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XAPAKTEPUCTUKA BUOOBbIX U BO3PACTHbIX
OCOBEHHOCTEMW JIAKTATAErMAPOrEHA3HOW CUCTEMbI
B TKAHAX TPbISYHOB (MAMMALIA: RODENTIA)

E. N. AHTOHOBA, C. H. CepruHa, B. A. Umoxa, A. E. dkumoBa

UHcTuTyT 6uonorum KapHL] PAH, ®UL| «Kapenbckuii Hay4Hbivi LeHTp PAH», lNeTposaBoack, Poccusi

MccnepoBaHbl BUAOBbIE OCOOEHHOCTM 1 BO3PACTHbIE U3MEHEHWSI aKTUBHOCTU NakTaT-
pervpporenassl (JIA, HP 1.1.1.27) n pacnpeneneHune ee n3odepMeHTOB B HEKOTOPbIX
TKaHAX Y Tpex BUAO0B rpblayHoB (Rodentia), pasnuyatowmxcs o 9Konormiecknm ocobeH-
HOCTAM — 3MMOCHSLLLEN NECHON MbILOBKW Sicista betulina (Pallas, 1779), Hblpsatoweln BO-
asHom noneBkun Arvicola amphibius (L., 1758) n HasemMHON NONEBKN-3KOHOMKN Microtus
oeconomus (Pallas, 1776). Y noNeBKN-3KOHOMKN MO CPABHEHMIO C JIECHOW MbILLOBKOW
1 BOOSIHOM NMONIEBKON OTMeYeHO 6onee BbiICOkoe coaepxaHne M-cybbeanHuy, n dpak-
umm NAM-5 B nevyeHn n ckeneTHbIX Mbllwuax, a Takke JIAM-1 n H-cydbeamHuy, B novkax
N cepaeyHon TkaHun. B n3odepmMeHTHOM CnekTpe Moyek 1 cepaua NEeCHON MbILLOBKU
npeobnaganu rmbpuaHsie ppakunn (JIAC-2, NAr-3 v 14r-4). Kpome toro, y aToro sMaa
akTuBHOCTb J1IAI B neyeHun n noykax 6bina BhllLE, HEM Y NOJIEBKN-3KOHOMKMW. MNeyveHb nc-
CNefoBaHHbIX MENKMX MPbI3YHOB XapakTepudoBanacb aHasapobHbIM o6pa3oBaHeM AT
B PA3/INYHOM CTEmneHn — y CNOCOOHOWN K HbIPSIHUIO BOASIHOW NONIeBKM coaepxkaHue JI4I-
2, 1Aar-3, nAar-4 v H-cyébeamHul, 661510 Beille, YeM Y NOJIEBKM-3KOHOMKN. B xoae oHTOo-
reHesa JIECHOIM MbILLIOBKW 1 BOASIHOW NONEBKM OblNI0 0OHAPYXEHO YBENMYEHME Coaepa-
Hus nadodepmenta J14I-5 B noykax. OTMeYeHo yBennyeHue aktneHocTn J1I4I B cepaue
BOJSIHOWM NOJIEBKM C BO3pacToM. OBHapYXeEHHbIE MEXBUA0BbLIE PA3N4Msa 00CYyXaalTCs
B CBSI3M C ajanTtauunein rpbl3yHOB K YCNOBUSM 0OUTaHUS — rubepHaummn 1 noayBoaHOMY
o6pasy XU3HW.

KniouyeBble CNnoBa: nakratgaerngporeHasa; n3o@epMeHnThl; agantauus; HblPSAHUE;
rméepHaLms; OHTOreHes.

E. P. Antonova, S. N. Sergina, V. A. llyukha, A. E. Yakimova.
SPECIES- AND AGE-SPECIFIC CHARACTERISTICS OF THE LACTATE
DEHYDROGENASE SYSTEM IN TISSUES OF RODENTS (MAMMALIA:
RODENTIA)

The aim of this study was to analyze the species-specific features and age-related chan-
ges in the total lactate dehydrogenase activity (LDH, EC 1.1.1.27) and LDH patterns
in some tissues in three species of rodents (Rodentia) with different ecological charac-
teristics — the northern birch mouse Sicista betulina (Pallas, 1779), the European wa-
ter vole Arvicola amphibius (L., 1758) and the tundra vole Microtus oeconomus (Pallas,
1776). Compared to the European water vole and the northern birch mouse, the tundra
vole had a higher content of M-subunits and the amount of LDH-5 isoenzyme in the liv-
er and skeletal muscles, higher contents of aerobic LDH-1 isoenzymes and, respec-
tively, of H-subunits in kidneys and heart. In the heart and kidneys, the hybrid fractions
(LDH-2, LDH-3, LDH-4) dominated over LDH-1 and LDH-5 in the northern birch mouse.
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The total LDH activity in the liver and kidneys of the northern birch mouse was higher
than in the tundra vole. The extent of anaerobic ATP production in the liver of small ro-
dents varied — the liver of the diving European water vole contained more LDH-2, LDH-
3, LDH-4 and H-subunits than the corresponding tissue in the non-diving tundra vole.
In kidneys of the northern birch mouse and European water vole, the content of the LDH-
5 isoenzyme increased through the ontogeny. The LDH activity was higher in the heart
of European water vole adults compared to young animals. Species-specific differences
in LDH isoenzyme spectra and total LDH activity in the studied mammals reflect their

adaptation to the semi-aquatic and hibernating lifestyles.

Keywords: lactate dehydrogenase; isoenzymes; adaptation; diving; hibernation; on-

togeny.

JTakTtatperngporeHaza (J14I) wwmpoko wc-
Nonb3yeTCcs B KayeCcTBe MOAENbHOro depmeHTta
npu n3y4eHnUn BGUOXMMMYecKUX aganTtauunii [Arai
et al., 1988; Hochachka, Somero, 2002; Burns
et al., 2010; Sun et al., 2013; Sergina et al., 2015;
Storey, 2016]. 3T10T dEpMEHT, yyacTByss B KO-
HEYHOM aTane rnMkonusa, npeacTaeBnseT coboi
TeTpamep, COCTOSLLMA U3 ABYX TUMOB cybbeam-
HUY — H (oT aHrn. heart — cepaue) u M (oT aHrn.
muscle — mbllLa), KOMOMHAUMSA KOTOPbIX B pas-
HbIX BapuaHTax gaet natb usopepmenTos: JIAIM-1
(H4), nar-2 (H3m1), ngr-3 (H2m2), nar-4
(H1M3) n nAr-5 (M4) [Hochachka, Somero, 2002;
Rossignol et al., 2003]. Y mnekonutarowyx M-n3so-
Mep npeobnagaeT B rMKOUTUYECKNX CKENETHbIX
MbIlWLUAX M B aHadpOOHbIX YC/OBUSX, KaTannusu-
pysi npeBpalleHne nupyBaTa B Nakrart, Torga kak
H-n3omep xapaktepeH MpenMyLLeCTBEHHO Ans
Muokapaa u OyHKUMOHMPYET B OCHOBHOM B ad-
POOHLIX YCNIOBMSX, KOHBEPTMPYS NakTaT B Mupy-
Bat [Arai et al., 1988; Hochachka, Somero, 2002;
Washington et al., 2014]. Takum o6pasom, Konu-
4yecTBO H-cybbeanHuy, oTpaxaeT a3poOHYO MOLLL-
HOCTb TKaHW, a npeobnagaHve M-cybbeauHuL,
O3HA4YaeT, YTO CMHTE3 SHEePrum TKaHbio OCYLLECT-
B/ISETCS B OTHOCUTEJNIbHO aHa3pPOOHbLIX YCIOBUSX
[Hochachka, Somero, 2002]. MpupoaHo-agan-
TUPOBAHHbIE K AedUUMTY KUCIOPOAA MEKOMNU-
Tawme (3MMOCHALLNE U HbIPAIOLLME XNBOTHBIE)
MOIYT CIY>XUTb YOOOHOM MOAENbIO OJ1s1 U3YyHeHUs
NPOLLECCOB  MMMOKCcUM-peokcureHauum  [Burns
et al., 2010; Sun et al., 2013; Storey, 2016; Hoff
et al., 2016] — cocTosiHMI, KOrga ycnoBus HeJo-
cTaTka KMCNopoAa YepeayloTcs C Pe3KUM yBenu-
yeHunem noctynneHuns O, B TKaHW.

BblioensaioT aBe ka4eCTBEHHO pasnuyaromecs
cTpaterum ©édun3nonoro-bnoxmMMmmnyeckmx aganra-
LN — PE3UCTEHTHYIO N TONEPAHTHYI0. [TpumMmepom
nocrnenHen sBNsSieTCA rmbéepHaums, npu KOTOPOW
HabngaeTcs CHUWXEHWe TemnepaTypbl Tena,
YPOBHSA MeTabosmama M noTtpebneHus Kucno-
poaa [Hochachka, Somero, 2002]. OnutenbHbie
nepuoapl ouerneHeHns y rmbepHaHToB perynsip-
HO NepemexarTca KOPOTKMMN NepuogamMmn paso-

rpesa, Korga Temnepatypa Tena BOCCTaHaBNMBa-
eTCa A0 HOPMAaNbHOIMO 3YyTEPMUYECKOro YPOBHSA
[Heldmaier et al., 2004], u 3TO TECHO CBSI3aHO
C Cepbe3HbIMU KonebaHNsMU YPOBHS KMUCIOpoAa.
PaHee npoBepneHHble nccnenosaHng [Burlington,
Sampson, 1968; Moon, 1978] cBuaeTensCTBYIOT
0 TOM, 4TO BO BPEMSI 3UMHEN CNSAYKM Y MIIEKONUTA-
IoWnMX — TpuHaguaTmnonocHoro cycnuka (Citellus
tridecemlineatus Mitchill, 1821) n manoin 6ypoii
HOYHMUbI (Myotis lucifugus Le Conte, 1831) — Ha-
o6nopatTcs metabonuyeckme cOBUrv, B HaCTHO-
CTN uaMeHeHue aktusHocTu J14IT n pacnpegene-
HUS ee U30PEPMEHTOB.

He mMeHee VMHTEPECHOM, C TOYKU 3PEHUST n3y-
YEeHNs MEXaHM3MOB, SIBASETCA ajanTtaums K rm-
NMOKCUMN, CBA3AHHOM C HbIpsgHMeM [Hochachka,
Somero, 2002; Burns et al., 2010; Hoff et al.,
2016]. lMepexon mMnekonuTalOWMX U3 HA3EMHOMN
cpefbl 06MTaHus B BOAHYIO COMPOBOXAAETCH MHO-
ro4ncneHHbIM1 MOPPOIOrn4ecKuMm, GrU3nonormn-
4EeCKMMUN N BUOXMMUYECKMMU KOMMEHCATOPHLIMU
M3MEHEHNSIMWN: YBENNYEHME CPOACTBA reMoro-
OuHa K Kucnopoay, 3anacoB KuMcrnopoga B opra-
HU3ME U aKTUBHOCTU FIMKONIUTUYECKUX PEPMEH-
ToB [[anaHueB un ap., 1994; MacArthur et al., 2001;
Hochachka, Somero, 2002; Wihelm Filho et al.,
2002; Zenteno-Savin et al., 2002; Noren et al.,
2008; Hoff et al., 2016]. BmecTe ¢ Tem Takme uc-
CcnegoBaHNs BbIMOJSIHEHbI B OCHOBHOM HA KPYMHbIX
MOPCKMX MAEKONUTAIOLLMX, B TO BPEMS Kak CBeae-
HUS 06 aganTaumnsix NosyBOOHbLIX HbIPSSbLUNKOB,
TaKke WCNbITbIBAIOLWMX TUMOKCUIO-PEOKCUTrEHA-
LMI0, KpariHe Masio4mMCcneHHbl n pparMeHTapHbl.

B npouecce oHTOreHesa HabnogaeTcs n3me-
HeHne MeTabosM3amMa W CTaHOBJEHUE QYHKLUNIN
psga GuU3nonoruyecknx CUCTEM, B TOM 4Yucne
naktatgerngporeHasHom [Marieze et al., 1994;
Hochachka, Somero, 2002; Burns et al., 2010].
Cpeon npobnemMm 3KOJIorM4eckon ¢Guanonorum
HECOMHEHHbIN WMHTEpPeC npeacTaBnsieT M BO3-
PacTHOM acnekT wuccnenoBaHus YHKUMOHANb-
HbIX peakuuin aTon cuctemol. OgHako nccnegosa-
HUS OHTOME€HETUYECKUX U3MEHEHUN (HEPMEHTHbIX
cucTeM aHeproobecrneyvyeHns y MesKUX NnosyBoa-
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HbIX W 3UMOCHALLUMX MIEKOMUTAKWNX KpPamHe
peaku.

B cBA3M C 9TUM LENbIO HALLEro nccneoBaHus
SIBUJIOCb N3Yy4eHNEe BUOOBbLIX 0COOEHHOCTEN 1 BO3-
pacTHbIX n3MeHeHn aktusHocTu JIAI v pacnpe-
heneHvs ee n30PpepMeEHTOB B HEKOTOPbIX TKaAHAX
(me4eHb, MoOYKWM, cepaue, JiIerkne n ckenetHas
Mbllwya) rpbidyHOB (Rodentia), pasnuyatowmxcsa
Mo 3KONOrMYeCcKnMM 0COOEHHOCTAM.

Martepuansl n MeToAbl

JlabopaTopHble MCCNeaoBaHMs  BbIMOJIHEHbI
Ha Hay4YHOM obopynoBaHuM LleHTpa KonnexkTuB-
HOro nonb3oBaHus PegepanbHOro mMccnefoBa-
TeNbCKoro ueHtpa «KapenbCKuil Hay4HblA LEHTP
Poccurickon akagemMun Hayk» C CoOnogeHuem
MeXOyHapOoaHbIX NPUHLMMNOB XeNbCUHKCKOW ae-
Knapaumm O r'yMaHHOM OTHOLUEHUU K XUBOTHbIM
M nMpaBuia nNpoBeaeHnsa paboT C NCMOSIb30BaHNEM
3KCMEPUMEHTAIbHBIX XMBOTHbLIX [JTUYyeckasa 9k-
cneptn3sa..., 2005]. Ob6wbektamn wuccnenoBaHUNA
CNYXWUnu OTJIOBNIEHHbIE B aBrycte B Pecnybnu-
ke Kapenua npencrtasmtenu otpsga Rodentia:
NnosioBO3pesible U HenoJsioBo3pesible 0cobu nec-
HOM MblwoBkK (Sicista betulina (Pallas, 1779))
(rmbepHupylOWLMA  BUA) W BOOSHOWM MONIEBKW
(Arvicola amphibius (L., 1758)) (HbipsiloLwLMiA BUA).
Ons cpaBHEeHUst MCMNOMb30BANCh OT/IOBJIEHHbIE
B TO Xe BpPeMs MoJIoBO3pesible 0CoOM Ha3eMHOW
noJsieBkM-3KOHOMKN (Microtus oeconomus (Pallas,
1776)). NMonoBow 1 BO3paCcTHOW COCTaB NPMBELEH
B Tabnuue 1. B HacTosILLEM NCCNeaoBaHNM HE Bbl-
SIBIEHO [A0CTOBEPHbIX Pa3NnyUii N0 U3YYEHHbIM
nokasarensm Mexzay caMmkamm 1 camuamm, noaTo-
MY pe3ynbTaThl 418 060X NOM0B OblIM 00beanHe-
Hbl 719 NocnenyoLwero aHanmsa.

B o6pasuax neyeHu, noyek, Nerkux, cepaey-
HOW 1 CKENETHOM MbILLLL BbIM NPOaHaNIM3nNpPOoBaHbI
akTmBHoCTb JIAI n pacnpegenenne ee mnsodep-
MEHTOB.

O6wyto aktTuBHOCTh JIAI B TKaHAX onpenens-
N KONIMYECTBEHHO MyTEM U3MEPEHUSI CKOPOCTU
nakrtarsaBncumoro cHmwkenus HAL+ npn 340 HMm
[Karlsson et al., 1974]. 3a 1 ycn. en. akTUBHO-
CTn depmMeHTa MNpUHUManM KOJU4YeCcTBO dep-
MEHTa, KOTOpPOE KaTanu3upyeT BOCCTAHOBJIEHUE
1 Mmkmonb HA+ B MUHYTY. Pe3ynbTaThl Bblpaxanu
B MKMOJ1b B MUHYTY Ha 1 I CbIPOW TKaHW.

PaspeneHne unsodpepmeHtor JIAIT npownsso-
OV MEeTOAOM TFOPU3OHTANIbHOrO SH3MM3NEKT-
podopesa Ha nnacTuHKax arapoBoro rens ¢ no-
cneaylwmM OKpalnBaHWEM W CKaHMPOBAHU-
em doperpamm [Wieme, 1959]. CopepxaHune
M-cybbeaunHuL, (B %) paccunTbiBanu no dpopmyne:
M=nAar-5+0,75*14ar-4 +0,5*14r-3 + 0,25*J14r-2,

Torga kak cogepxaHue B-cybbeamHuu, — no ¢op-
myne: H=100 % — M.

PesynbTatel nccneposaHuin 6biam obpaboTa-
Hbl C NPUMEHEHNEM NakeToB nporpamm MS Excel
n Statgraphics. B Tabnuuax npuBeneHbl cpepn-
HVEe 3HaYeHUs 1N UX CTaHOdapPTHble ownbKkM (M+m).
CpaBHeHuVe npoBoaMAN C NPUMEHEHNEM Henapa-
MeTpuyeckoro kputepma (U) BunkokcoHa — MaH-
Ha — YUTHU. CTAaTUCTUYECKM 3HAYNUMBIMU CHUTANU
pasnuuusa npu p < 0,05.

PGSVH bTaTbl UCCnenoBaHuNda

BuaocneungpunyHocte aktuBHoctn JIAI
v pacrnpeneneHvsi ee n3opepMeHToB

B opraHax n3y4eHHbIX MeJIKUX
MJIEKOMNUTaroLLnNX

Cpeaun ncecnegoBaHHbIX BUOOB FPbI3YyHOB B Me-
YeHU MakcumasnbHas akTMBHOCTL JIIIT oBGHapyxe-
Ha Yy NECHOW MbILOBKN (OOCTOBEPHO BbILLE, YEM
Yy NONEBKN-3KOHOMKM) (puc.). B noykax y nones-
KM-3KOHOMKW aKTUBHOCTb JIAIN 6bina 3HA4YNTENbHO
HUXXe MO CPaBHEHUIO C MOJIOBO3PENbIMU 0COBIMMU
JIECHOM MbILLOBKK 1 BoasaHoM nonesku (p < 0,05).
AxTtnBHOCTb JIAI B cCepaeyHon 1 Nero4HOm TKaHAX
M3YYEHHbIX FPbI3yHOB LOCTOBEPHO He pasnnya-
nacbe. B ckeneTHbIX MblLLLAX, Tak Xe Kak B nevyeHu
M rno4ykax, HaMMeHbllasa cpean U3yYeHHbIX rpbi3y-
HOB akTMBHOCTL JIAI 6blna BbISIBNEHA Y NONEBKN-
3KOHOMKM.

Mpu vccnepoBaHnn pacnpepneneHns nsoodep-
meHToB JIAIN B opraHax Menkmx MAEKONUTaoLWmMX
Takke OblnM OBHAPYXEHbl MEXBUOOBLIE Pa3/M-
yns. MNevyeHb BOOAHOM MONEBKU OTNMYanacb Ham-
60oNbLUIMM Cpean N3y4eHHbIX BUOOB MPbl3yHOB CO-
nepxaHvem epakuun NAar-2, nar-3, nar-4 v H-
cybbeamHuy, ¢pepmenta (p < 0,05) (tabn. 1, 2).
B noukax necHow MbILLOBKM BbISIBNIEHO npeodna-
naHve rmopuaHsix gppakuwn N4r (ngr-2, nar-3,
NAr-4) n noytn paBHoe COOTHOLIEHME H- n M-
cybbeanHUL, NpU 3TOM COAEPXaHMe MOoCNenHUxX
ObINI0 3HAYNTENBHO BbILLE, YEM Y BOASIHOM NOMEBKMU
1 noneBku-skoHoMkM (p < 0,05) (tabn. 1). Ham-
fonbllee cpean U3YyYeHHbIX BUAOB COAEp>XaHue
nar-1, nar-2 v H-cyéveguHuu, B no4vkax Obino
oBGHapyXeHO Yy MONeBKM-aKOHOMKU. B ceppue,
Tak Xe Kak 1 B noykax, Hanbonbllee CoaepXaHme
M-cybbeauHmy, n ¢pakumn J14M-5 Habnoganoch
y necHon MblwoBkn (Tabn. 1, 2). Mo cpaBHeEHUIO
C MNONEBKON-3KOHOMKOW JIErkKne SIECHOM MbILLOBKMN
1 BOASIHOWM MONEBKN OTINYASINCb BbICOKMM COLEP-
XaHnem rmbpuaHon dpakumm J1IOM-3. Takke B ne-
FOYHOM N CKENETHOW TKaHAX MOJIEBKU-3KOHOMKM
ObIJ10 BbISIBIEHO MaKCUMaJIbHOE CPean N3YHEHHbIX
rpbI3yHOB coaepxxaHue dpakumm JI4M-5 (tabn. 1).
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BospacTtHbie nameHeHus aktusHocTu JIAI
v pacripefesieHsi ee n3opepMeHTOB
B OpraHax u3y4eHHbIX rpPbI3yHOB

C BO3pacTOM B MEYEHU M NOYKax NIECHOW Mbl-
LOBKM W BOASIHOM MOJEBKM AOCTOBEPHbIX BO3-
PacCTHbIX M3MeHeHW akTuBHocTK JIAIN He o6Hapy-
XeHo. B cepaue nonoBo3penbix 0cobeli necHoi
MbILLOBKM akTUBHOCTb JIAT 6Gbina HuXe, Yem y Mo-
NoAbIX XMBOTHBIX (puc.). HanpoTtus, y BOASHOW
MOJSIEBKWN BbISIBIEHO YBENUYEHME akTUBHOCTM JIAT
B cepaeyHor TkaHnm (p < 0,05). B nerkux n cke-
NETHbIX MbILLLAX UCCNEO0BaHHbIX BMOOB OOCTO-
BePHbIX BO3PACTHbIX U3MeHeHUI akTuBHocTu JIATI
He HabnoAaNoCh.

B neyeHn 1 ckeneTtHon mbllue, OTANYaIoLWMXCA
NPEenMyLLEeCTBEHHO aHadPOOHbIM CNocoboM Mosy-
YeHUs IHEPrnun, OCTOBEPHbLIX M3MEHEHNIA pacnpe-
OeneHns 303MMOB M COOTHOLEeHUs H- n M-cy6b-
eovHny, JIAI ¢ BO3pacTom He ycTaHOBAEHO (Tabn. 1
n 2). B noykax y monogpix ocobeli NeCHO MbILLIOB-
KW 1 BOOSIHOM noneBku o6HapyxeHo 6osee Hn3koe
cogepxaHne nsodpepmenta JIAN-5 no cpaBHeHMO
c nonoeo3penbiMu ocobsmu (p < 0,05) (tabn. 1).
Y necHon MbIWOBKM B cepaue C BO3pacToOM [0-
CTOBEPHO YBENNYMIIOCH cCoAepXaHue rmbpuaHoin
dpakumm NIAM-3. B nero4yHom TkaHu 4OCTOBEPHbIE
pasnnyng BbiSIBIEHbI TOJIbBKO MEXAY HEMNnosoBo3pe-
JIbIMM 1 MONOBO3PESbIMUA 0COBSAMU BOASIHOW MO-
JNIEBKN — Y NOCnefHnx cogepxaHuve dpakuun JIAN-4
n NAr-5, a takke M-cybveanHuy, 66110 OCTOBEP-
HO BhbILLIE, YEM Y MOJIOAbIX XXMBOTHbIX (Tabn. 1, 2).

OOGcyxaeHune

Mcnonb3oBaHre gns NnprucnocobiieHns K ycno-
BUSIM Cpefbl PasfinyHbix HABopoB N30hEPMEHTOB
ABNSIeTCA OLHOM U3 cTpateruii GUoXMMmn4eckon
apanTtauum [Arai et al., 1988; Hochachka, Somero,
2002; Hoff et al., 2016; Wang et al., 2016]. MHo-
XXECTBEHHbIE MONeKynspHble GOPMbl PEPMEHTOB,
y4acTBYIOLLMX B Mpoueccax npucnocobneHns op-
raHnama, obecrnedmBaloT crneunduyeckmin oob-
MEH [OJ151 KaXXO0ro tuna TkaHen [Pangep, Tennop,
1983]. XopoLo M3BECTHO, YTO YPOBEHb 3Hepre-
Tnyeckoro obmMeHa v Tun obmeHa TKaHel 3aBu-
CAT OT 3Konornyecknx ocobeHHocTen Buaa [Sun
et al., 2013; Hoff et al., 2016; Wang et al., 2016].
MN3odpepmenTol JIOI, nopaoepxuvsas onpenesieH-
HbI On9 UMTOMIa3Mbl KIETOK YPOBEHb BOCCTa-
HOBUTEJ/IbHbIX 3KBMBANEHTOB, COMPSXEHbl C Mpo-
LeccaMmun yrneBOAHOrO, >XMPOBOro u 6enkoBoro
obmeHa B KkneTkax U B 0OLEM MrpaloT BadKHYHO
pPOJib B 2A4anNTUBHbBIX PEaKUUSX LEenoro opraHn3ma
[Hochachka, Somero, 2002].

B pesynbtaTe mnccnenoBaHus Hamu Oblna Bbl-
qaBfeHa BMAocneun@u4HoOCTb akTueHocTu J14I
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AkTnBHOCTbL JIAI B neyeHun (A), noukax (B), cepaue (B),
nerkux () n ckeneTHo Mblwue () y rppi3yHOB. 34€eCb
1 panee: Juv — HeNonoBo3perbie 0cobm, Ad — B3pocsble
XWBOTHbIE; * — pas3nnums OOCTOBEPHbI MO CPABHEHUIO
C MOJI0AbIMU XUBOTHBIMUW Y OOHOrO BMUaa, ¢ — pa3nuums
[OCTOBEPHbI MO CPABHEHUIO C B3POC/bIMU XUBOTHLIMU
Sicista betulina, ¢ — pa3nuuusa AOCTOBEPHbI MO CPaBHE-
HUIO C B3POCJIbIMU XMBOTHbIMU Arvicola amphibius B TOM
Xe TkaHu, p < 0,05

LDH activity in the liver (A), kidneys (B), heart (B), lungs
(M), and skeletal muscle (D) of rodents. Here and here-
inafter: Juv — immature individuals, Ad — adult animals.
* — the differences are significant in comparison with
young animals of one species, ¢ — the differences are
significant in comparison with adult animals Sicista betu-
lina, ¢ — the differences are significant in comparison
with adult animals Arvicola amphibius in the same tissue,
p <0.05

N pacrnpeneneHns ee n3ohepMeHTOB B opraHax
N3YYEeHHbIX BUOOB MJekonuTalowmx. B 60sbLnH-
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Tabnuuya 1. PacnpeneneHue naopepmMmeHTHbIx crektpoB JIAI (B % oT 06Liero cogepXkaHusl) B TKaHSAX Y FpbI3yHOB
Table 1. LDH spectra (% total) in the rodents’ tissues

M3odepmenTol 1AM Sicista betulina Arvicola amphibius Microtus
Isozymes of LDH oeconomus
Juv (3%/5¢7) Ad (2@/3¢7) Juv (3@/4¢) Ad (7Q/3¢7) Ad (4Q/4&)
[MeyeHb
Liver
1(H,) 0,79+0,20 1,33+0,72 0,0+0,0 3,58 +£1,87 3,11+1,22
2 (H,M,) 4,11 +1,11 3,45 +1,77 6,10 = 1,20 10,04 £ 1,910 2,08+0,63¢
3 (H,M,) 9,06 = 1,50 7,07 £1,79 13,59+ 1,75 17,98 £2,01¢ 6,87 £1,22¢
4 (H,M,) 9,18+ 1,23 9,73+£1,67 25,92 £ 3,27 19,70 +2,98¢ 6,80+ 1,42¢
5(M,) 76,86 £ 2,39 78,42 = 3,60 54,39 +£5,12 48,69 * 5,464 81,14+ 3,30
Moukmn
Kidneys
1(H,) 9,50 £ 1,08 9,27 £1,05 34,983 £1,25 34,24 = 1,09¢ 38,54 = 1,430¢
2 (H,M,) 24,07 £ 1,59 21,28 £ 0,91 34,94 £ 0,94 33,01 £0,74¢ 39,69 £ 0,89¢0¢
3 (H,M,) 35,08 = 1,40 31,86 £0,79 22,61 1,17 22,78 £0,61¢0 18,65 + 1,60¢
4 (H,M,) 20,58 +£2,40 20,06 = 2,01 7,44 +1,34 8,77 £ 0,95¢ 2,41 +0,670¢
5(M,) 10,77 £ 1,81 17,53 £2,91* 0,07 £0,05 1,20 £ 0,48%¢ 0,71+ 0,26¢
Cepaue
Heart
1(H,) 46,84 + 2,82 40,08 = 1,56 42,29 +2,24 43,78 £ 2,71 59,22 +0,980¢
2 (H,M,) 29,25+ 1,12 28,56 £ 2,91 37,65+ 1,71 37,28 = 0,594 36,89 = 0,820
3 (H,M,) 13,91+ 1,31 20,32 +0,08* 18,51 +1,63 17,87 £ 2,47 3,75+ 0,360¢
4 (H,M,) 2,26 £,07 2,71 £1,30 1,04 £0,57 0,82+0,57 0,0+0,0
5(M,) 7,75+ 1,33 8,33 +0,21 0,52 +0,23 0,26 £ 0,14¢ 0,14 +0,03¢
Nerkvne
Lungs
1(H,) 4,06 = 2,41 3,36 £ 0,89 13,00+ 1,82 12,71 +1,33 18,20 £ 1,82
2 (H,M,) 5,11 +0,56 7,13£2,17 18,64 + 12,31 13,51+ 3,25 13,16 + 2,83
3 (H,M,) 41,00 + 3,70 35,99 +£7,92 58,99 + 16,42 38,60 + 1,68 12,70 + 2,67
4 (H,M,) 21,56 £5,20 26,99 = 11,59 9,37 £5,92 18,69 = 1,33* 12,18+ 1,26
5(M,) 28,27 = 3,93 26,53 £ 4,95 0,0£0,0 16,49 £ 2,27 43,76 + 2,38
CkeneTHas MblLLa
Skeletal muscle
1(H,) 3,66 0,68 4,63 1,49 5,27 £ 0,61 3,25 +0,50 7,76 1,55
2 (H,M,) 14,91 £0,94 15,28 £ 1,70 10,36 = 1,10 6,31+ 1,10 7,01 +1,51¢
3 (H,M,) 22,15+ 1,18 21,46 £ 0,55 25,23 £5,00 13,14 +£2,54 9,08 +2,15¢
4 (H,M,) 24,41 1,01 23,53+ 1,47 32,983 +£1,59 40,23+ 1,15 7,92+ 1,870¢
5(M,) 34,86 = 2,58 35,10 £ 3,26 26,21+£7,12 37,07 £ 5,29 68,22 £ 5,30¢

CTBE WCCJIeQ0BaHHbIX OPraHoB MOJIEBKU-3KOHOM-
KN (NevyeHb, NOYKN N CKEesleTHas Mblllua) aKkTuB-
HocTb JIAI Obina HUXe, YemM y BOASHOW MONeBKu
M JIECHOM MbIWOBKU. M30depMeHTHbIe ChekTpbl
JIAIN neyeHn, noyek, cepaua U CKESIETHOW MblILU-
LUbl Y HA3EeMHOM MNONEBKM-3KOHOMKN OblN CXO-
XU C TakoBbIMK Yy NabopaTopHO KpbICkl [Sergina
et al., 2015], HO OTANYANUCb OT CNEKTPOB BOASHOM
NOJSIEBKM U MbILWIOBKN. Tak, B NeYeHU U CKeneT-
HbIX MbILILIAX MNOMEBKM-3KOHOMKN BbISIBIEHO Hau-
OonblUee Cpean MU3YYeHHbIX BUOOB coaepxaHue
M-cybbeguHuy, u dpakumm JIAMC-5 (tabn. 1, 2).
HanpoTus, B noykax v cepaevyHor TKaHn y JaHHO-
ro Buaa Obisio 06HapY>XEHO MakcuMasbHoe cpeau

NCCNeNoBaHHbIX IPbI3yHOB copepXaHne H-cybb-
eanHnu n dpakumn J1I4M-1.

M3BecTHO, 4TO 60JblLIOE 3HAYeHNEe B dopMun-
poBaHnn n3odpepmeHTHoro criektpa JIAI nmeet
Hannyme kmcnopoaa [Hochachka, Somero, 2002;
Rossignol et al., 2003]. O6HapyXeHHble paHee Me-
TabosiMyeckmne NepecTpPorkn nakTaToerngporeHa-
3HOW cucTeMbl BO BpeMsi rmbepHauunm [Burlington,
Sampson, 1968; Moon, 1978] n B npouecce agan-
Tauum MIEKONUTAIOWMX K TUMMNOKCUU MPU Hblps-
HuKM [Hochachka, Somero, 2002; Hoff et al., 2016]
B Oonbllel CTeneHn CBs3aHbl C HeOoCTaTKOM
kucnopogaa. beino nokazaHo, 4TO Kak Npu BbIXxoOe
M3 CNSAYKM, TaK 1N NOCSIE HbIPAHUSA B KPOBW MJIEKO-
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Tabaunua 2. Copepxanue (B %) cydbeamHunu, JIAIN B TKaHSX Y rpbI3yHOB
Table 2. Percentages of H and M subunits of LDH in the rodents’ tissues

Cy6beanHnub AT Sicista betulina Arvicola amphibius otlav(,;lg;%l:rjlis
Subunits of LDH
Juv (n=8) | Ad (n=5) Juv (n=7) | Ad (n=10) Ad (n=8)
[MeyeHb
Liver
H 10,70 £ 1,52 9,88 £ 2,53 17,85 +2,08 25,03 £ 3,440 9,80 2,11
M 89,30 £ 1,52 90,12 £2,53 82,15+2,08 74,97 £ 3,44¢ 90,20 £ 2,11
Moukn
Kidneys
H 50,24 £ 2,11 46,18 1,75 74,31 £1,07 72,58 £ 1,05¢ 78,24 £ 1,0604
49,76 £ 2,11 53,82+ 1,75 25,69+ 1,07 27,42 £ 1,05¢ 21,76 £ 1,060¢
Cepaue
Heart
H 76,30 = 1,65 72,34 0,54 80,04 +£ 1,22 80,88 = 1,600 88,76 £ 0,320¢
M 23,70 £ 1,65 27,66 £ 0,54 19,96 = 1,22 19,12+ 1,600 11,24 £0,320¢
Jlerkne
Lungs
H 33,78 £ 3,51 33,45+0,32 58,82+ 0,69 46,81 = 1,62* 37,47 £ 1,29
M 66,22 = 3,51 66,55+ 0,32 41,18 £ 0,69 53,19+ 1,62* 62,53 £ 1,29
CkeneTHas Mblliua
Skeletal muscle
H 32,02 £ 1,66 32,70 £2,69 33,89 = 3,25 24,61 +2,88 19,54 £2,78¢
M 67,98 = 1,66 67,30 £ 2,69 66,11+ 3,25 75,39 +2,88 80,46 £2,78¢

nuTatoLWmx HabnoaaeTcs yBeandyeHne KoHUeHTpa-
umn nakrata [FanaHues n ap., 1994; Hochachka,
Somero, 2002; Lee et al., 2002]. B Hawem wuc-
CnefoBaHMM NOKAa3aHO, YTO Y JIECHOWM MbILLIOBKM,
BMagaloLllen 3MMonN B CNAYKY, B MEYEHM U NoyKax
obuwas aktmBHocTb JIAI Obina Bbille, YeM Yy MO-
NIEBKM-3KOHOMKW. Y JeTy4nx Mbllleir BO Bpems
rmbepHaunm, HECMOTPS Ha HU3KUIA YPOBEHb Me-
Tabonnama, aktueHocTb JIAI B neyeHn n noykax
Takke Oblla JOCTOBEPHO Bbillie, YeM Yy Hernbep-
HUPYIOWMX BUOOB, CXOXMX N0 pasmepy Tena [AH-
TOHOBa 1 ap., 2017]. HeobxoaMMO OTMETUTb, YTO
B NIETHUI 1N OCEHHWI Nepunoasl 3uMocnsaLme mie-
KkonuTalwue 3anacatT Xup. [MoCKonbky M3 nu-
pyBata obpasyeTtcs auetun-KoA, Heobxoammblii
0N CUHTE3a XMPHbIX KUCOT, MOXHO NPeanoso-
XUTb, YTO NEPECTPONKU N30PEPMEHTHOIO CNeKT-
pa n Bbicokasi akTMBHOCTb JIAAIT MoryT ObITb CBSA3a-
Hbl HE TOJIbKO CO CMOCOOOM MOyYEHUS] SHEPruu,
HO 1 C HEOOXOANMMOCTbIO CUHTE3a NIUMUO0B.

B un3odepmeHTHbIX chnekTpax cepaua u no-
4yek JIeCHOM MbIWOBKN Mpeobnagann rnépua-
Hble ¢pakumn. Cxoxaa kapTuHa pacnpegene-
HUa n3odepmeHToB JIOI B noykax Habnoganack
Y PYKOKPbISIbIX BO BpemMs rmbepHaumm [AHTOHOBa
n ap., 2018]. B Tex TkaHax, B KOTOPbIX Nepuoan-
4YecKn co3aalTcsa Kak a3pobHble, Tak 1 aHa3pob-
Hble YCNOBWUS, COBMECTHOE MNpPUCYTCTBME 060MX
n3odepmeHToB H- 1 M-Tuna sensetcsa Hanbonee
BbIFOOHbLIM, MOCKOJIbKY B 3TOM ciydae 6osblias

YyacTb monekyn JIAI 6yneTt oTHOCUTLCS K rmMbpua-
Homy Tuny [Hochachka, Somero, 2002; Storey,
2016]. M3BecTHO, 4TO U3odepmenTol JIAI, obna-
hasi no4yTn oAMHAKOBON (DEePMEHTATUBHOW akTUB-
HOCTbIO, OT/INYAIOTCH MO CPOACTBY K cybcTparam
1 KodakTtopam. BO3MOXHO, U3MEHEHME KayecT-
BEHHOr0 cocTaBa cybbeanHuL, Heo6X0AMMO N3-3a
TOro, 4TO BO BPEMS CMNAYKM 3H3MMAaTUYeCcKas ak-
TUBHOCTb CHMWXaeTCHd, MpPu 3TOM KMHETUYECKne
pasnnumsa cyObeauHNUL, MO3BOMSIOT OpraHM3My
a4anTmMpoBaTbCs K PasfiNyHbIM YCIOBUAM Cpeapl.
PaHee OblI0 NPOAEMOHCTPUPOBAHO, YTO YCU-
JIeHHas yTuAn3aumsa UMPKYIVMPYIOLWEro nakrarta,
Kak aganTtaumsa B Nepmop BOCCTaHOBNEHUS Nocne
HbIPSHUSA, JOCTUraeTcsa NMMOOo 3a CYEeT yBeIMYeHus
akTuBHocTn JIOIN, kak 910 HabnwgaeTca B TKa-
HAX Hblpgaowen oHpaTpbl (Ondatra zibethicus L.,
1766), nmbo 3a cuyeT npeobnagaHus H-cydbbean-
Huy, 1A B ©ONbLUMHCTBE MCCed0BaHHbIX opra-
HOB (Cepaua, NoYek, JIErKUX 1 CeNe3eHkKn), Kak aTo
oTMedeHo y 600pa (Castor fiber L., 1758) [Sergina
et al.,, 2015]. B paHHOM mnccnegoBaHuK, cornac-
HO pacnpegeneHuto nsodpepmeHTos JIAI n cooT-
HoweHunio H- n M-cybbeauHuu, no4vkn, cepaue
N Nerknue BOASHOW MONEBKM XapakTepu3oBasmChb
rnaBHbiIM 00pa3om npeodnagaHnem as’3pPobHbIX
meTabonuyeckux nyten. bonee Toro, B neye-
HW Yy HbIPSIOWEN BOASAHOW MONIEBKMN COLEPXaHUE
H-cyobeauHuy, JIAT Obino BbilLE, YEM Y MOJSIEBKMU-
3KOHOMKW. CKeNeTHbIe MbILULbl BOOAAHOMN MONEBKU
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cogepxanu 6onbwe H-cybbeouHul no cpaBHe-
HUIO C TOW € TKaHbIO Y MOJIEBKN-3KOHOMKU N KPbI-
cbl [Sergina et al., 2015], uto cornacyetcs ¢ paHee
NOJSTYY4EHHBIMWN PE3yNbTaTaMu — CKEJIETHbIE MblLL-
Lbl NOSlyBOAHBLIX 606pa 1 oHAATPbI MMenu 6onbLue
H-cybbenuHuL, No cpaBHEHMIO C Kpblcol [Sergina
et al., 2015], n cesA3aHO 3TO, BEPOSATHO, C Bonee
BbICOKMMW 3arnacamMy KUCNopoAa B CKENETHbIX
MbIlILAX HblpanbwmkoB [Hochachka, Somero,
2002; Hoff et al., 2016]. YuntbiBas BbICOKOE CO-
nepxaHue H-cybbeauHul, 1 obLLyo akTUBHOCTb
JIAI, MOXHO npeanonoXmTb, YTO B CKEJNIETHOMN
MbILLE Y BOASIHOW MofieBku aspobHas cnocob-
HOCTb Obla BhilLE, YEM Y MOJIEBKM-3KOHOMKMN.

AHann3 OHTOreHeTN4eCKNUX N3MEHEHUN aKTUB-
HocTw JIOAIN n pacnpeneneHvs ee n3opepMeHToB
BbISIBUST HEKOTOPOE CXOACTBO MeXAy BOASHOM
MOSIEBKOM W JIECHOW MbILLIOBKOW: C BO3pPacToM
B MEYEeHM 1 MnoYvkax JIECHOM MbILLOBKN 1N BOASIHOMN
NosieBkuM ObII0 0OHAPYXKEHO HE3HAUYNTESTbHOE CHU-
XeHune aktmHocTu JIAI (pwuc.). MNMpn aToM B neye-
HW, OT/INYaOLWENCs NPenMyLLLECTBEHHO aHalapo6-
HbIM CIOCOOOM MOJIlyYeHUs1 SHeprun, He Habnaa-
NI0Cb OOCTOBEPHbIX Pasnnymnini B pacnpeneneHmn
n3odpepmenHToB JIAI mexay monoasiMy 1 B3pOC-
JIbIMU XXMBOTHbIMU Y 060MX B1AoB. OgHako B nouy-
Kax y NeCHOW MbILLOBKM 1 BOOAAHOW NONEBKN C BO3-
pacToM NPOUCXOAMII0 OOCTOBEPHOE YBENYEeHNe
copoepxaHusa nsopepmerta JIAr-5 (tabn. 1), uyto
CBUAETENBbCTBYET O CMELLEHUN PEAKLUN FAVUKONN-
3a B CTOPOHY 06pa3oBaHus nakraTa. B ckeneTHbIx
MbILLLAX UCCNeA0BaHHbIX BUAOB He Habnoaanoch
[OCTOBEPHbIX BO3PACTHbIX UBMEHEHUI KaK aKTUB-
HocTu J1AI, Tak 1 pacnpeneneHmns n3o3rmMoB 1 COo-
oTHoweHus H- n M-cybbeanHuu,

[MoMMMO CXOACTB Yy WCCNEAOBaHHbIX BUOOB
rpbI3yHOB ObiNM 0OHAPYXEHbI U pas3nnyns B cTa-
HoBnieHUn cuctembl JIA. Tak, Hanpumep, y nec-
HOM MbILLOBKW B cepALie C BO3PacTOM LOCTOBEPHO
YBENMYUIIOCE COAepXaHue rmbpuaHoin dpakumm
nar-3, a obwasa aktueHocTb JIAI CHuXanack.
Hanpotue, y BOOSIHOM MOJIEBKMN BbISIBJIEHO [A0-
CTOBEpPHOEe yBenn4deHue aktusHocTu JIAI B cep-
[Ee4YHOM TKaHM C BO3pacTtoM (puc.). AHanoruy-
Hble OaHHble OblIN MOJlyY4eHbl B UCCNEeLOBaHUM
Ha TioneHax (Cystophora cristata (Erxleben, 1777)
n Pagophilus groenlandicus (Erxleben, 1777)) -
B XOLEe OHTOreHesa >XMBOTHbIX akTUBHOCTb JIAI
B cepAue yBenuumanacb y 0601x N3y4eHHbIX BU-
nos [Burnsetal., 2010]. Ana cepaua MaekonuTato-
LMX nakTaT senseTcsa 6onee NpPeanoyTUTENbHbLIM,
4yeMm roKo3a, B KaYeCTBE 3HEPreTU4eckoro cyb-
ctpata [Hochachka, Somero, 2002]. 3kcnpeccus
reHa LDH-A 4yyBCTBMTENBHA K rMnokcumn [Semenza
et al., 1994; Rossignol et al., 2003]. YcTtaHoBneHO
[Daneshrad et al., 2003], 4TO Np” r;MNOKCUN N3Me-
HEeHVEe M30(PEPMEHTHOrO CMAEKTPA U aKTUBHOCTU

NAI B cepaue 3aBUCUT OT BO3pacTa >XMBOTHbIX.
XpoHunyeckas rmnokcus y B3POCIbIX KPbIC MHAOY-
LMpyeT MnoBbllLeHVe cneundunyeckon akTMBHOCTHU
M-cybbeauHuL, Kak B IEBOM, Tak U B NPaBOM Xe-
Nlyoo4yke cepaua, B TO BpeMs Kak y MOIOAbIX XU-
BOTHbIX, MOABEPraloLMXCa FMNOKCUK, yaenbHas
aKTUBHOCTb M-n3omepa He oT/imyanachb, a akTuB-
HOCTb H-cybbeamnHuu, Oblna 3HAYUTESIbHO HUXeE,
4YeM Y KOHTPOJIbHbIX XMBOTHbIX. [109TOMY aBTOpSLI
[Daneshrad et al., 2003] npegnonaratoT, 4TO y MO-
N0AbIX XMBOTHbIX MOCTHaTaNbHOE CO3peBaHune
ns3odpepmMeHTHoro cnekTpa JI4I MmoxeT MHrMbupo-
BaTbCH rMMNoKcuen, a 0bHapy>XeHHbIe aaanTUBHbIE
M3MEHEeHUs1 MOryT OblTb CBSiI3aHbl C aKTMBaLuen
MHAOYUMPOBAHHbBIX TUMOKCUEN ¢aKTOpOB TpaHC-
kpynuun (HIF-1). Takum o6pasom, Habnwopae-
Mas  KapTuHa pacnpeneneHnss mM3odepmMeHToB
JIAIN n ee akTMBHOCTK npepnonaraeT, YTo cepa-
Lle MoJIOBO3pPESION BOAAHOM MOSieBKN obOnagaet
6osblielt cnocobHOCTLIO K OKWUCIIEHUIO nakTaTa,
TeM cambIiM NPENATCTBYSA ero HakonneHuo. B ne-
rOYHOW TKaHW BOAAHOW MOJIEBKU, OTNMYAKOLLENCS
MakCMManbHbIM CPean U3YYEHHbIX MPbI3YHOB CO-
nepxaHuem H-cybweamuHuu, JIAI, ¢ BO3pacTom
copepxanune dpakumn 14-4 n NAr-5 v M-cybnb-
eOVHNL, OOCTOBEPHO YBEINYMBANOCh. M303nMbI
nar-1 v NAr-2 vmetor 6osee BbICOKYHO A0SO
H-cybbeauHul, 1 NoaToMy 6oJsiee YyBCTBUTESbHbI
K WMHIMOMPOBAHWUIO YBENMYEHNEM KOHLEHTpauumn
nupyesarta, 4emMm wusodpepmeHtol J1IAM-4 v J1OA-5
[Hochachka, Somero, 2002]. BoasHas noneska
OTHOCUTCS K HbIPAOLWMM BUAAM, MO3TOMY BMOJIHE
BEPOSATHO, YTO CTAHOBJIEHME Y HEe B OHTOreHese
nzopepmeHTHoro npoownsa JIAI v ee akTMBHOCTU
B TKaHAX cepaua v Nerknx MoxeT OblTb CBA3aHO
C NPOOOIKUTENbHOCTLIO HbIpsHMA. Tak, Hanpu-
Mep, Y oHaaTp ObI10 YCTAHOBEHO, YTO C BO3pac-
TOM UX CMOCOOHOCTb K ANINTESbHBIM NOrPYXXEeHUAM
nopn Boay Bo3pacTtaet [Hindle et al., 2006]. Kpome
TOro, MonoAdple oHAAaTPbl oTNn4yatoTcs 6onee HU3-
KM YPOBHEM remMornobuHa, HacbILEeHUs KPOBU
KMC/IOPOAOM U MUOrIoOMHA B CKENIETHOW MYCKY-
narype [MacArthur et al., 2001, 2003].

3aknio4yeHue

NakrtaroerngporeHasa, y4acTByss B MNpouec-
cax npucnocobsieHms K pakTopam BHELUHEN cpe-
Obl, obecneymBaeT cneumduyeckmin obmeH, xa-
paKkTEPHbIN NS KaXOoro BUAa XMBOTHbLIX U TUNa
TkaHen [Burns et al., 2010; Sun et al., 2013; Hoff
et al., 2016; Wang et al., 2016], a nsodbepmMeHT-
Hble CMekTpbl AaHHOro depmMmeHTa oTpaxalroT
HamnpaBfeHHOCTb crnocoda Mnosyd4eHus 3Hep-
rmn [Hochachka, Somero, 2002]. OcHoBbIBasiCb
Ha MNOJIY4EHHbIX pe3ynbTaTaxX, MOXHO 3aK/O4UTb,
4TO BUAOCNEUMPUIYHOCTb akTuBHOCTU JIATI v pac-
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npeneneHs ee M3odepMeHTOB CBfA3aHa C 3KO-
JIOrNY4EeCKMMMU 0CODBEHHOCTAMU M3Y4YEHHbIX BUOOB.
Bbicokas aktuBHOCTb JIAI y NecHOn MbIWOBKMU
(B meyeHn n no4ykax) M BOASHOW MOJIEBKU (MOYKM
M CKefieTHas Mbllliua) N0 CPaBHEHMIO C HA3EMHOM
MONEBKOMN-3KOHOMKOW CBUAETENIbCTBYET O BbICO-
KOM YpOBHE uupkynupylowero nakrata. Kpome
TOro, y JIeECHOM MbILLIOBKM, KOTOpasi 3MMOW Bna-
[aeT B CNsiuky, B U30(PEPMEHTHOM CMEKTPE NoYEK
M cepaua npeodbnagann dpakumm J1AM-2, J4r-3
n JIAIr-4. Bo3pacTHble u3MeHeHusa cuctemsl JI4I
y MPUPOAHO-aaanTUPOBAHHbLIX K MMMNOKCUN-PEOK-
cureHaumm BMOOB (NlECHas MbIWOBKa M BOASHasd
noJieBka) MOXHO paccMaTpuBaTh Kak aganTUBHbIE
MexaHn3Mbl, obecneymaroLme PyHKLMOHMPOBA-
HMe opraHM3ma B YCI0BUSX NEPUOJMNYECKN BO3HN-
Katowiero gedvuymta Kncnopoga.

®uHaHcoBOe obecrieyeHne unccaenoBaHus
OCYLLECTBJISI/IOCh U3 CPEACTB  enepasbHo-
ro 6raxera Ha BbIlIOJIHEHWE OCYAapCTBEHHO-
ro 3aganus KapHL] PAH (tembi 0221-2017-0052
m 0221-2017-0046), a Ttakxe npu ¢uUHaH-
coBovi rnoagepxke rpaHta P®OOU  (npoekt
Ne 16-34-00283 mon_a).
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