCTBEHHbIE HAOMIOAEHUST CBUAETEIbCTBYIOT O BBICOKOI I1a-
CTUYHOCTHU CKEJIETHO-MBIIIEYHOM TKAHU Y KOCTUCTBIX pbIO. OHa MPOSIBIISIETCS U3MEHYM-
BOCTbIO (DEHOTHIIA MBI B OTBET HA BO3ICMCTBHE BHEITHUX (paKTOPOB Cpeabl U TPODUKH,
W3MEHSIIOIIMXCS B X0/Ie TOMIOBOTO Y KMU3HEHHOTO LIMKJa. BapuaGeabHOCTh MBIIIIEYHOTO
¢eHOTUTIAa CKEJIETHBIX MBILIL] PO — CITIOCOOHOCTH K OBICTPOMY POCTY, MAaCCOBOI OeJTKO-
BOI Jerpagaiyu 1 Tocienytoleii pereHepallu — 3HAYUTEJIbHO TPEeBOCXOIUT TAKOBYIO
NPYTUX MTO3BOHOYHBIX. OCOOEHHOCTU CTPYKTYPHI, (DYHKIIMIT U MeTa00IM3Ma CKEJIETHBIX
MBI PBIO chOPMUPOBAIUCH B XO/I€ UCTOPUIYECKOTO PA3BUTUS ITOI JIMHUU MMO3BOHOY-
HBIX XKUBOTHBIX — TIOMKWJIOTEPMHBIX, OOUTAIONIMX B crienuduruecKoit BOaHOI cpene,
MMEIOLIMX HEOTPpaHUYEHHBIN MoTeHuan K pocty. [Ipu Bceli KOHCEpBAaTUBHOCTH CUT-
HaJIbHBIX ¥ METa00JIMYECKUX MyTeil aHaboiM3Ma 1 KaTaboirM3Ma y ITI03BOHOUYHBIX, O€JIKO-
BbIif cocTaB pbIO Ooraue M CI0XHEe 3a CYET OJHOTO MU ABYX PAyHIIOB MOJMILIOUAN3A-
LMY TeHOMa, UMEBIIMX MecTo B 3BomoLuu Teleostei uau Salmonidae cOOTBETCTBEHHO.
CKkeJleTHbIe MBILILBI U COCTABJISIIONIME UX OCJIKU y PHIO CIyxKaT 0oJiee IUPOKOMY KPYTy
GYHKIIUi: TOMUMO JABMXXEHUSI, 3TO UCTOYHUK BEIIECTBA U SHEPTUU IS CUHTE3a OeJIKOB
de novo (ctaguecreuMPUUHBIX), ITIOKOHEOTeHe3a, OKUCIICHMUSI.

YHUKaJIbHbIE MEXaHU3MbI POCTa U TJIACTUYHOCTDb CKEJIETHBIX MBIIIIILL ITO3BOJISIIOT pac-
CMaTpUBaTh pbi0, 0COOGEHHO BUIIBI C XOPOIIIO U3yYeHHBIM TeHOMOM, Harnpumep, D. rerio,
B KayecTBe Mojiesieil B OMOMEANITMHCKUX UCCIEIOBAHUSX U B TIOUCKE €CTECTBEHHBIX Iy~
Teil Tepanuu 3abosieBaHuit yeaoBeka. MHTepec K u3aydyeHUto yHIaMeHTaIbHbBIX OCHOB
pocCTa M coCcTaBa CKEJIETHBIX MBIIIIL PbIO TAKXKE MOAKPETISIETCS] BLICOKOW MPaKTUUECKOM
3HAYMMOCTbBIO PHIOHOTO ChIPbSI B MUIIEBOI 1 KOPMOBOI MHIycTpuu. Ha coBpemeHHOM
9Tare reHeTUYeCKre U MOJIEKYJISIPHBbIE OCHOBBI POCTa U TUIACTUYHOCTU MBI PHIO BCe
0oJiee aKTMBHO M3YYalOTCsI C MPUMEHEHUEM T€HOMHbBIX U TTOCTTEHOMHBIX TEXHOJIOTHIA.
C UX TOMOIIBIO MOXHO BECTH MOUCK F€HETUYECKUX MOJIUMOP(HU3IMOB, CBI3aHHBIX C XO-
39MCTBEHHO LIEHHBIMU MTPU3HAaKaMU (CKOPOCTBIO POCTa, KauecTBa ujie, ycTOMUYNBOCTbIO
K MHMEKIMUsIM), BECTU CEeJIeKIIMOHHYIO paboTy, TeCTUPOBAaTh OMOAKTUBHbIE KOPMOBbIE
KOMITOHEHTHI. TeM caMbIM MOXHO JTOOUTHCS TMOBBILLIEHUS 3(P(hEKTUBHOCTU BbIpalllyBa-
HUSI aKBaKyJIbTYPHBIX BUIOB PbIO U CHUKEHUSI BO3ACUCTBUSI PHIOOXO3IMCTBEHHOI Nesi-
TEJIbHOCTH Ha OKPYXKAIOIIIYIO Cpely.

NCTOYHUKU ®OUHAHCHUPOBAHUA

AHanu3 IuTepaTyphl BBIMOJHSIICS B paMKax rocygapcTBeHHoro 3amaHust o teme 0218-2019-
0076 Ub KapHLI PAH, ucrnosib3oBaHHbIE COOCTBEHHBIE JaHHbBIE MO aKBAKYJILTYPHBIM BUIAM MOJTY-
4geHbl 11pu noaaepxke rpanra PH® No 17-74-20098.

KOH®JIMKT MHTEPECOB
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The Traits of Protein Metabolism in the Skeletal Muscle of the Teleost Fish
N. N. Nemova“, N. P. Kantserova“, and L. A. Lysenko® *

4 Institute of Biology, Karelian Research Centre of the Russian Academy of Sciences,
Petrozavodsk, Russia

*e-mail: [-lysenko@yandex.ru

The review summarizes the literature and the data of own research on the traits of the
structure, functions, and protein metabolism in the skeletal muscle of teleost fish (Tele-
ostei). Despite the conservative fundamental mechanisms of muscle growth (myogene-
sis) and degradation in vertebrates, fish are characterized by unique features related to
their poikilothermy, indeterminate growth, and a unique role of the muscle as a depot of
plastic and energetic substrates. The skeletal muscle of fish reveals high plasticity defined
as their ability to substantial anabolic or catabolic changes in response to environmental
variables, such as temperature, photoperiod, and food availability. Under optimal (ana-
bolic) conditions, the muscle tissue of fish grows at an extremely high rate due to both
hypertrophy and hyperplasia ways, while at the periods of high energy demand, includ-
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ing migration, starvation, and gonad maturation, the skeletal muscle protein catabolism
temporarily prevails. However, the muscle degradation could be deep enough to exceed
their regenerative capacity; according to this scenario, both genetically determined pro-
grams and responses to exogenous signals of excessive strength and duration can be real-
ized. An extreme and illustrative example of muscle protein reserve mobilization and
resulting amino acid consumption in the processes of energy production and the synthe-
sis of stage-specific gonad proteins are pacific salmonids which exhaustion at the spawn-
ing is so great to result in the death of individuals. The myopathies in fish and the poten-
tial of fish objects for modeling human diseases are also considered.

Keywords: teleost fish, skeletal muscle, anabolism, catabolism, plasticity, myogenesis,
protein degradation



	СТРУКТУРНАЯ ОРГАНИЗАЦИЯ И БЕЛКОВЫЙ СОСТАВ
	ГОРМОНАЛЬНАЯ РЕГУЛЯЦИЯ РОСТА
	МЕХАНИЗМЫ РОСТА СКЕЛЕТНЫХ МЫШЦ
	ГЕНЕТИЧЕСКИЕ МОДИФИКАЦИИ МИОГЕНЕЗА РЫБ
	ПУТИ БЕЛКОВОЙ ДЕГРАДАЦИИ
	ПЛАСТИЧНОСТЬ МЫШЦ
	СООТНОШЕНИЕ АНАБОЛИЗМА И КАТАБОЛИЗМА БЕЛКОВ СКЕЛЕТНЫХ МЫШЦ В РАЗНЫЕ ПЕРИОДЫ ЖИЗНЕННОГО ЦИКЛА РЫБ
	ЗАКЛЮЧЕНИЕ
	СПИСОК ЛИТЕРАТУРЫ


<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


