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OCOBEHHOCTHU OPTAHU3ALIAU LIATOXPOMHOM LENTM MUTOXOH/IPUI CKEJETHBIX MBIIIII]
MOPCKUX PbIb HA TPOTSI’)KEHUHN I'OJOBOI'O IIUKJIA
Conpnaros A.A.12, Tlappenosa U.A.2
IOI'BYH «MHCTHTYT MOPCKHX GHOJOTMYIECKUX UcciaenoBannii mM. A.O. Kopanesckoro PAH»
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2O AOY BO «CeBacTonoNnbCKUii FoCyJapCTBEHHbIH YHUBEPCUTET)
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AnHoTanus. HccnenoBanu xapaktep OpraHH3alMy UTOXPOMHON LENH MUTOXOHIPHH CKEJIETHBIX MBIIIIL Y TPEX
BUJIOB YepHOMOpPCKUX pbi0: Kedamu-cunrmwis (Liza aurata Risso, 1810), kambansi-rinocest (Platichthys flesus luscus
Linnaeus, 1758) u 6pruka-kpyrisika (Neogobius melanostomus Pallas, 1814) na nporspkeHun rogoBoro nukia. Y kedaiu
¥ KamMbalbl OTMEYEH POCT CYMMAapHOI0 COJePKaHus [IUTOXPOMOB B MBILILAX B 3UMHHI Nepro BpeMeHu. Hanbospne
WU3MEHEHHST OTMEYAITH CPEIN [IUTOXPOMOB IPYIIBI @a3. CTEXHOMETPHS ABIXATSIBHOM eI MUTOXOHAPU MPpUOIMKaIach
K HECKOMIICHCHpOBaHHOMY THiy. Hambomee nabunbHBIM OKa3anoch OTHomieHue D/aas. B Genbix MbImimax oOHO
CTAHOBHJIOCH MEHBIIIE NHMUIIBI, & B KPACHBIX MBIIIIAX MPETEPIICBAIO BRIPAXKEHHOE CHIKEHUe. Y Kedasei mogobHyo
OPraHU3aIMI0 [IBIXATEBHON e OTMEYalW M B JETHHI mepuoj BpeMeHH. [lomydeHHbIe pe3ylbTaThl OTPAXKAIOT
BO3HHKHOBEHHE Me(UIMTA KHCIOPOJA B CKEIETHBIX MBIIIAX OOOMX BHIOB PbIO. Y KPyIJIsiKa JAbIXaTelbHAs IEIb
MHTOXOHAPHI M3HAYATBHO UMENA HECKOMITEHCHPOBAHHBIH THIT opranm3aimu. Mumexe b/aaz 6but HIKe euHUIBI B 000HX
MBIIIEYHBIX rpymax. Kakux-1mbo u3MeHeHH B OpraHu3aliy HUTOXPOMHOM LIEMHU B CKEJICTHBIX MBIIIIAX JAHHOTO BHIA
Ha MPOTSHKEHHUHU IOI0BOr0 LUKIIA He HAOIH0JaH.

KiioueBble ¢J10Ba: HUTOXPOMBI, CTEXHOMETPHSI LIUTOXPOMHOI LIEMH, CKEJIETHBIC MBIIIIIBL, [OJ0BOW LIUKI, MOPCKUE
PBIOBL.
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PECULIARITIES OF ORGANIZATION OF MITOCHONDRIA CYTOCHROME CHAIN OF SKELETAL
MUSCLES IN MARINE FISH DURING ANNUAL CYCLE
Soldatov A.A.12, Parfyonova I.A.2
IA.0. Kovalevsky Institute of Marine Biological Researches, Russian Academy of Sciences
2 Nakhimov Ave., Sevastopol, 299011, Russia
e-mail: alekssoldatov@yandex.ru
2Sevastopol State University
33 Universitetskaya St., Sevastopol, 299053, Russia

Abstract. The characteristics of the organization of the cytochrome chain of mitochondria of skeletal muscles were
studied in three species of the Black Sea fish: the mullet (Liza aurata Risso, 1810), flounder (Platichthys flesus luscus
Linnaeus, 1758) and goby (Neogobius melanostomus Pallas, 1814) Cycle. In the mullet and flounder, the total content of
cytochromes in the muscles increased in the winter period. The greatest changes were found among the cytochromes of
the aa3 group. The stoichiometry of the mitochondrial respiratory chain corresponded with an uncompensated type. The
ratio of b / aa3 was the most labile one. In white muscles this ratio became lower than 1 and in red muscles it decreased
significantly. In the mullet a similar organization of the respiratory chain was observed during the summer period. The
results obtained reflect the occurrence of oxygen deficiency in the skeletal muscles of both species of fish. In the goby
the mitochondrial respiratory chain initially had an uncompensated type of organization. The b / aa3 index was below 1
in both muscle groups. No changes in the organization of the cytochrome chain in skeletal muscles of this species were
observed during the annual cycle.

Key words: cytochromes, stoichiometry of the cytochrome chain, skeletal muscle, annual cycle, marine fish.

Beenenue.

I'omoBoit nuki y peIO pacmagaeTcs Ha psf IEPUOOB, KOTOPHIE OTPaXKAIOT ONPEEIICHHBIC, yCTOWYHNBBIEC BO BPEMEHH,
COCTOSIHHMS ’KMBOTHBIX: HEPECT, HAaryJl, 3MMOBKa, MHTpallnoHHOE noBeneHue [1]. [l KaKaoro 13 HAX XapakTepHa ocodast
OpraHM3aIysd MeTabOIMYECKHUX IIPOIECCOB. 3aKOHOMEPHBIE M3MEHEHUSI OTMEUEHBI Ha MPOTSDKCHUH TOJ0BOTO IMKIA y
PBIO CO CTOPOHBI YTIIEBOJHOTO, OENKOBOTO 1 TUNUAHOr0 ooMeHa [1,2]. OnpeneneHHast HUKINYHOCT 3apETUCTPHPOBAHA
U B COCTOSIHUH psifia (PU3UOJOTHUECKUX CHCTEM: PECITUPATOPHOH, MUIIeBapUTENsHON, KpoBH [2-4]. Ocoboe BHUMaHNE
yIenseTcs: mporeccaM YHEPreTHIeCKoro 0OMeHa M BO3HUKHOBEHHIO psifla KPUTHYECKUX (THIIOKCHYECKUX) COCTOSHHH.
[TokazaHa MOHOLMKJINYHOCTh B (DYHKIIMOHUPOBAHHM KPOBETBOPHOM TKAaHHU, KOTOpPas NPHUBOAUT K HEPHOIUYECKOMY
CTapeHHI0 LUPKYJIUPYIOIIEH 3PUTPOLUTAPHON MaccChl, POCTY KOHIEHTpPAIMH METIeMOIJIOOMHa M CONPOBOXKAACTCS
MOHKEHUEM KUCIOPOIHON eMKOCTH KpoBH [5,6].

JlpIxaTenpHas Ieb MUTOXOHAPHM y pbhI0 IpUHUMAeT aKTHBHOE YYacTHE B KOMIICHCALMH THUIOKCHYECKHX
coctosiHni. OTMeueHbl aJaNTHBHBIE MEPECTPOMKKM Ha YPOBHE JAHHOW CHCTEMBI K (DYHKIMOHHUPOBAaHHIO B YCIIOBHSX
nehunUTa KUCIOpO/a: MOBBIIICHHE COMCPXKAHUS IIMTOXPOMOB TEPMHHANBHON Tpymmbl — aas [7-9]. B 3Toit cBa3m
IPE/CTABISIET HHTEPEC H3YUCHNE OPTaHN3aIi JAHHOTO MOJICKYJIIPHOTO KOMILIIEKCa IIPH BOSHUKHOBEHUH €CTECTBEHHBIX
THITOKCHYECKUX COCTOSIHUH Y PbIO Ha IMTPOTSHKEHUH T'OA0BOTO IIUKJIA. DTHM acTieKTaM MpoOIeMbl U ITOCBAIIEHO HacTosIIIee
HCCIeZIOBaHue.

MartepuaJj U METOIBI.

Matepuan s IpoBeneHHUS AaHHOW paboThl cobupancs B paiioHe Kepuerckoro mponnBa, CeBacTOMOIBCKOW U
Kazauseit Oyxr (r. CeBactonons). O0beKTaMH MCCIIEA0BAHNS SIBISUTICH TPH BUJIa YePHOMOPCKUX PBIO: Ke(alli-CHHT IS
(Liza aurata Risso, 1810), kambansi-riioccst (Platichthys flesus luscus Linnaeus, 1758) u 6sruka-kpyrisika (Neogobius
melanostomus Pallas, 1814). B paGote wucmons30Banyd B3pOCIBIX IMOJIOBO3PENBIX 0cobeil. Pri0y oTnaBiuBagu Ha
MPOTSDKEHUH TOA0BOTO IMKJIA M COJAEPXKAIN B aKBapHyMax Ha MPOTOKE BOJBI C COXPAHCHHEM €CTECTBEHHOTO PexHMa
ocgerienus. O0wem akBapuymoB coctarsii 200-1500 1. [TnotaocTs mocaaku — 50-80 11 Ha ogHY 0c00b. B TeueHue ombita
oco0eit kopMun GapiieM U3 MaIOIEHHBIX BUIOB pbi0. CyTOYHBIN MUIEBON PAIlMOH COCTaBIs 6-7% OT Macchl Tena. B
9KCIIEPUMEHTaX MCIOIB30BaIN aKTHBHO MUTAIOIINXCS], TIOJBHKHBIX OCOOEH.

3a 60-70 MuHYT 10 0TOOpa MPOO PHIO HAPKOTH3UPOBATH. B KauecTBE aHECTE3UPYIOWIETO Mperapara IPUMCHSIIH
ypetan [10]. Ero pactBopsuin B BoJe akBapHyMma, Iieé HaXOJWINCh 0coOHu. Bemnmunubl 3QQeKTHBHBIX 103 mpemnapara
OTIPEIETISIIH C YUE€TOM TEMIIEpaTyphl, COJICHOCTH, KOHIIEHTPAIMH KUCIIOPO/Ia B BOJIE, SKOJIOTHIECKUX U CHCTEMAaTHYECKUX
0COOEHHOCTEH PBIO.

OO6pa31bl MBIIIEYHON TKAHH JUTI OMOXMMHYECKUX U IHCTOJIOTUYECKHX UCCIIEA0BaHN MOTydany 13 00bIon Oenoit
6okoBoii (M. lateralis magnus) u mosepxHocTHOM KpacHoi 6okoBoii (M. lateralis superficialis) mpiii pacmnoa0KeHHBIX
03311 CIIMHHOTO TUTAaBHUKA. Y JTOHHBIX PHIO (KPYTJISK), B CBSA3M CO CIA0BIM Pa3BUTHEM KPACHOW MYCKYIaTyphl, IPOOBI
ee orOmpanu B pailoHe XBOCTOBOTO cTeOist. Kycoukn KpacHBIX M OENIbIX MBIIII, MOJTYYSHHBIX TSI OMOXUMHUYECKHX
WCCIIeIOBaHNUH, B3BEIIMBAJIIM HA TOPCHOHHBIX BECaX W 3aMOPAXKMBAIH B KUAKOM a3ote. [locie 3aBepmieHns Mporeaypsl
otbopa mpod KPOBH M TKaHEH prIOy B3BEIIMBAJIH, ONIPENEIISUIN JITUHY TeJa, 0T U CTAIHIO 3PEIOCTH TOHA].

KonuuecTBeHHOE OIpe/ieNieHHe COMepKaHust IMTOXpPOMOB (@as, b, €, €1) mpoBomwnmu mo mertomy Yawmca B
Moudukanuu EBgotrenko, Moxooii [11]. Fi3MepeHus BBITOTHSIIN HAa TOMOTCHATaX TKAHEH, TaK KaK IPHU BBIJCIICHUH
MHUTOXOH/IPHH IPOUCXOIUT YACTHYHAS ITOTEPS IUTOXPOMOB I'pyMIIsI ¢ [ 12], 4TO BaXKHO PH pacyeTe CTEXHOMETPHUYECKUX
otHomeHnd. ['omorenarsl rorosumm Ha cpene conepxameit 120 mM KCl u 20 mM tpuc-HCI Oydepa (pH 7,4).
W3mepenns BBITIOJIHSIIN Ha JBYXJIy4eBoM criekTpodoromerpe JCD-2.
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Craructudeckas 06paboTka u rpadudeckoe oGopmIIeHHE MOJYICHHBIX PE3yIbTaTOB MPOBENEHBI C MPUMEHEHHEM
cramapTHoro maketa Grapher (Bepcust 7). Pe3ymbTaThl HpeaCTaBIeHBI B BHAE X+ Sx. JIOCTOBEPHOCTb pa3IIMUMil
OLEHMBAIM Npu nomomu t-kpurepus CrblogeHTa. O HOPMAaIBHOCTH pacIpeieieHHst BHIOOPOYHBIX COBOKYIHOCTEH
CYAMJIM TI0 3Ha4eHUsIM Kputepus [lupcona.

Pe3yabTaTsl U 00CyKIEeHHE.

Keghanv-cuneuny. CyMMapHOE COIEp)KaHHE IIMTOXPOMOB B MBIIIEYHOW TKaHW JAHHOTO BHIA JOCTHTalo
MaKCHUMaJIbHBIX 3HAUCHUH B 3UMHHIA iepuoy (cM. puc. 1). B kpacHBIX MpImax oHO coctaBisuio 116,7+5,3 aMons rl as
Oembix — 9,88+0,41 HMonb r'l. B cpaBHEHMH ¢ OCEHHMM MEPHOIOM Pas3jiMuMs HAXOMMIMCh Ha ypoBHe 74,2 u 57,1 %
(p<0,001). B BeceHHe-0CeHHMIT TTepHOT U3MEHEHHUS HEe OBLIN CTaTUCTUIECKH BHIPA)KEHBI.

B 3umHnI nepuos nepecTpoiike NoABepragach MPaKTHIECKH BCS IbIXaTeIbHAS IIENOYKa MUTOXOHAPHN CKEIETHBIX
mbli. Haubonee 3HauMTeNbHBIE W3MEHEHMsI OBLIM OTMEUEHBI CPEeJH LIUTOXPOMOB rpymmbl aas. CoxepkaHue UX B
KPacHBIX MBIIII[aX MOBBIIIANOCH B 2,2 pa3a, a B 6enbix — B 2,0 pa3za (p<0,001). PocT 3HaueHuit 1pyrux rpynmi [UTOXPOMOB
— C, C1, b, Haxommncs Ha yposae 30-70 % (p<0,05-0,001). Heo6x0aUMO OTMETHTh, YTO B BECEHHE-OCEHHHI TTEPHOIBI
3HAYUTEJIbHBIX U3MEHEHUI COepKaHUs LIMTOXPOMOB: aas, C U C1, B MBIIIIAX He HaOmoaanu. B To ke BpeMms ce30HHas
JMHAMUKa [uToXpoMma b Obuta mHO#M. CopepkaHHMe ero B JCTHHH MEPHOJ JOCTOBEPHO CHHXKAIOCh. B cpaBHEHHH ¢
oceHHell rpymnmoii peid ymensienue coctasuio 20,8 % (p<0,01) (kpacHbIe MBIIIIIBI).

Crexnomerpuueckne HHIEKCH — b/aas, ¢/aas, ci/aas u c1+c/aas, npencrasiensl B Tabmuie 1. Kak BumHO, B TeueHne
TOfla OHH MPETEPIIEBAIN Psii XapaKTEPHBIX M3MEHEHUH. MUHNMalIbHBIE 3HAUCHHUS MHICKCHI MMEIH 3UMOH M JIETOM, a
MaKCHMaJlbHbIE — B BECEHHHWH M OCCHHHH NepHOABl. Bo Bcex ciydasx pasnudaus ObUIM CTATHCTHYECKU BBIPA)KCHBI.
Hanpumep, mis otHotuenus b/aas onu cocrasmsumu 75,0 % (p<0,001) (kpacusie mbrmns) U 75,3 % (p<0,01) (6enbie
MBIIIIIBI).

Boiuok-kpyensk. B otnuune ot kedanu, y OblYKa KaKUX-THOO CYIIECTBEHHBIX M3MCHEHUI B JbIXaTCIbHOHN ICTH
MUTOXOHApUA He HaOmonanu. CymMapHOe COAEp)KaHHE IUTOXPOMOB, COJEpKAHWE UX OTICIBHBIX TPy,
CTEeXHOMETPUUECKUE HHIEKCH He IIPeTepIeBaIi CTATUCTUYECKH 3HAUUMBIX H3MEHEHUH Ha IPOTSHKEHUH TOJI0OBOTO LUK
(cM. puc. 1, Tabm. 1).

Kambana-enocca. Y xambanbl B Te4eHHE TOJOBOTO IUKJIA OTMEYaIM PAaBHOMEPHOE IOBBIIICHHUE COJCPIKaHUS
LIMTOXPOMOB B KpacHeIX Mbinmax k 3ume (20,4+0,7 Hmonb T') M cTONL € paBHOMEPHOE CHWXKEHHE K JIETY
(16,3+1,0 mmonb 1) (cm. puc. 1). Pazmuuns coctasnsm 20,1% (p<0,01). JlaHHbIE M3MEHEHHS OBLIM CBA3aHEl B OCHOBHOM
C YBEJIWYEHHEM COJCp)KaHHWA B MBIIICYHON TKaHW LUTOXPOMOB IPYHIBI aaz B 3UMHHUH mepuofn Ha 33,3% (p<0,001).
VYuyactie B 3TOM IpoLEecce LMUTOXPOMOB OCTANBHBIX Ipymil (C, C1, D) OBUIO MpakTHYECKH HE BBIpaKEHO. M3MeHeHue
CoJIeprKaHus B KPACHBIX MBIIIIAX [IUTOXpOMa ad3 CKa3bIBAJIOCh HAa CE30HHOM TUHAMHKE CTEXHMOMETPHUCCKUX HHAEKCOB
(cM. Tabm. 1). B 3uMHMIT nepruo/ 3HaYSHHUS MX OBUTM MHHHMAIIbHBI, 8 B JIETHUI — MaKCUMANbHEL [IpH 4eM 1ocToBEepHBIE
pasnuunsi ObLTH OOHApyXeHBI TONbKO aias uHAekca b/aas — 50,9 % (p<0,001). B ocrampHBIX Ciiydasx ypOBEHb
3Ha4UMOCTH (p) ObLT Oosbire 0,05.

B OenbIx MbImmax Kam0anbl CyMMapHOE COJCp)KaHHWE IMTOXPOMOB HAa NPOTSHKEHMH TOAa IMPaKTHYECKH He
usMmensock (p>0,05), ocraBasce Ha ypoHe 1,60-1,72 mmoms 1l OTCyTcTBHME W3MEHEHHMiT ONpeAENANOCh
Pa3HOHANPABIEHHOCTHIO CE30HHBIX JUHAMUK OTAEIBHBIX IPYIII MIUTOXPOMOB. Tak, coJiepKaHue UTOXpoMa ads B OeIbIX
MBIIIIIAX KaMOabl K 3MMe MOBBIIAnoch Ha 25,3 % (p<0,01), Torma kak ypoBeHb [uTOXpoMa b, HanpoTHB, CHIKACS Ha
26,3 % (p<0,01). [TogoGHEIi XapakTep U3MEHEHHS COACPKAHKS IUTOXPOMOB IPYII 883 1 D B OSJIBIX MBIIIIIAX ONPEACIISI
CHW)XKeHHUe 3HaueHHMi nHAekca b/aas B sumuuid nepuoa Ha 67,3 % (p<0,001). B otinuune ot aas u b, yposeHs uuToxpoMoB
C m C; B OenplIXx MbIIIIAX KaMmOaldbl Ha MPOTSHKEHHH Tona u3MeHsancs Mano. OTCyTCTBOBalM M HM3MEHEHHSA
COOTBETCTBYIOIIMX UHJEKCOB: b/aas, c/aas, c1/aaz u c1+c/aas.

W3 mpencraBieHHBIX Pe3yJbTaTOB BHJIHO, YTO Yy JBYX M3 TPEX BHAOB MOPCKHX DbIO JbIXaTelbHAs LETOYKa
MHUTOXOH/IpHH TIpeTepIieBaja KOJMYECTBEHHbIE M KauyeCTBEHHBIC NEPECTPOWKM HAa MPOTSHKEHHH TOMOBOTO HUKIA. Y
Kedany 1 kKamOalbl IIPOUCXOAMIO YBEJIHUSHUE CyMMapHOTo COJIepKaHMs IIMTOXPOMOB B 3UMHUIA nieproa. Hanbompmme
M3MEHEHHs] OTMEYalld CPEAU LUTOXPOMOB Ipynmbl aas. [logoOHas peakuusi Obula OOHapyxeHa M y THISIIUN TpH
ajantanud K HU3kuM Ttemmeparypam [13]. OgHako B OTIMYHME OT HAIIMX JKCIEPUMEHTOB, Y HHUX MPOUCXOIMIIO
3HAYUTEIHLHOE YBEIMUCHHE COJICPIKAHMS MUTOXpoma D. Y 30510ThIX PRIOOK MPH THIIOTEPMHUH TAK)KE aKTHBH3UPOBAITUCH
MIPAKTUYECKH BCE 3BEHbS MUTOXOHAPHAIBHON CHCTEMBI TPAHCIIOPTA NIEKTPOHOB, HO TOBBIIIATIOCH COJIEPKAHUE TOIBKO
uroxpoma C1 [7].

B Hammx ombiTax OBUTO TOKa3aHO, YTO CTEXHOMETPHS JIBIXaTEIbHON EOYKH MUTOXOHAPHHA CKEJIETHBIX MBIIII] B
3UMHHI TepHoJ MpuOIMKaiack K HECKOMIICHCUpOBaHHOMY Tuily. Hanbosee nabunpHeIM ObuTO OTHOIIEeHHe b/aas. B
0eJbIX MBIIIIAX OHO CTAHOBHJIOCH MEHBILE €JMHUIIBI, 3 B KPACHBIX MBIIIIAX HPETEPIICBAIO BRIPAXKEHHOE CHIDKEHHE.
HeckomneHCHpOBaHHBI THI CTEXHOMETPHUM XapakTepeH Uil TKaHEeH, HCIIBITHIBAIOIINX HEJIOCTaTOYHBIA IPHUTOK
kucnopoaa [7,14,15)]. BosHuKHOBEHHE NOZOOHBIX CHTYAllMid B 00JIACTH HU3KUX TEMIIEPATyp OBIJIO pacCMOTPEHO HaMHU
panee [16]. OTcyTcTBHEe M3MEHEHHWII B CKEJETHBIX MBIIIIAX OBIYKA-KPYIIIAKa, BEPOSTHO, OOYCIOBICHO TEM, YTO
OpTraHU3aIMsl ABIXaTeNFHONW IIEMH MUTOXOHJAPHH y JAaHHOTO BHJA HAa MPOTSDKEHHHM BCETO TOMOBOTO IMKIA HOCHIIA
HECKOMIICHCHPOBAHHBIN XapakTep, TO €CTh OHAa M3HAYAIBHO OblIa afanTHpoBaHa K (YHKIHOHHPOBAHUIO B YCIOBHAX
THUIOKCUH. DTO XapaKTEepPHO JUIA JOHHBIX PHIO, KOTOPBIE YacTO CTAJKUBAIOTCS € AS(UIIMTOM KHCIOPOAa B MPHUIOHHBIX
CJOSIX BOJIBI [8].
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Tunsl HUTOXPOMOB

Pucynoxk 1 — CozeprkaHue MIUTOXPOMOB B CKEJICTHBIX MBIIIIAX MOPCKHX PBIO B TEUEHHE TOIOBOTO UK
(1 — Gesnbie MBIIIIBI, 2 — KPACHBIE MBIIIILIbI)

Ta6J'H/II_[a 1- CTCXI/IOMeTpI/I‘IeCKI/Ie OTHOUICHUA TUTOXPOMOB B I[LIX&Te.]'II:HOﬁ Oemnmu MI/ITOXOH}Z[pI/Iﬁ CKCJICTHBIX MBIIII]

MOPCKHUX PbIO B TE€UCHHUE TOIOBOTO IHKJIA

Buast peio b/aaz c/aas ci/aas c+ci/aas

(ce3omn) n r w r w r w r w

CHuHIUIbL
3uMa 6 | 1,12+0,07 | 0,82+0,05 | 0.74+0,07 | 0,65+0,08 | 0,69+0,07 0,57+0,08 1,43+0,14 1,11+0,06
BECHA 6 | 1,79+0,21 | 1,09+0,14 | 0,85+0,10 | 082+0,14 | 0,67+0,10 0,61+0,07 1,51+0,14 1,43+0,16
JIETO 8 | 1,14+0,08 | 0,81+0,10 | 0,62+0,08 | 0,54+0,05 | 0,68+0,08 0,53+0,05 1,30+0,16 1.07+0,08
0OCEeHb 11| 1,96+0,10 | 1,42+0,15 | 1,13+0,23 | 0,81+0,12 | 0,87+0,12 0,99+0,10 1,73+0,23 1,74+0,23

0

Kpyrasax
3uMa 51 0,75+0,05 | 0,53+0,05 | 0,64+0,08 | 0,47+0,06 | 0,40+0,05 0,33+0,05 1,03+0,11 0,80+0,11
BECHA 6 | 0,63+0,06 | 0,46+0,05 | 0,63+0,10 | 0,51+0,05 | 0,43+0,08 0,37+0,05 1,06+0,18 0,88+0,09
JIETO 71 0,62+0,05 | 0,49+0,03 | 0,64+0,05 | 0,43+0,03 | 0,43+0,04 0,31+0,03 1,06+0,09 0,74+0,05
0CEHb 6 | 0,71+0,05 | 0,52+0,05 | 0,69+0,08 | 0,44+0.03 | 0,44+0,04 0,29+0,04 1,14+0,12 0,73+0,05

T'nocca
3uMa 8 | 0,57+0,06 | 0,49+0,04 | 0,60+0,04 | 0,31+0,04 | 0,49+0,03 0,40+0,04 1,10+0,05 0,71+0,07
BECHA 7| 0,81+0,06 | 0,64+0,07 | 0,72+0,05 | 0,36+0,03 | 0,58+0,08 0,47+0,04 1,30+0,13 0,84+0,04
JIETO 51 0,86+0,02 | 0,82+0,05 | 0,74+0,08 | 0,42+0,06 | 0,60+0,06 0,53+0.08 1,34+0,08 0,95+0,13
0OCEHb 6| 0,81+0,09 | 0,62+0,03 | 0,70+0,08 | 0,30+0,04 | 0,54+0,06 0,43+0,07 1,24+0,13 0,72+0,08

HpHMeanMe: n — 4YHCJIo 00066171; aas, b, C, C1— IUTOXPOMBI; I, W — KpaCHbIC 1 OeJble MBIIIILIBI

Takum 00pa3oM, B TE€UEHHE T'OJ0BOTO ITUKJIA B CKEJETHBIX MBIIIAX OKCU(DUIBLHBIX BUJOB PHIO (Kedanb, kambana)
MEPUOANYECKH BO3HUKAIOT TUIIOKCUIECKUE COCTOSHUS, KOTOPBIE TPUYPOUCHBI K 3UMHEMY Tieproay BpemeHu. O0 3ToM
CBUJIETEILCTBYET 3HAYUTEIBHBIN POCT COACPNKAHMSI IIUTOXPOMOB U TIEPECTPOIKA JIbIXaTEIBHOHN e MUTOXOHAPUN Ha
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THI OpTaHM3AINH OIM3KUN K HECKOMIIeCHpoBaHHOMY. Hanbosee BEIpaKeHHOE YBEIWYCHHE CONEPKAHUS OTMEUEHO CO
CTOPOHBI TEPMHUHAIBHOM TPYIIBI MTOXPOMOB — dds, YTO TPUBOIWT K CHIDKCHHWIO 3HAYeHHH WHuekca b/aas. V
TOJIEPAHTHOTO K THITOKCHH OBIYKA-KPYTJSIKA JbIXaTeNbHAs [EIb MUTOXOHIPHN CKEJIETHBIX MBI W3HAYATbHO MMEET
HECKOMIICHCHPOBAHHBIH THII OPTaHM3AINH U HE TIPETEepIIeBaeT KaKuX-II00 U3MEHEHUH Ha IPOTSDKESHUH TOJJOBOTO ITHKIIA.
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