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AKTUBHOCTb JIN3OCOMAIJIbHbIX HYKJIEA3 Y MOJ1OAMU
JIOCOCH SALMO SALAR L. PA3SHbIX BOSPACTHbIX TPYIMN

E. A. BpoBnueHko, P. Y. Boicoukas, 1. A. EppemosB, A. E. Becenos

UHcTuTyT GUonorum Kapensckoro Hay4Horo ueHTpa PAH

K HacTosiLLleMy BpEMEHM BO BCEM MUPE U3-3a YXYOLIEHUS 3KONOrnMyeckon obCcTaHoB-
KW, 3arpsi3HEHNST PeK MPOMBbILLNEHHBIMU 1 BbITOBBIMU CTOYHBIMY BOAAMMU, @ TakKe He-
pauMoHanbHOro NPOMbICHA MPOM30LLIO CHUXEHWE 3anacoB aTNaHTUYeCKOro nococs.
Ha CeBepo-3anane Poccuun ogHOM N3 HEMHOIMMX PeK, rae COXPaHUNOCb ECTECTBEHHOE
BOCMPOW3BOACTBO 3TOr0 LEHHENLLEro NPOMbICIIOBOrO BUaa, sIBNSeTcs peka Bapayra
(MypmaHckas 061.). [na pa3paboTku cTpaTernMm ycTOMYMBOro COXpPaHeHus1 nornyns-
UWiA nococs cnenyet BECTU MOHUTOPVIHT C LLeNbio NOAAEPXaHUS CTabWIIbHbIX YCIOBUIA
00uTaHNs B aKocucTeMe pekun. MI3BeCTHO, 4TO EepPMEHThI, y4acTByloLme B 6ENKOBOM,
3HEpPreTU4eckoMm u1 yrneBofHOM 0OMeHE, ABASIOTCS 4OCTATOYHO MHMOPMATUBHBIMW MO-
KaszaTensiMu NpoLLeCCOB POCTa, PasBUTUSA 1 aganTaumm pblid K N3MEHEHUSIM OKpY>Kato-
wel cpenpl. Hapsay ¢ BbillenepeyncneHHbIMy napameTpamMmu Oas OLEHKM COCTOSHUS
BOJHbIX 3KOCUCTEM MCMOJb3YIOTCH IM30COMasbHbIE MMAPONa3bl, B TOM YMCIE KUCHbIE
HykJ1ieasbl, NMPYHMMAaIOLLME y4acTUe B KOMMEHCATOPHbLIX MEPECTPOMKax HyKIEMHOBOIO
N TECHO CBSI3aHHOrO C HUM 6enkoBoro obmeHa. B paboTe nccneposanacb akTMBHOCTb
nnsocomanbHbix Hykneas (PHKasbl, JHKa3bl) B MblLL@x aTnaHTUYeckoro fococs Salmo
salar L. pa3Hbix Bo3pacTHbIx rpynn (0+, 1+, 2+) n3 pycna p. Bapayru (Cobaunii nopor).
MokasaHo, 4TO aKTUBHOCTb M3Y4EHHbIX (PEPMEHTOB 1 COfepXaHne 6enka B CKENETHbIX
MbILLILLAX PbI®6 NMHEHO YBENMYUBAINCH MPU Nepexone OT OOHOW BO3PacTHOW rpynmbl
K APYroi 1 6biM MakCUManbHbIMU Y BYXrOA0BMKOB. ADCONOTHbIE 3HAYEHUS aKTMBHO-
CTN nu3ocomanbHo PHKasbl 6blv Heckosbko Bblwe, Yem JHKasbl. MNonyyeHHble aaH-
Hble CBUOETENLCTBYIOT 006 aKTMBHOM y4acTUM IN30COMaSIbHbIX HyK/lea3d B afanTUBHbIX
peakLmsix MOIoaM JI0COCS B MOCTAIMOPUOHANBHOM Pa3BUTUM, YTO BbIPAXaETCS B NEPBYIO
oyepenb B MHTEHCUdUKaummn npoueccos brnocuHTesa 6enka. CoenaH BbIBOA O TOM, YTO
ycnosus obutaHus B p. Bapayre asnsioTcs 6naronpusTHeIMK A1 pOcTa U pasBuUTUS MO-
oM aTNaHTUYECKOr 0 JIOCOCS.

KniwouyeBble COBa: NIM30COMalbHblE Hykieasbl; paHHee pa3BuTue; Nococb Salmo
salar L.; p. Bapayra.

E. A. Vdovichenko, R. U. Vysotskaya, D. A. Efremov, A. E. Veselov. THE
ACTIVITY OF LYSOSOMAL NUCLEASES IN DIFFERENT AGE GROUPS OF
SALMON, SALMO SALARL.

Deterioration of the environment, pollution of rivers by industrial and domestic waste-
waters, as well as unsustainable fisheries have caused Atlantic salmon, Salmo salar L.,
stocks to decline all over the world. One of the few rivers in Northwest Russia which has
retained the natural reproduction of this highly valuable commercial species is the Varzuga
River (Murmansk Region). Monitoring is required to work out the strategy for sustainable
conservation of salmon populations, which implies maintenance of stable living condi-
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tions in the river ecosystem. Enzymes involved in the protein, energy and carbohydrate
metabolism are quite informative indicators of fish growth, development and adaptation
to environmental changes. In addition to the parameters mentioned above, the status of
aquatic ecosystems is assessed using lysosomal hydrolases, including acid nucleases
involved in compensatory transformations of the nucleic metabolism and the closely re-
lated protein metabolism. The activity of lysosomal nucleases (RNAse, DNAse) in mus-
cles in different age groups (0+, 1+, 2+) of juvenile Atlantic salmon from the Varzuga River
(Sobachiy rapid) was investigated in the present study. The activity of the enzymes and
the protein content in skeletal muscles were shown to increase linearly with age, reaching
a maximum in 2-year-old salmon. The absolute values of lysosomal RNAse activity were
slightly higher than DNAse activity. These data indicate that lysosomal nucleases actively
participate in early post-embryonic adaptive reactions in juvenile salmon, which appear,
first of all, in an intensification of protein biosynthesis. The conclusion was drawn that the
living conditions in the Varzuga are favorable for the growth and development of juvenile
Atlantic salmon.

Keywords: lysosomal nucleases; early stages of development; salmon Salmo salar L.;

Varzuga River.

BeepneHue

M3BeCTHO, 4TO GopMMpoBaHME Monynauuin
pbi® SBNSETCS Pe3ynbTUPYOLWEA NPOLECcCoB
pa3MHOXeHUs, pPOCTa, MOJIOBOr0 CO3pPeBaHUA

n cmeptHocTKn [3anenyxumH, 2008]. OgHnM 13 no-
KasaTtesnen, oTpaxallmx 3Ha4YMMOCTb 3MOpuU-
OHaNIbHOrO W NOCTAaMOPUOHANIBHOIO Pa3BUTUS
AN YNCNEHHOCTU MOKONEHUN, ABMASEeTCH pPasHo-
KayeCTBEHHOCTb pbl® Ha paHHMX 3Tanax OHTore-
He3a [AdexHuk, 1985]. Mpu nsydyeHnn nonynsaumni
pbl® B UX €CTECTBEHHOW cpeae 06MTaHUs 0ObIMHO
OLLEHMBAIOTCA TeMMbl POCTa, YBEMYEHUE MacC-
Cbl N OJIMHbI, KOTOPblIE AEMOHCTPUPYIOT CTEMNEHb
agantauum K 9KOSOrMyeckum ycnosusm. Ha kne-
TOYHOM YpPOBHE OOLLYD TEHAEHLMIO afanTUBHBIX
N3MEHEeHUn y Monoan pbld oTpaxatloT Takue na-
pamMeTpbl, Kak akTUBHOCTb GEPMEHTOB, Y4aCTBYIO-
LWnx B 6€5IKOBOM, YreBOOHOM N QHEPreTUYECKOM
obmeHe. [1ocTaToyHO MHPOPMATUBHBIMU ABSIIOT-
csa nokasatenu cooTtHoweHuns PHK/OHK, ypoBHA
9KCMPECCUN FEHOB TSHXKENONW Lenv Mno3viHa 1 Ln-
TOXpPOM ¢ okcmpaasel [Masnos u ap., 2007]. Takon
OVIOXMMUYECKNIA NapamMeTp, Kak akTUBHOCTb Jn-
30COMaJIbHbIX HYK/1€a3, MOXET CNY>XUTb OMOJHN-
TeNbHbIM KPpUTEPMEM NPOLLECCOB POCTA, Pa3BUTUS
M agantauum pbid K M3MeHsoWUMca dakTopam
cpenbl 00MTaHUS, MOCKOJIbKY NM30COMbI UrparoT
BAXHYIO POJSib HA MPOTSXKEHUU BCEr0 OHTOreHesa
pbl6. OHX NPUHMMAIOT y4acTue B PasfiNyHbIX Me-
TabosIMYecKnx npoueccax, CBA3aHHbIX C raMeTo-
reHe3soM, OrnJIoA0TBOPEHNEM, 3MOPUOreHe3oM,
BbIKJIEBOM JIMYMHOK N UX NOCNEAYIOWNM NOCTIM-
OpuvoHanbHbIM pas3BuTMEM [Bbicoukas, HemoBa,
2008; Lanes et al., 2009; buora..., 2012].
ATNaHTU4ecKMn Nococb 0OUTaeT B MOPCKMX
1 NPEeCHbIX BOJOEMaXxX CEBEPHOro nosyLapus B 6ac-
ceriHe ATNaHTN4EeCKOro okeaHa 1 ABNSeTCA O4HUM

M3 LEeHHeNLWNX MPOMbICNOBbLIX BUOOB. B nocnegHmne
roabl Ha cesepe Poccun yxyallieHne 3KoJormyec-
KO 0OCTaHOBKM U 3arpsi3HeHne BOAOEMOB ObITO-
BbIMU M NPOMBbILLIEHHBIMU CTOYHLIMW BOOAMU, HEe-
paLMOHabHbIN 1 6ECKOHTPOJbHbIN BbISIOB NMPUBENN
K 3HaUUTENbHOMY cnagy 06bLEMOB Bbljl0Ba JIOCOCS
B pernoHe. CumtaeTcs, 4To KpynHenwas B EBpone
nonynauusa aTnaHTUYeCcKoro JiocoCs, rae ecrecT-
BEHHOE BOCMPOU3BOACTBO 3TOro BMAa eLle coxpa-
HUNocb, obuTaeT B p. Bapayra [KantoxuH, 2003].
Llenbto paHHOM paboTbl SBNSANIOCH M3y4eHue
ONHaMUKN aKTUBHOCTU JIN30COMAJIbHbIX Hyk/ieas
(PHKasbl n AHKa3zbl) B MbllLax aTnaHTU4eCKoro
nococs 13 p. Bapayru (Cobaumin nopor) B npoLiec-
Ce pasBuUTUS MOJIOAU Pa3HbIX BO3PACTHbIX FPYMM.

MaTtepuanbl u meToAbI

B kayecTBe oO6bekTa uccnenoBaHus Gbina Bbl-
OpaHa Monoab nococs Salmo salar L. pa3sHblx
BO3pacTHbIx rpynn (0+, 1+, 2+). B kaxzgon rpyn-
ne nccnenoBaHo oT 5 go 7 ak3eMnnaspoB.. Mpobbi
oTtbupann oceHbto 2014 r. M3 OCHOBHOro pyc-
na p. Bapsyra (Cobaunii nopor), oTHOCsLencs
K GacceliHy benoro mops. Cobauuii nopor sB-
NFEeTCA MeNkKOBOAHbIM, CO CpenHeln rnybuHom
0,35-0,65 M. [OnuHa nopora COCTaBASEeT OKO-
no 600 m, wupnHa BapbupyeT B npegenax 120-
160 m. CkOpOCTb TEYEHUS U3MEHSETCS B npene-
nax 0,5-1,2 m/c. Mo riMgpoxMMmnyeckmm xapak-
TepUCTMKaM Boda UMeET CnaboLLesniovHyo cpeay
(pH 8,42) n Temnepatypy 6,2 °C. 'pyHT npenmy-
LLEeCTBEHHO BaslyHHbIV C OTAENbHbIMU Fane4yHbIMU
yyacTkaMu, ecTb rnblibbl. Ha nopore exerogHo
NPONCXOANT HEPECT MNPOM3BOAUTENEN aTNaHTU-
4yeckoro nococs 1 obuTaeT MONoAb pasdHbIX BO3-
pacTHbIx rpynn: 0+, 1+, 2+, 3+. BcTpeyvatoTca kap-
NIMKOBbIE caMubl B Bo3pacTe 4+ n 5+. MNnoTHOCTb
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ocobeli Bcex BO3pacTOB BapbMpyeT B npepenax
22-54 5k3./100 m? (0,7 3k3./m2). OceHblo npu
CHUXEHUN 00unus apudTa NecTpaTkn nepexonaTt
Ha YaCTU4YHOE MUTAHUE AOHHBLIMW OPraHM3Mamu
C TFPyHTa M NPUKPEMIEHHbIMU K BOOHOW pacTu-
TENbHOCTU IMYVMHKAMMW PYYENHUKOB 1 MOJITIOCKOB,
OOMUHUPYIOLLIMX B 3TO BPEMS roga B cocTaBe GeH-
Toca [WycToB n gp., 2012].

C6op npob ocyLecTBNSAIM MeTOA0M 31eKTPOo-
noBa. 3aTeM MasibKOB BbIAEPXMBAIN B TEYEHUE
CYTOK B PYCJIOBbIX cafkax O CHATUA addekTa
BO34ENCTBUS 9NEKTPUYECKOrO MOS.

Pbi®y noctaBnsinu B nabopatopuio B 3aMOpPO-
XXEHHOM COCTOSIHUM B cocyaax [bioapa n xpaHmnm
npu Temnepatype —80 °C. Mbiwubl Ana aHannaa
0TOMpPany HeENOCPEACTBEHHO B ieHb ONnpeaeneHns
OMOXMMMYECKMX NokasaTenen. VI3 HaBecku TkaHen
rotoBunn 10%-e romoreHatbl Ha 0,25 M pactBo-
pe caxapo3bl ¢ gobasneHmem 0,001 M pacTtBOopa
OAOTA un 0,1%-ro pactBopa HEMOHHOro aeTtep-
reHta TputoHa X-100, 3ateM ueHTpudyrnposa-
nn npu 10 000 g u Temnepatype +4 °C B TeueHne
30 mMuH. B nonyyeHHOM cynepHaTaHTe onpenens-
1IN aKTUBHOCTb NIM30COMaSIbHbIX HYK1e€as 1 coaep-
XaHue bernka.

OnpepenenHve aktmeHoctn PHKazbl  (KP
3.1.4.23) u OHKasbl (KPP 3.1.4.6) nposoan-
nn no metogam A. I. Jlesmukoro n ap. [1973]
n A. A. Nokposckoro ¢ coasT. [[TokpoBckuin, Apya-
koB, 1968]. B kauyecTBe cybCTpaToB UCMOJb30BaNu
0,1%-e pactBopbl PHK n AHK Ha 0,2 M pacTtBope
aueTtatHoro 6ydepa (pH 5,2 n 5,0 cooTBeTCTBEH-
HO). MpPUHUMN METOA0B OCHOBAH Ha CMIOCOOHOCTU
HykNieas pacllennsaTb COOTBETCTBYIOLLME HYyKIe-
MHOBbIE KMUCNOTbl HA HU3KOMOJEKYNSPHbIE dpar-
MEHTbI, KOJIMYECTBO KOTOPbIX ONPEeAensann Cnekr-
podoTomeTpuyeckn npu 260 HM nocne ocaxae-
HUS HEepaCLLEnEHHbIX HYKIIEMHOBBIX KUCOT N UX
KpynHbIX ¢pparmeHToB 0,5 M pacTBOPOM XNIOPHOM
kmcnotel U 0,25%-m pacTtBOpOM ypaHunaueTa-
Ta B 0,5 M pacteope xnopHomn knucnotbl (ans AHK
1 PHK cooTBETCTBEHHO). AKTUBHOCTb PEPMEHTOB
Bblpaxasin B YCI0BHbIX eanHmuax AD,, B pacyeTe
Ha 1 Mr 6enka 3a egnHuLy BpemeHu. CogepxaHue
Oenka B npobax onpegensnu no metony Jloypu
[Buoxmmunyeckue metoasl..., 1969].

MonyyeHHble gaHHble 00paboTaHbl CTATUCTU-
yeckn ¢ nomouwbio Microsoft Office Excel 2007.
PesynbTathl NpeacTaBneHbl B BUAE CPEAHUX N UX
ownobok (M = m). [locTOBEpHOCTb pasnunyunii oue-
HMBanacb MO HenapamMmeTpuiyeckomy kputepuio U
BunkokcoHa—MaHHa-YUTHU npu ypoBHE 3Ha4yu-
mMocTu p < 0,05 [y6nep, NeHkuH, 1969].

PaboTa BbiNosiHeHa Ha NPUBOPHO-aHaNNTNYeC-
Koii 6a3e ueHTpa KOJNEKTUBHOIO MOSb30BaHUSA
Hay4HbIM obopyaoBaHnem WHcTuTyTa GUOnornmn

Pe3ynbTaTtbl

PesynbTathl nccnegoBaHns nokasanm, 4to ak-
TUBHOCTb W3YYEHHbIX (PEPMEHTOB CYLLECTBEHHO
3aBucena ot Bo3pacTa pblb. Tak, akTUBHOCTb JN-
30comasibHor PHKasbl B MbllIL@xX MOnogm noco-
CA JIMHENHO BO3pacTana npu nepexone OT BO3-
pacTtHoi rpynnbl 0+ k 2+ (puc. 1). AKTMBHOCTb
kucnon JHKa3bl B MbllLax nectpatok (1+ n 2+)
Takxke Oblia JOCTOBEPHO BbillEe, YEM Y CEroieTok
(0+) (puc. 2). Mpn aToM abCONOTHLIE 3HAYEHUS
OHKa3HoM akTMBHOCTU Obli HECKOJIbKO HUXe
PHKasHown. ConepxaHue 6enka 6b110 npakTnyec-
KW OOMHAKOBLIM y pbl® B Bo3pacTte 1+ mn 2+ 1 Ha
35-48 % (p < 0,05) npeBbllano cCoOOTBETCTBYIO-
LK noKa3aTenb y CEroneTok (puc. 3).

O6cyxaeHue

Jlnsocombl 00OnamaldT  WMPOKMM  HAabopOM
rmaponas, akTMBHbIX MPWU KUCHbIX 3HadYeHusax pH
N CMOCOOHbLIX OCYLLECTBASATL TMOPONIUTUHECKOE
pacLlennieHMe MpakTUYeCKn BCEX CIIOXHbIX Be-
LLeCTB U BLUONONMMEPOB, M3 KOTOPbLIX MOCTPOEHA
xuBast matepus [[TokpoBckuin, TytenbaH, 1976].
OoHVMU 13 BaXHENLLNX MAaKPOMONEKYS SBASIOTCA
HYK/IEMHOBbIE KMCNOThI, OTBEYAKOLLMe 3a nepegady
M XpaHEHWEe HacneacTBeHHOM nHpopmMaumn, a Tak-
e ee peanusaumio B Xo4e npouecca TpaHcnauum,
T. €. 6buocuHTe3a 6Genka B opraHuame [CnvpuH,
2001; Bashan, Yonath, 2008]. Kucnble Hykneasbl
(PHKaza v [OHKasza) y4acTBylOT B pacLiensieHnu
MEXHYKNEOTUAHbIX  HOCHOoaNIDUPHBIX  CBA3EN
B mosiekynax PHK v OHK [[MokpoBckunii, TyTenbsH,
1976; Bbicoukas, HemoBa, 2008; Pizzo et al., 2008].

PesynbTatel UCCnenoBaHMs MOKa3bIBAOT, YTO
M3MEHEHNSI B AKTUBHOCTU WN3Yy4EHHbIX (hEepMeEH-
TOB HOCHAT CXOOHbI Xapaktep npu nepexoge ot
ceronetok (0+) Kk nectparkam (1+, 2+), npm aTom
MakCHMasibHbI YPOBEHb GEPMEHTATUBHOMN aKTUB-
HOCTU BbISIBNIEH Y ABYXrOA0BMKOB. Cnenyet npea-
NOJSIOXNTb, YTO JIMHENHO MOBLILLAKLWMACS YPOBEHb
aKTMBHOCTU Nn3ocomasnibHon PHKasbl n JHKasbl
B MbILILAX aTNAHTUYECKOro JIOCOCH CBSA3AH C VH-
TeHcudukaumen npoueccoB OuocuHTE3a 6Gesnka
B OpraHmu3amMe. 9T0 MOXHO NOATBEPAUTb AAHHBIMU
Mo YPOBHIO cofepxaHns 6enka 'y pblb pasHbix BO3-
pacTHbIX rpynn. B 6onee paHHux paboTax no nay-
YEHWNIO aKTVMBHOCTU NMU30COMasibHbIX HGEPMEHTOB
y Monoam nococs 6bl10 YCTAaHOBNIEHO, YTO akTUB-
HOCTb kucnon ¢ocdarasdbl — pepmMmeHTa-Mmapkepa
N30COM, MPUHVMAIOLLEr0 y4acTue B JUMNUAHOM
N yrneBogHOM oOMeHe, a Takxke Leno4yHon doc-
¢daTasbl — 0QHOro 13 rnokasarenem MHTEHCUBHOC-
TV pocTa pblb, BO3pacTann B Npouecce B3pocse-
Husa opraHn3ma [Beicoukas n ap., 2005]. Beicokas
aKTUBHOCTb JIN30COMasibHOM pocdarasbl rOBOPUT
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Puc. 3. CopepxaHue 6enka B MbillLax monoam nococs n3 Cobaybero nopora p. Bapsyra

0 OOMbLLIOM KOJIMYECTBE SIM30COM, COAep KaLluux
depMeHTbl, Heobxoaumble OIS pacLlenieHms
NOJSIMMEPHbIX KOMMOHEHTOB B KNETKE, B TOM YNC-
Nle HYKNenHOBbIX Kkucnot [HemoBa, Bbicoukas,
2004]. O6pasyowmecs NpPoaykTbl rMapoan3a nuc-
NOJIb3YIOTCA O NAACTUYECKNX N HEPreTUYEeCKNX
HY>X[, PacTyLLUEero opraHmMama, 4To crnocoOcTByeT

yCMeLwHbIM nepecTpoikaMm MeTabonmama, CBS-
3aHHbIM C NEPexoaoM MasibkOB OT OLHOM CTagumn
pa3BuUTUA K 4pyron. Bce ato ykasbiBaeT Ha TO, YTO
yC/ioBUS 00MTaHUA Mofiogu nococs (Temnepa-
Typa BOAbl, CKOPOCTb TeYeHUs, kopmoBas 6asa)
CNocoOCTBYIOT YCKOPEHHBIM TeMNaM pocTa 1 pas-
BUTUS ocobeinn. CTOUT OTMETUTb, YTO aKTMBHOCTb
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nusocomanbHow JHKasbl Oblia HECKONBKO HUXE,
yem PHKaabl, 4T0, No BCE BUAMMOCTU, 0OYCOB-
NleHO OonblUert WHTEHCUMBHOCTbIO MeTabonmama
PHK 1, cooTBETCTBEHHO, YCUIIEHMEM MPOLECCOB
OvocuHTe3a 6enKoBbIX MOJIEKY]I.

3aknioyeHue

Takum 006pa3om, B pesysbTaTe MUCC/efoBaHNin
0OHapyXeHO CXOAHOE MOBbILWEHNE aKTUBHOCTU
nun3ocomasbHblx Hykneasd (PHKasbl n OHKasbl)
B MblLLL@X Monoan nococs (0+, 1+, 2+), obuTtato-
wen B p. Bapayra (Cobaunini nopor) B npouecce
B3pocsieHms ocobeit. JInzocomasnbHble GepmeH-
Thbl, B TOM YMCJE KUCIbIE HyKeadbl, OCYLLLECTBASAIOT
Jerpagaumio BbINMOJHMBLUMX CBOWU (yHKUMN OMO-
nosIMMepoB, TEM cambiM obecrnedyrBasi OpraHn3m
KOMMOHEHTaMW A1 CUHTE3a HOBbIX HYK/TEMHOBBIX
KWUCNOT, MPMHMMAaIOLLMX yHacTne B GUOCUHTESE He-
00X0AMMbIX HA HOBOM 3Tarne pa3BuUTUsS 6eNKOBbIX
BewlecTB. CUHTE3NPOBaHHbIE BGENKM NCMONb3YIOT-
CSl HE TONbKO A1s1 NOCTPOEHUST CTPYKTYP U TKaHen
MOJIOAN pbl®, HO M BbINOJIHAOT KaTalIUTUYECKYIO
M PErynaTopHyto GyHKLUMM B opraHu3me. MNMonyyeH-
Hbl€ JAaHHbIE NO3BOMISIOT CAENATb BbIBOA O TOM, YTO
yCNoBUS 06MTaHNsA B OCHOBHOM pycie p. Bapayru
ABNAOTCA GnaronpusiTHBIMU 1 CNOCOBCTBYIOT YC-
KOPEeHHOMY TEMMY POCTa aT/IaHTUYECKOro JI0COCH.

PaboTa BbIrnosIHeHa rpu ¢GUHAHCOBOV Mos-
Aepxke rpaHta Poccuiickoro Hay4yHoro ¢oHaa
Ne 14-24-00102 (npoekT «JlococeBsie pbibbl Ce-
Bepo-3anaga Poccun: 3K0/10ro-6MoxXuMmy4eckme
MexaHU3Mbl PAHHEro Pa3BUTUSI»).
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