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NONMMMOP®U3M FrEHOB MPOBOCNAJIUTEJIbHbIX LUTOKUHOB
(TNF, IL6) U UX PELLENTOPOB (TNFRSF1A, TNFRSF1B, IL6R)
N HEAJIKOTOJIbHAS )XXWPOBAS BOJIE3Hb NEYEHU

J1. B. TonuueBa', 1. B. Kyp6aTosa', O. N. lyaaHoBa?,
A. A. Cokonosckas?, A. A. LLUlmnoBckasa?

" HcTuTyT Gmnosnorvum Kapesnbckoro Hay4Horo ueHTpa PAH, NeTpo3aBoack
2 [leTpo3aBoACKWI rOCYAapPCTBEHHbIV YHUBEPCUTET

[MpoBocnanuTenbHble LMTOKMHBI (hakTop Hekpo3a onyxonu anbda (TNFa) u nutepnen-
KvH 6 (IL6)) urpatoT 3HaAYMTENbHYIO POJIb B 3TUONOMMM 1 NMaToreHe3e HeankorosbHOM
XunpoBon 6onesdHu neveHn (HAXBIT), nockonbky cnocobHbl CTUMYNMPOBAThL BOCMane-
HUe, a Takke perynmpoBaTth anonTo3 1 HEKPO3 KNEeTOK NevyeHn, nHayumposatb Grubpos.
LINTOKMHBI OCYLLLECTBASIOT CBOU DYHKLMM B OPraHn3Me Yyepes B3auMoaenCTBME C MeM-
OpaHOCBA3aHHBLIMU U PACTBOPUMBIMU PELLENTOPAMM HA MOBEPXHOCTU KNETOK, MPUYeM
pacTBopunMble GOPMbl PELLENTOPOB MOIYT AeCTBOBATb Kak aHTarOHUCTbI U Kak yCunmte-
1 nx Gronornyecknx apdekToB. Pasnnumsa B ypoBHE LIUTOKMHOB, @ TAKXKE PACTBOPUMBbIX
1 MEMOPAHOCBA3AHHbIX LUTOKMHOBBLIX PELLENTOPOB MOIYT ONPEAeniaTbCs HaNnYneM My-
Taumii B pasHbix 061aCTSX COOTBETCTBYIOLLMX FEHOB. ITO MOXET OKa3blBaTb BAUSIHNE HA
dopMmMpoBaHME CUTHANBHOIO MYTU, ONPeaensiowero cyaply KNeTok (T. . BbDKMBaHME,
anonTo3 Uau HEKPO3), U, COOTBETCTBEHHO, Ha pa3BuTme 1 nporpeccuposaHne HAXBIT,
HekoTopble GOPMbI KOTOPOM, B 4aCTHOCTM cTeaTtorenatuTt n LMppo3, CONPOBOXAAKT-
CSl YCUNIEHMEM anonTo3a kneTok nedyeHn. OgHako BOMPOC O TOM, BAUSIET SV NOAVMOP-
dun3m reHoB TNF u IL6, a Takxke peuentopoB TNF u IL6 Ha pa3BuTre n nporpeccmpoBa-
Hue HAXBI, B HacTosiLLee BpeMs n3y4eH o4eHb cnabo. B ctatbe npeacraBnieHbl Me-
IOLLMECH COBPEMEHHBIE AAHHbIE NMUTEPATYPbLI O CBA3U nonumMmopduama reHoB TNF, IL6,
TNFRSF1A, TNFRSF1B, IL6R c pa3BUTUEM HEANKOIOJIbHOM XMPOBOW OONE3HN NEYEHN.

Knio4yeBble CN0Ba: HeankoronbHas XupoBasi 601e3Hb NeYeHn; BocnaneHne; unuTo-
KVHbI; HakTop HEKPO3a onyxonu anbda; NHTEPNENKMH 6; peuenTopbl LUTOKUHOB; NON-
MOpP®dU3M reHoB.

L. V. Topchieva, I. V. Kurbatova, O. P. Dudanova, A. A. Sokolovskaya,
A. A. Shipovskaya. GENE POLYMORPHISM OF PROINFLAMMATORY
CYTOKINES (TNF, IL6) AND THEIR RECEPTORS (TNFRSF1A, TNFRSF1B,
IL6R): IMPLICATIONS FOR NON-ALCOHOLIC FATTY LIVER DISEASE

Proinflammatory cytokines (tumor necrosis factor alpha (TNFa) and interleukin 6 (IL6))
play an important role in the etiology and pathogenesis of non-alcoholic fatty liver dis-
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ease (NAFLD), since they can promote inflammation and regulate apoptosis and necrosis
of liver cells, induce fibrosis. Cytokines perform their functions through interaction with
membrane-bound and soluble receptors on the cell surface, and the soluble forms of
receptors may act as antagonists or as enhancers of their biological effects. Differences
in the level of cytokines and soluble and membrane-bound cytokine receptors may be
due to the presence of mutations in different regions of the corresponding genes. This
may influence the formation of the signaling pathway that determines the fate of cells
(i. e., survival, apoptosis or necrosis) and, accordingly, the development and progress of
NAFLD, some forms of which, in particular steatohepatitis and cirrhosis, involve intensi-
fied hepatic cell death. However, the question of whether the polymorphism of TNF, IL6
genes and their receptors affects NAFLD development and progress currently remains
largely uninvestigated. This paper presents current data from the literature investigating
the relationship between TNF, IL6, TNFRSF1A, TNFRSF1B, IL6R gene polymorphism and
the development of non-alcoholic fatty liver disease.

Keywords: non-alcoholic fatty liver disease; inflammation; cytokines; tumor necrosis

factor alpha; interleukin-6; cytokine receptors; gene polymorphism.

Ponb TNFa n IL6 B pa3BuTn HeanKorosibHOM
XXNPOBOW 00/Ie3HN NeYeHn

B nocnepHee Bpemsa nosiBnsietca Bce 60Sb-
e OaHHbIX O TOM, YTO MHOrMe XpOHUYeCckue He-
NHPEKUMOHHbIE 3ab0sIeBaHNS COMPOBOXOAOTCA
BOCMaJIEHNEM, KOTOPOE XapakTepusyeTcd Kak 3a-
LUMTHO-NpUcnocobuTensbHas romeocTaTtmyeckas
peakumsa opraHm3ma Ha nospexzaeHvie [BUCMOHT,
2006]. OgHako BocnaneHne MOXET BbICTyNnaTb HE
TOJNIbKO B KayecTBe 3allMTHOMN peakunn opraHms-
Ma, HO 1 Urpatb BaXHYK POJib B UHOYKLMU NATO-
JNlornyeckmx NpoLeccoBs B opraHmame. Hanpumep,
CUYUTAETCSH, YTO XPOHMYECKOe BOCMNaeHne aBnseT-
CS1 MPUYMHONM NpUMEPHO 25 % BCEX 3N10KA4YECTBEH-
Hbix onyxonen [Kidane et al., 2014].

BocnaneHnio Takxe OTBOOUTCH BaxHas pPOJib
B BO3HWKHOBEHUM W MPOrpeccupoBaHnUM Hean-
KOrOnbHOM >XnpoBon 6Gone3Hn nedeHn (HAXBIT)
[Giannitrapani et al., 2011]. HeankoroneHas xupo-
Bas 6one3Hb nedyeHn — 3aboneBaHue, NpeacTae-
JIEHHOE HECKONLKUMU KITMHUKO-MOP@OSI0rn4ecKkun-
M1 popmMamMm — CTeatos, NPOTEKAOLWNI 3a4acTyio
6ecCMMNTOMHO, HeaNIkoroJibHbl  cTeaTorenaTtuTt
(HACT), ®u1bpo3, umppo3 neyveHu, renatouesso-
napHaqa kapumHoma (IF'UK) [Braunersreuther et al.,
2012]. naBHble MEXaHN3MbI CIIOXHOrO NaToreHesa
HAXBIT npencraBneHsl GOPMMPOBAHUEM UHCYIIN-
HOPE3UCTEHTHOCTU, LLUTOTOKCUYECKM LENCTBNEM
N30bITKa CBOBOAHBIX XUPHbIX KNCNOT 1 BOCNANEeHN-
em [Giannitrapani et al., 2013]. Ecnn cteatos neve-
HWN xapakTepudyeTcs 40OPOKA4YEeCTBEHHbLIM KINHN-
YeCKUM TeYeHMeM, TO CTeaTorenaTtuTt OT/MyaeTcd
NPOrpeccupyowyMm Te4eHnemM ¢ BO3MOXHbLIM pas-
BUTUEM LMPPO3a MeYeHU U Jaxe renartouessio-
NFPHOM KapuuHOMbl. PasBuTMe natonorn4yeckmx
npoueccos npu HAXBI, B oT/iMyne OT XpoHUYeC-
kux 3aboneBaHUn Opyroi 3TMONOrMmM (BUPYCHON,
ayTOMMMYHHOW, ankorosisHow), nponcxoaut Gonee

MeasieHHbIMy Temnamu. dencteutensHo, HAXBI
Habmopaetcs y 20-74 % peTteli  N0APOCTKOB C 13-
ObITOYHBIM BECOM, CBUIETENLCTBYS O TOM, YTO 3Ta
60N1e3Hb MOXET HAaYMHATLCH OYEHb PaHO N TPeoby-
€TCH AOCTAaTO4YHO ASINTENbHOE BPEMS AN ee Npo-
rpeccupoBaHusa [Braunersreuther et al., 2012].

Pa3BuTye BOCNaAnNUTENbLHOrO MNpolecca B op-
raHMame obyclioB/IEHO KOMMIEKCoOM (pur3nonorm-
4eCKkM aKTMBHbIX BELLLECTB, 00pa3yloLNXCs B ovare
MOBPEXOEHUS N onocpenylwmnx gencrene ¢no-
roreHHblx HakTopoB, MNOMYHYMBLUMX HA3BAHME «Me-
OVaTOpPOB BOCMANEHUsI», KOTOpble knaccuduum-
PYIOTCS KaK MO CKOPOCTU BKJIIOYEHUSI B MPOLLECC
BOCMHasNeHns, Tak MU MO MNPOUCXOXOEHUIO (FyMO-
pasibHble UK KJ1eTo4YHble). IHTepnenknHbl n Mo-
HOKWHbI (Hanpumep, uHTepnenkmnH 1 6eta (IL1b),
dakTop Hekpoda onyxonu (TNFa) n op.) oTHoOCAT-
Ca K KJeTO4YHbIM MeamaTtopaMm BocnaneHus. ITu
Oenku BblipabaTbiBAlOTCA B OCHOBHOM Makpoda-
ramu, MOHOUMTaMN, HENTPOODUSIbHBIMU T[PaHY-
nouMTamMu 1M BAMSIOT Ha CUHTE3 npocTarnaHau-
HOB, daroumTos, nponmdepaumnto N akTuBaLUo
dnbpobnacToB, 0kadbIBAIOT NMPOreHHbIN apheKT
[Roth, DeSouza, 2001; Gaur, Aggarwal, 2003; Bri-
toetal., 2016].

OCHOBHbIMM MeauaTopamMyM BOCMHANUTENBHOMO
npouecca npu nporpeccmpoBaHum HAXBIT aB-
NAI0TCA UMTOKMHBL. HekoTOpbIM M3 HUX, Hanpu-
Mep, uHTepnenkuHy 6 (IL6) n dakTopy Hekpo-
3a onyxonu anbda, OTBOAUTCHA K/OYeBasi POJib
B 9ToM npouecce [Fernandez-Real et al., 2000;
Braunersreuther et al., 2012]. B HopmManbHbIX ¢pu-
3MOJIOFMYECKUX YCNOBUSAX B MEYEHU LNTOKUHBI
NPOAYLUMPYIOTCA B MUHUMAJIbHbIX KOHLEHTpaLm-
ax. OgHako pasnuyHble natodu3nonormyeckue
CTUMYNbl, TaKMe Kak HakOomMjeHne B KIeTKax ne-
4YeHu MNMOoB, CBOOOOHbLIX pPaamMkanoB, a Takxe
NOCTyMJiEHNE B MNEYEeHb KULLIEYHbIX 3HOOTOKCU-
HOB, CMOCOOCTBYIOT YBEJIMYEHUIO COOEPXKAHUS
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NpPoBOCNANINTENBbHBLIX MOJiekys. [TpoBocnannTesb-
Hble UMTOKMHbI CNOCOBHbLI CTUMYNMPOBaTb BOcNa-
JleHVe, a Takxke perynmpoBaTb arnonTo3 U HEKPO3
KNeTok neyeHu, uHayumpoBaTb ¢ubpos [Par,
Par, 2005; Copaci et al., 2006; Braunersreuther
etal., 2012].

YneHbl cemeinctBa TNF-6enkoB, B TOM 4ucne
TNFa, CD95L, TRAIL (TNFSF10) — Hanbonee n3-
BECTHble MHAYKTOPbLI cMepTu renatountoB. TNFa
npoayunpyeTcs B 60bLUMX KOMNYECTBAxX KPOBET-
BOPHbIMW KNleTkaMy B OTBET Ha BGakTepuasibHble
MHpEeKUMN win OencTeme nunononmcaxapuaa.
Cuutaetcs, yto TNFa asngetcs knoyeBbiM dak-
TOpOM B pazsutmn HAXBI, B 4aCTHOCTU Heaslko-
ronsHoro ctetorenatuta (HACI). B neyenun aTor
LMTOKNH CEeKPeTUPYeTCH HENOCPEeLCTBEHHO rena-
ToumTamu un knetkamu Kynoepa. Jpyrnm BaxxHbim
nctoyHnkom TNFa aBnseTcsa BucuepanbHas Xu-
poBad TKaHb.

TNFa cuHTe3upyeTcs B Buae TpaHCMeEMO-
paHHoro 6enka Il Tmna, ¢ MonekynspHol mMaccon
26 kda (mTNF, membrane-bound TNF), cocTos-
wero 13 233 aMMHOKNCNOT. M3 9TUX aMUHOKNCNOT
nepeble 76 OENCTBYIOT Kak CUrHasbHbIM Nentua,
HanpaensoWMin 6enok B CTOPOHY nnasmaTuyec-
Koii MembpaHbl. MembpaHocBa3aHHbI TNF Mo-
XeT B3aMMoOenCcTBOBaTb C MeTaonpoteason
TACE (TNF-alpha-converting enzyme), kotopas
urpaeTt BaXHYID POJib B Pa3BUTUN MJIEKONUTa-
lowmx. 9Ta MeTannonporteasa Takxe y4acTByeT
B pacLenyieHnn HEKOTOPbIX APYrx 6enkoB, B TOM
yncne peuentopos TNF. PacwenneHne TACE no
aMUHOKUCIOTHBLIM ocTatkam Ala-66 1 Val-67 mTNF
NPUBOAMT K 06pa30BaHUIO PaCTBOPUMON HOpMbI
umtoknHa (STNF, soluble TNF) ¢ monekynsapHom
maccon 17 k[la, koTopasi CoxpaHsieT CBO 610oJS10-
rMyYeckylo akTMBHOCTb. PacTtBopuMbie 1 membpa-
HocBsA3aHHble popmbl TNF cocyLLecTByoT B BUae
MOHO-, AN- U TPUMEPHbIX OENKOoB, NpuyemM 61oso-
rMYecKon akTMBHOCTbIO 0611a4atl0T MMEHHO Tpu-
MepHble dopmbl [Bodmer et al., 2002].

Panom aBTOpOB OTMEYEeHO NoBbILLeHNe coaep-
xaHna TNFa B nnasme KpoBUM NMaumeHToB C Heal-
KOrOJibHbIM CTeaTorenatmTtoM Mno CPaBHEHWUIO CO
300POBbLIMM LOHOPaMK, 4TO MOXET CnocobCTBO-
BaTb Pa3BUTUIO Y HUX BOCMNANEHUA U UHCYIUHO-
peancTeHTHocTM [Hui et al., 2004]. Tak, B paboTe
Hotamisligil c coaBTOpamn nokasdaHa B3aMMOCBA3b
mexay akcnpeccuen TNFa v MHCYNIMHOPE3NCTEHT-
HOCTblO MpW gaHHOM 3abonesaHun [Hotamisligil
et al., 1995]. OanH n3 mexaHMamoB GOPMUPOBA-
HUS MHCYJIMHOBOW PE3UCTEHTHOCTN NOCPELCTBOM
TNFa 3aknoyaeTcs B TOM, 4TO 3TOT UMTOKMUH ak-
TUBUPYET ALEPHBbIA TPAHCKPUMUMNOHHbLIN aKTop
NF-kB B agunounTtax m renatouyutax, 4To BeOeT
K ycuneHuio ©GochopuimpoBaHnUa MHCYIMHOBO-
ro peuentopa | TMna, HapyleHUO CBA3bIBAHUA

WHCYNMHA C PeuenTopoM, YMEHbLLEHMIO aKTUBHO-
CTW TIOKO3HOro TpaHcnoptepa tvna 4 (GLUT4)
n GocPonHO3nTON-3 KMHa3bl U, TakuMm obpa3om,
CHWXEHMIO 3axBaTta U yTUAnU3auumn riko3sbl KneT-
KaMmy, HapacCTaHUIO TUNEepPrinkeMmm un pasBu-
TNIO MHCYNMHOpe3ncTeHTHocTu [Hui et al., 2004;
Plomgaard et al., 2005]

MHTepecHo, 4to y nauneHtoB ¢ HACI ypoBeHb
TNFa koppenupoBan He TONbKO C WMHCYJIMHOpe-
3UCTEHTHOCTbLIO, HO 1 CO CTeneHblo ¢dunbposa ne-
yeHu [Hotamisligil et al., 1995; Dandona et al.,
1998; Crespo et al., 2001; Lesmana et al., 2009],
KOTOpPbIN ABASETCS CNeACTBUEM €€ XPOHUYECKOro
nospexaeHus. N3eecTtHo, 4to TNFa ctumynmnpy-
€T FOPMOH-YYBCTBUTEJIbHYIO MNagdy, TEM CaMbiM
CNocoOCTBYS YBENNYEHUIO COOEPXaHMS B Nnia3me
CBOOOAHbIX XUPHbIX KACOT U UX MPUTOKY B Mne-
4yeHb. B rematouuTax, HakanaMBaWOLLMX 3TN MO-
NeKynbl, MOIyT MHAYLUMPOBATLCA MPOLLECCHI MPO-
rpaMMMpyeMON KIETOYHOM cMepTu. 3Be3ayatbie
KNeTKM MUrPUPYIOT K MECTY NOBPEXAEHUS, NOr0-
LWAloT anonToTU4eckne Tena v TpaHchopMupy-
toTcst B MModunbpobnacTbl, KOTOPbIE B aKTUBMPO-
BAHHOM COCTOSIHUM CEKPETUPYIOT BHEKIETOYHbIN
MaTpPUKC 1 TakmMm obpa3om crocobcTByOT obpa-
30BaHuio pybLoB B nevyeHn [Czaja, 2014].

OpHako, kak MokasblBalOT AAHHbIE NUTEpaty-
pbl, BONpoc O BoBneyeHun TNFa B MHCynMHOpe-
3ucteHTHOCTb npu HAXBI1 octaetcd CNopHbLIM.
Hanpumep, HeKoTopble mccnepoBaTtenn He Bbl-
SABUJIN KaKylo-NnMb0o KOPPENSLMIO MeXay YPOBHEM
3TOr0 UMTOKMHA W WHCYNMHOPE3NUCTEHTHOCTLIO
[Bruun et al., 2003]. Kpome T0Oro, ncnonb3osaHune
ons nedeHns 6onbHbIX aHTUTENn K TNFa He npuBe-
10 K YNYYLWEHNIO MHCYIMHOBOW YYBCTBUTENBHOCTH
[Ofei et al., 1996; Bernstein et al., 2006].

Hapsaay ¢ TNFa Kk OCHOBHbIM MeamaTopam BOC-
nasnTenbLHOro npouecca npu NporpeccupoBaHNn
HAXBI1 oTHOCUTCA ApYron npoBOCMaNUTESbHbIN
LMTOKNH — MHTepnenkuH 6 [Braunersreuther et al.,
2012]. NuTepnenkmH 6 aBNSeTCS NAENOTPOMNHbIM
LMTOKVMHOM, 3KCMPECCUPYIOLWNUMCA BO MHOMMX
NPOBOCNANUTENBbHBIX KNIeTKax B OTBET Ha pasnuy-
Hble cTuMynbl. OH y4acTByeT B perynsaummn 6onb-
Wworo konuyectsa OMOJSIONMYECKMX MPOLLECCOB,
BKJtO4as GOPMUPOBAHMNE UHCYIMHOPE3UCTEHTHO-
CTU U pasBuTne BocnaneHmna. NHtepnemkmH 6 oT-
HOCAT K «renaTouMTakTUBUPYIOLWMM dakTopam»,
N3BECTHO O €ro cnocoBHOCTU MHAYLUMPOBaTb CUH-
Te3 NpoBoCnannTeNbHbIX (0OCTpodasHbIx) 6enkos,
Takmx kak ¢ubpuHoreH u C-peakTUBHbIN Genok
[Yoneda et al., 2007; Milner et al., 2009].

VHTepnenknH 6 urpaeTt BaxHylO poOsib B aKTu-
BaUuM T-KNeTo4YHOro OTBETa, CrnocoOCTBys pas-
BUTUIO BOCMNaJieHNsi, KOTOpPOE acCOouUUMPOBAHO
C Wmpokum psaom 3abonesanuii [Neurath, Finotto,
2011]. C aTo TO4YKM 3pEHNS OH NpPeacTaBnsieTca
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NOTEHUMANbHBIM MEOVATOPOM BOCMANEHUs Mnpu
HAXBI. B 6onee paHHUX UccnegoBaHUaX Obliuv
NoJy4eHbl CBUAETENbCTBA MPOTEKTUBHOM POV
JAHHOro UMTOKMHA npu Gubpole nedvyeHu, no-
CKOoMbKy OH crnocobcTByeT nponudepaumn rena-
TOLMTOB U UX 3aLLUUTE OT OKUCINUTENBHOrO CTPEC-
ca n MmutoxoHapuanbHon aucoyHkummn [Cressman
et al., 1996; El-Assall et al., 2004]. OgHako B no-
cnepylowem 6bis10 NokasaHo, YTo akcnpeccus IL6
B neyeHn naumeHtoB ¢ HACI Gbina 3HaYMTENIbHO
BbllLe, 4eM B rnevyeHn OO0JIbHbIX CTeaTo3oM Win
3n00poBbix noaen [Wieckowska et al., 2008]. Mpu-
yem akcnpeccus IL6 B neyeHn no3nTUBHO Koppe-
nMpoBana C TSXeCTblo BocnaneHus, Gubpo3om
1N ypoBHeM aToro 6enka B nna3me [Wieckowska
et al., 2008]. lNMoBbILLEHHOE COAEpPXaHME MHTEp-
nevknHa 6 B nnasme 6onbHbix HAXBI oTmeve-
HO 1 gpyrumm astopamu [Kugelmas et al., 20083;
Abiru et al., 2006; Haukeland et al., 2006]. Tak xe
kak 1 B cnyyae ¢ TNFa, obHapyxeHa koppenauus
MeXay YPOBHEM 3TOr0 LIMTOKMHA U UHCYMHOPE-
3ncTeHTHOCTbIO [Kopp et al., 2003]. OgHako ponb
nHTepnenkmHa 6 B passutum HAXBIT noka He
COBCeEM sCHa. Tak, MMEIOTCS pe3ynbTaTbl, MNOKa-
3bIBalOLLME OTCYTCTBME Pa3NN4YMii B YPOBHE 3TO-
ro UMTOKMHA B NJa3me KPoBu B60MbHbIX AnabeToMm
2 tmna ¢ HACI, nmetowmx npusHaku ¢ubposa
neyvyeHu, No cpaBHeHUO C GosbHbIMK 6e3 HACT
unm co cnabbiMm purbpo3om [Leite et al., 2013]. He
OblI0 0OHapyXXeHO pasHuLbl B cogepxaHum IL6
B MnasMe u aKkcnpeccum reHa IL6 B knetkax ne-
yeHun y naumeHToB ¢ HACI u cteato3om [Yoneda
et al., 2007; Fitzpatrick et al., 2012]. To ecTb noka
MOJIHOCTbIO HE A0KA3aHO, YTO MOBbLILLIEHHbIN YPO-
BEHb 9TOr0 LIMTOKMHA MMEET 3HaYeHne B MPOrpec-
cupoBaHum HAXBIT.

Mo paHHbIM COBPEMEHHONW nuTepartypbl, WH-
TepnerknH 6 urpaeT ABONCTBEHHYIO PO/b B pas-
BUTUM W NPOrpeccupoBaHnn HEMHOEKLNOHHbIX
3aboneBaHnii nedyeHn. Tak, nokasaHo, 4to L6
yepe3 STAT3-3aBUCUMBIA NYTb PEryIvpyeT 9KC-
NPEeccuto  aHTUaNonNTOTUYEeCKUX OenlkoB, Takux
kak Bcl-2, Bcl-xL, Mcl-1L, FLIP n gpyrune [Taub,
2003]. Kpome 3TOro, MHTEpnerknH 6 okasbiBa-
eT UHrnMbupyowmin addekT B OTHOLLIEHUUN LNTO-
TOKCUYECKMX T-KNeToK, 3anyckaroLyx MpOoLEeCChl
anonto3a [Sun et al., 2004]. Tem He MeHee, MO
OPYrMM OaHHbIM, MOBbLILEHHbIA YPOBEHb IL6 MO-
XET BbI3BaTb YBENNYEHME KOHLEHTPALMN aKTUB-
HbIX GOPM KMCNOPOAA, BbICTYNAKOLNX B KA4ECTBE
MHOYKTOPOB NPOrpaMmMmnpyemMom KNeTo4HOm cMep-
TN, cnocobCcTBOBaTL M3MEHEHUSIM B COCTaBe Jiv-
NUAOB U UX OKUCNEHHbIX GOPM U, KaK cneacTeume,
aTeporeHesdy [Fernandez-Real et al., 2000]. Takum
ob6pas3om, C 0AHOWN CTOPOHbI, y4acTBYs B Noaaep-
XaHun 6anaHca mexay nponudepaumen n anon-
TO30M, OH Y4aCTBYET B pPEreHepaumm MNeyeHu,

a C Opyroi CTOPOHbI, OH MOXET CrocobCcTBOBaTh
MOBPEXOEHUIO 3TOr0 oOpraHa, CTUMYIMPOBaTb
MPOLECChl anonTo3a renaTtoumTos, WHOYLMPO-
BaTb MHCY/IMHOPE3NCTEHTHOCTb.

Monumopdusm reHos uutokmnHos u HAXKBI

PaszBute BOCnaneHusl, ero BbIPAXEHHOCTb,
XapakTep, TeYEeHUEe N UCXOon ONpPeaensaTca He
TOJIbKO CUI0M DSIOrOreHHOro pasapaxuTerns U ero
0COOEHHOCTSIMW, HO U PEaKTUBHOCTLIO OpraHm3-
Ma, YC/IOBUSIMU, KOHKPETHLIMU 0BCTOSATENLCTBAMM
€ro BO3HMKHOBEHMS 1 pasButus [BucmoHT, 2006].
eHeTn4eckuin GakTop, BEPOATHO, TakKXe Urpaet
BaXHYIO poJib B 3ToM npouecce. O6 aTom cBuae-
TENbCTBYIOT AaHHble 06 accoumaunm nonrmmopd-
HbIX MAapPKEPOB rEeHOB LIUTOKMHOB 1 NX PELLENTOPOB
C pas3BUTMEM psga MOMAUreHHbIX 3aboneBaHui,
COMPOBOXAAKLIMXCS BOCNANIEHNEM, B TOM 4YUCEe
N HeMH@EKLUMOHHbIX 3aboneBaHunii neyeHn [Wang
et al., 2012]. NonumMopdn3M reHoB LUTOKMHOB
M X PELLENTOPOB TAKXe MOXET BIUSTb HA TAXECTb
1 ncxon 3abonesaHuii [Fepacumosa u ap., 2015],
addekTnBHOCTL NeveHus [Chen et al., 2015].

I"eHbl LUTOKMHOB BICOKOMNOMMOP®HLI. B 6011b-
LWUNHCTBE WCCNeaoBaHM MO accounaumm nonam-
MOp®dun3Ma reHoB LIUTOKMHOB C Pa3BUTMEM MOSKU-
reHHbIx 3a00JIeBaHNN paccMaTpmBaeTCs BAUSIHNE
MyTaLMii B MPOMOTOPHOM 061acTu 3TUX FrEHOB, MNO-
CKOJIbKY OHW MOTYT MPUBECTU K U3BMEHEHUIO CBSI-
3blBaHUS ¢ aTol obnacTtbio JHK TpaHCcKpMnunoH-
HbIX GAKTOPOB U B UTOIE K CHUXEHUIO NN, HAanpo-
TUB, NOBbILLUEHNIO TPAHCKPUMNLMOHHOM aKTUBHOCTH
N UW3MEHEHUIO COAEPXaHUs COOTBETCTBYIOLLNX
6enkoB [Fishman et al., 1998; Karimi et al., 2009].
Hanpumep, obHapyxeHa cBa3b -238G>A nonu-
Mopdunama reHa TNF ¢ HAXBIT [Hu et al., 2009;
Wang et al., 2012]. BbisBneHo BnavsgHMe nNonu-
MopdHbIX MapkepoB -863C>A n -1031C>T reHa
TNF Ha passBuTME HeankoroJsibHOro creartore-
natuta [Tokushige et al., 2007]. MNoka3aHo, 4TO
-308G>A nonumopduam reHa TNF accoummpoBaH
C NHCYNMHOPE3NCTEHTHOCTBIO Y TMCTONOMMYECKN-
Mn nameHeHuamn npy HAXBIT [Aller et al., 2011].
MmetoTcst paboTbl, MOCBSLLEHHbIE BKI1AAY MyTaLuii
B MPOMOTOPHOM 4YacTn reHa IL6 B popmmpoBaHmne
HenHdEKLMOHHbIX 6one3Hein nedyeHu. MokasaHo,
4yTO y 6ENOKOXMX eBponeiueB, 60JbHbIX Heaslko-
rofibHbIM CT€aTOrenaTMToM 1 renaTokapLUnuHOMON,
yactota C annensa no -174G>C mapkepy reHa IL6
3HAYUTENBHO BbILLE, YEM Y 300POBbIX NIIOAEN, YTO
MOXeT ObITb NPEeOUKTOPOM Pas3BUTUSA Y HUX 3TUX
3abonesaHuii [Carulli et al., 2009; Giannitrapani
et al., 2011]. Takke ycTaHOBfeHa accounaums
-174G>C nonnmopdunama reHa IL6 ¢ pas3BuUTU-
em HACI B poccuinckon nonynauumn; y Hocutenemn
annens C 4OCTOBEPHO MOBbLILLIEH PUCK Pa3BUTUSA
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HACT [Kyp6aToBa u gp., 20166]. OgHako B opyrmx
paboTax He yOanocb BbIsIBUTb CBA3b 3TOro mnosn-
Mopduama ¢ passutmem HACT n pnbposa neveHun
[Cengizetal., 2014].

Cnenyet OTMETUTb, YTO UCCIEN0BAHMS, MOCBS-
LeHHble cBa3u nonumopdusma reHos TNF v IL6
¢ passutnem HAXBI, HeMHOro4YncneHHbl U HOCAT
NPOTMBOPEYMBLIN XapakTep. Hanpumep, ooHn aB-
TOpbI BbisBUAN CBA3b -238G>A mapkepa reHa TNF
¢ HAXBIT [Valenti et al., 2002; Wang et al., 2012],
apyrue — HeT [Chen et al., 2011; Chowdhury et al.,
2013]. PasHornacve B gaHHbIX NO BANAHUIO MONN-
MOp®U3Ma FEHOB LUUTOKMHOB HA FEHETUYECKYIO
npegpacnonoxeHHocts kK HAXBI MoxHO 06b-
SICHUTb OCOOEHHOCTAMU pacrnpefenieHnst 4acToT
annener U reHOTUNOB B pasdHbIX nonynauusx. Ha-
npumep, COOTHOLIeHMe 4JacToT annenen (A k G)
no -308G>A nonumopdHoMy mMapkepy reHa TNF
B rpynne 300pOBbIX xutenen Kntasa cocrtasnser
3,3%, y Hacenenma A3mnaTcko-TMXOOKEaHCKO-
ro pernmoHa — 1,2-7 %, a B opyrux nonynsumsax —
12,8-23,7 % [Zhou et al., 2010]. 'eHotun AA no
JAHHOMY Mapkepy He PerucTpupyeTcs y noaen,
XMBYLLMX B A3MaTcKO-TUXOOKEaHCKOM pervo-
He, oOHakKo BCTpeyaeTcsa ¢ 4vactotom 1,2-7,9 %
y npencrtaButenen apyrux HapogHocten [Zhou
etal., 2010].

Jpyron npuvy4MHON, NO KOTOPOW He yOaeT-
CS BbISIBUTb aCCOLUMATMBHYIO CBS3b MeEXAy Mo-
IMMOPOU3MOM FEHOB LIMTOKMHOB U Pa3BUTUEM
HAXBI, mMoxeT OblTb BbIOOP METOAMYEeCKOro
noaxoda Ans ee oueHku. B 6onblimvHcTBE UC-
CNnefoBaHUN OLLEHMBAETCH BAUSHUE €OUHUYHbIX
MyTauuin. B nocnegHee Bpems CTanim Bce valle
nosiBNATbCSA paboThl, B KOTOPbLIX MPOCHEXMBaeT-
CS CBA3b MEXAYy HOCUTENbCTBOM KOMMJEKca re-
HOTMMOB MO Pa3HbiIM Mapkepam OAHOro U TOro
Xe reHa (ranjotvnamMmu) U reHeTU4eckom npen-
PaCnONIOXEHHOCTbIO K HEaNKOrofibHOW  XUPO-
Bo 6one3Hu nedeHn [Tokushige et al., 2007].
Tak, ecnu oOueHuBaNCs BKNAL €OVHUYHBbIX My-
Taumin B NPOMOTOPHOM YacTtu reHa TNF (Hanpwu-
mep, -10831T>C, -863C>A, -857C>T, -308G>A,
-238G>A OOHOHYKNEOTUAHbBIX 3aMEH) B pasBuUTUE
renaTouesuTioNAPHON KapuMHOMbI Y xutenen Ko-
pen, TO CBA3b NoaAMMopdmn3mMa 3Toro reHa c pas-
BUTUEM [aHHOro 3abosieBaHVs BbISIBUTb He yaa-
nocb [Shin et al., 2015]. OgHako aTK e aBTOPbI
nokasanu, 4To y HocuTenei KomoburHaumm onpege-
JIEHHbIX FEHOTUMOB MO YKa3aHHbIM NOMMOP@HbIM
Mapkepam reHa TNF (Hanpumep, -1031, -308,
-238) 3HauMTENBbHO NOBbLILLEH pUCK pa3BuTus MUK.

Peuentopbl TNFaun IL6

Benkn cemerictea TNF nposiensioT ceon 6mo-
norunyeckme 3p@ekTbl MOCPeacTBOM B3auMO-

DEeNcTBMa ¢ TpaHCMeMOpaHHbIMK peuenTopamMm
cynepcemenctea TNFR (TNF receptor) [Locksley
etal., 2001]. Bce a1 6enku xapakTepusytoTcs Ha-
nnynem 6oraTbiX LMCTEMHOM JOMEHOB BO BHEKJ/E-
TOYHOM ob6nactn. [JaHHble JOMEHbl OTBETCTBEH-
Hbl 3a cBsA3blBaHMe TNF c cooTBeTCTBYHOLLMMM
nuraHgamn. EcTb ABe OCHOBHbIE rpynnbl cynep-
cemenctea TNFR: nepsas rpynna BKJlO4YaeT pe-
LenTopbl CMEPTU, Ha3BaHHbIE TaK N3-3a HaNN4Ynd
B MX BHYTPUKIIETOYHOM 06NacTn JOMEHa CMepTH,
KOTOPbIA BOBJIEYEH B MHAOYKLUMIO KNETOYHOM rnbe-
n; BTOpas rpynna obpas3oBaHa peuentopamu,
KOTOpble He VMMEKT OOMEH CMEPTU BO BHYTPUK-
netoyHon obnactu. CKkopee BCEro, OHW UMeT
Tak HasbiBaembln gomeH TIM (TRAF interaction
motif), ¢ NOMOLLBID KOTOPOr0o OHW CBHA3bIBAIOT
TRAF-6enkn (TNF receptor adaptor factor). benkun
TRAF aBnsaioTca OCHOBHbIMW MeguaTopamMm aHTu-
anonTo3HOW GYHKLUMN peLenTopoB HaACEMENCTBa
TNF [MacEvan, 2002; Cabal-Hierro, Lazo, 2012].
Peuentopbl cynepcemeinctBa TNFR Hecnocob-
Hbl camMu BbI3BaTb Ouonornyeckmin oTeet. s
aKTUBMPOBAHUSA BHYTPUKIETOYHbLIX NYyTEN UM He-
06xoauMo cBs3bIBaTbCS C OGenkamu-agantepamu
[Locksley et al., 2001]. Cpegun aTmx aganTepHbIX
6€eNKOB MOXHO BbIAENUTb ABa Pa3/IMYHbIX TUNA:

a) rpynna 6enkoB-aganTepoB, COAepXaLmx
noomeH cmepTu, Takux kak TRADD (TNF receptor
associated protein with death domain) nnun FADD
(fas associated protein with death domain), BoB-
JIe4YeHHbIX B nepegadyy CurHana oT peuenTo-
POB CMEPTU;

6) rpynna 6enkoB-aganTepoB, KOTOpble He
nmMelT gomeH cmepTtn. K HMMm otHocatcs TRAF-
6enkn, KOTOpble MOryT B3aMMOLENCTBOBATb
C peuenTopamMu WA HENnocpeacTBEHHO 4epes
TIM-oomMeHbl, MPUCYTCTBYIOLWME B peuentopax,
AN KOCBEHHO 4epe3 papyro 6Genok-aganTep,
BbICTYNawwmi B poan uHtepmegmartopa. Css-
3blBaHMe aTux BenkoB-agantepoB ¢ TNFR npepn-
nofiaraet axkTMBaUMIO Pa3/INYHbLIX MNyTEW, Bedy-
wmx K aktmeauunm NF-kB (nuclear factor kB) nnn
AP-1 (activator protein-1), a TakKke WHAOYKUMIO
NMPOLLECCOB KJIETOYHOM rMbenu nytem anontosa
nnu HekponTo3a [Cabal-Hierro, Lazo, 2012].

PeuenTopbl cynepcemeiictea TNFR crniocoOHbi
WHULMMPOBATb LUMPOKUIM CNekTp OGMoNornyeckmx
peakuuin. B 3aBMCMMOCTUM OT TUMNa KJIETOK N OKPY-
XawLwyx TkaHen aktusauma cneumdpuydeckmnx TNFR
MOXeT 3aryckaTb pasfinyHble OBuonornyeckue
OTBETHI, TakMe Kak KneToyHast rmbenb U BbKU-
BaHne. C TNFa moryt B3auMmogeincTBoBaTb ABa
peuentopa (TNFRI u TNFRII), koTopble CWIbHO
pasnuyatoTcs No CrnekTpy akcnpeccumn (TkaHecne-
UMOUYHOCTN) N MO CUMHAJIMHIY, a Takxke No cno-
COBHOCTM B3aMMOOENCTBOBATb C PacTBOPUMON
dopmort TNFa. sTNF aktmsupyet tonsko TNFRI,
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a mMTNF moxet aktmsmpoBatb n TNFRI, n TNFRII.
Tak, npu npucoeaonHeHnn TNF k TNFRI nocneno-
BaTesIbHO 00Pa3yIOTCH ABaA PA3/INYHBIX CUTHASBbHbIX
komnnekca TNF-peuenTopoB, pas3gesnieHHble BO
BPEMEHN U NPOCTPAHCTBE. [NepBbli U3 HUX (KOMIM-
nekc ) KOHTPOMPYEeT IKCNPECCUID aHTMANoNTOTU-
yeckux 6esikoB, KOTopble NPeAoTBPaLLAOT 3anycK
NPOLLECCOB KJIETOYHOW rnbenu, Torga Kak BTOPOW
komnnekc (komnnekc I, nnn DISC (death inducing
signalling complex)) 3anyckaeT npoLecchbl K1eTo4-
HOW rMbenu nocne WHTEpPHanu3auMm pelenTtopa
[Cabal-Hierro, Lazo, 2012] (puc. 1).

Mocne ceasbiBaHma TNF ¢ TNFRII npouncxoant
ero Tpumepusauums, 3a KOTOpoW crnenyet nps-
moe B3aumopencTeme ¢ TRAF2, a Takke ¢ TRAFT,
TRAF3, clAP1 u clAP2 yepe3 ux cBsa3b ¢ TRAF2
(puc. 2). TRAF2 pencTByeT Kak KJOYEBOW Me-
onatop B curHanmdaumu TNFRIIl, 4yTo npuBoguTt
K TPaAHCKPUMUMOHHOW akTUBaLUUWN reHOB, CBS3aH-
HbIX C KJIETOYHOM Nponudepaumen n BolXXUBaHNEM.
Tak kak TRAF2 aBnaeTca OCHOBHbIM aganTepHbIM
©eflkoM, OTBETCTBEHHbIM 3a CUrHasbl, Bbl3blBae-
Mble TNFRII, ero nperpagauns okasoiBaeT peryam-
pyloLLYyO posib B BUONOrM4eckor akTMBHOCTM pe-
uentopa. Xota TNFRII cam no cebe He sBnseTcs

peuenTopoM CMepPTU, MOCKOJIbKY OH HE COLEPXUT
OOMEH CMEepTU, ero aktmeauus MOXeT MpPUBECTU
K rmOenu HEKOTOPbIX TUMOB KNIETOK, TaKnX Kak Kie-
TouHasa nnHua PC60 [Depuydt et al., 2005]. TNFR2
BOBeYEeH B uHAykumio anonto3a CD8+ knetok
pasnnyHbiMn areHtamn [Alexander-Miller et al.,
1998; Herbein et al., 1998; Kim, Teh, 2001].
HekoTopble vccnenoBaHUs ykasbiBalOT Ha Ha-
nnyne PyHKUNOHANbHbIX B3aUMOLENCTBUIN MeXay
TNFRI v TNFRII, B koTopbix TNFRIlI MmOXeT BbICTY-
naTtb B Ka4eCTBe 3JHXaHcepa (ycunurtend) uurto-
Tokcmndeckoro adoekta TNFRI. TNpu aktnsaumn
anonto3a FAS nurangom 3aTparvBailoTcs oba
Tuna peuentopoB (TNFRI n TNFRIl). Bsaumo-
nencrtene TRAF2 (a Takke aHTManonToTUYeCKMX
6enkos clAP1 n clAP2) ¢ TNFRI nurnéumpyet cno-
COOHOCTb 9TOro peuenTopa K MHOYKUMU Tnbe-
nun knetok. Korga TNFRI n TNFRII aktnempytotcs
ogHoBpemMeHHOo, TNFRIlI BbI3biBaeT gerpagaumio
TRAF2, Tem cambiM npenoTBpallas CB3blBAHUE
clAP1 n clAP2 ¢ TNFRI, noatomy ycunmBaeTcs
anonToTuyeckas CrnocoOHOCTb 3TOro peuenTo-
pa [Cabal-Hierro, Lazo, 2012]. Takum obpasom,
Buonormnyeckne adekTbl Npu akTMBauum 0gHOro
MU TOro xe Habopa peLenTopoB pas3HOOOpPa3HbI.
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B 3aBMCMMOCTM OT KOJMYECTBEHHOro OGanaHca
MeXay anonTOTUYECKMMU N aHTUANONTOTUYECKN-
MW CUrHanamMm MoXHo HabnaaTb NMbdo nponuge-
pauuio KneTok, nmbo ux rmbenb. B cBA3u ¢ aTMm
TNFR moryT nrpatb 3awWmTHYIO pPOoJib Npy Bocnane-
HUW, ayTOMMMYHHbIX 326051EBAHNAX M MMMYHHOW
3awuTe, a Takke y4acTBOBaTb B MATOrEHE3e HEKO-
TOpbIX 3a00/1€BaAHWIA.

Bonblyilo ponb B OnNpeneneHunm CUrHasbHbIX
nyten ot TNF-peLenTopoB nrpaeT 6anaHc mexay
MemMOpaHOCBSA3aHHLIMU U PacTBOPUMBLIMU dOp-
MamMu peuentopos. PactBopuMble $oOpMbl pe-
LenTopoB 06pasyloTcs B pesysbTate LenanHra,
WM OTLLENNEHNST BHEKNIETOYHbIX JOMEHOB peLien-
TOpoB. B HEBGONbLIOWN KOHLEHTPALMN OHU OOHa-
PYXEeHbl B CbIBOPOTKE U MOY€ 340POBbIX JIOAEN.
[MoBbILLIEHVE YPOBHS PACTBOPMMbIX PELLEenTOPOB
TNF MoXHO Habnopate B CbIBOPOTKE WU Mas-
Me MNpu NaToNOrMYEeCKNUX COCTOSIHUSIX, HANpUMep
npy peBMaTtougHOM apTpuTe, MOYEYHOW Hedo-
CTaTO4YHOCTU, CepAeyHO-COCYAMCTbIX 3abonea-
Huax [Safranow et al., 2009; Schulz et al., 2014;
Pavkov et al., 2015]. ¥ naymenTtoB ¢ HACI Takxe

0BHapyX1BaeTCs MOBLILLEHHOE MO CPaBHEHUIO CO
300POBLIMN NIIOALMU COOEPXaHNE PACTBOPUMbIX
TNFRII [Hui et al., 2004; Tokushige et al., 2007].
MexaHn3Mbl MHAOYKUUW  LlIegamHra  pelentopoB
TNF ycTaHoBneHbl He 40 KOHua. Bo3amMoxHo, CcTu-
My/Jibl, KOTOPbIE BbI3bIBAOT POCT ypoBHA TNF, Tak-
Xe BbI3blBaOT wepanHr peuentopoB TNF Tak,
M3BECTHO, 4To CD8* T-knetkn perynupytoT TNFRII
CUTHANVHI Yepes3 CHMXEHVE YPOBHSA 3TUX peLer-
TOPOB Ha NOBEPXHOCTU KNETOK N YBEJINYEHNE pac-
TBOPUMBbIX DOPM MNOCPEACTBOM 3KTOAOMEHHOro
wepanHra [DeBerge et al., 2015]. NpegnonaratoT,
4YTO BaXKHYIO POJIb B 3TOM MNPOLLECCE UrpaeT MeTasl-
nonpotenHasa ADAM-17, koTopas akcrnpeccupy-
eTcs B akTuBMpoBaHHbix CD8* T-kneTkax [DeBerge
et al., 2015]. ®uamonornyeckas posb PacTBOPU-
MbIX peuentopoB TNF He BbisicHeHa. V3BecTHO,
yto 0ba TMNa PacTBOPUMLIX PELLENTOPOB MOryT
ceasbiBatb TNF in vitro n nHrnbuposaTtb ero 61o-
JIOrMYecKkyo akTUBHOCTb, KOHKYPUPYS C peLenTo-
pamu cBasbiBaHUA TNF Ha nOBEpPXHOCTU KIETOK.
MoatoMy OblNO BbiCKa3aHO MPEANoSIoXeHne, H4To
WeaauHT PeLenTopoB B OTBET Ha MOBbILLEHWE
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ypoBHS TNF MOXeT CnyXuTb MEXaHU3MOM CBS-
3blBaHMA U HrMounposaHus TNF, 4yToObl OH HEe Mor
Ccpaszy CcBA3aTbCH C NOBEPXHOCTHLIMU peLenTopa-
MW, TEM CaMbiM OrpaHMyvBas BOCMHANUTENbHbIN
oteeT [Weifeng et al.,, 2016]. Npn HU3KON KOH-
ueHTpauum TNF ero cea3blBaHMe C pacTBOPUMbI-
MW peuenTopamMm MOXET CcTabunmanpoBaTb 3TOT
UMTOKMH WM YCUIUTb HEKOTOpble ero addekThbl.
MMonyyeHbl CBMAOETENBCTBA Y4aCcTUs pPaCTBOPU-
MbIX dopm peuentopoB TNFR B natoreHese pana
3abosieBaHnA, B TOM Yncsie 1 3aboneBaHuin neyve-
HM [Marinos et al., 1995]. lNMpeanonaraetcs, 4TO
TNFRI-peuenTopbl y4yacTBYIOT B pasBUTUU MNPO-
LeccoB anonto3a n ¢pubposa B nedeHn [Tarrats
et al., 2011]. TNFRII-peuenTopbl, N0 MHEHUIO HE-
KOTOpPbIX aBTOPOB, OKa3bIBAIOT UMMYHOMOAYNNPY-
IoWnii 3@EKT U UX YPOBEHb OTpPaxaeT CTerneHb
MMMYHHOro oteeTa [Tarrats et al., 2011]. YpoBeHb
pacteopumMbix TNFRI B nepngepunyeckor BeHe oT-
paxaeT TsSHKeCTb BOCMaNeHUs B NEYEHN npu Xpo-
Hmnyeckom renatute C [Cubillas et al., 2010], an-
KOrosieHoOM nospexaeHnn neveHu [Naveau et al.,
2001] n meTtabonunyeckmx paccTponcTeax [Lin
et al., 2004]. Y naumeHTOB C UMPPO30OM coaepKa-
HUE 3TUX PEeLenTOpPOB B MEYEHOYHbIX BEHAX KOP-
penupyeT ¢ nopTasibHbIM BbIXO40M 9HAOTOKCUHOB
[Trebicka et al., 2011]. B cBA3n C 3TUM YpPOBHMU
pacteopumMbix peuentopos TNFRI n TNFRII npeg-
naraeTcs UCnonb30BaTb B KIVMHUKE KaK Mapkepbl
TSXKEeCTU 3ab6oneBaHnin 1 MPOrHOCTUYECKNE MoKa-
3atenu [Tokushige et al., 2007]. Hanpumep, noka-
3aHO, 4YTO Yy NaUVEHTOB C LLMPPO30M MeYeHn XOPOo-
LN NPOrHO3 OTHOCUTENIbHO CMEPTHOCTU CBSI3aH
C MOBbILIEHHBLIM COAepXaHneM B nnasmMe pac-
TBopuMbIX TNFRII-peuentopoB [Grunhage et al.,
2008]. CoanepxaHue pactBopuMbix TNFR moxeT
ObITb MCMNONb30BaHO TakXe Kak mapkep adpdek-
TUBHOCTU JIEYEHUST  VMMYHHOMOZAYMPYIOLLMMN
npenapaTtamu naumMeHToB ¢ 3aboneBaHMsSMU ne-
YEeHW, B HACTHOCTU BUPYCHbIM renatntom C [Zekri
et al., 2007]. OgHako cBA3aH N MNOBbLILIEHHbIN
YPOBEHb 3TUX pPeuenToposB C TaxecTblo HAXBIT,
noka He scHo. Tak, B paboTte Hui ¢ coaBTopamu
He Obl1I0 OOHapPyXeHO pasnMyunii B copepkaHun
pacteopumMbix TNFRIl y naumeHToB ¢ gnarHosamm
CTeaTo3 W HeasKorosibHbI cTeatorenatut [Hui
et al., 2004], Torga Kak opyrmumy aBTopamm BbisiB-
JIEHO MOBbLILLEHME YPOBHS 3KCMNpeccun atmux 6en-
KOB B NeyeHn v nnaame Kposu 60nbHbIx HACIT no
CPaBHEHMIO C NauMeHTamm co cteato3om [Crespo
et al., 2001; Tokushige et al., 2007].

Monnmopdunsm reHoB peLenTopoB LUTOKUHOB
n HAXBIN

YpoBeHb STNFR MoOxeT onpenenstbcd He
TONbKO pasBUTMEM BOCMasieHUs npu  page

naTtosiornMin, HO N Haan4Mem MyTauuin B onpege-
JIEHHbIX 06NACTAX KOOMPYIOLWMX UX reHoB. B Ha-
CTOSILLEE BPEMSI U3BECTHO HECKOJIbKO MOIMMOpP-
¢dun3mos reHos TNFRI v TNFRII, Bnnsaoowmx Ha co-
hepxaHne MeMbpaHOCBA3aHHbIX U PACTBOPUMbIX
$OopM peLenTopos.

Tak, Hanpumep, Glossop ¢ coaBTopamu [2005]
n3ydanm BnavsHue nonumopdusmos TNFRSF1A
+36A>G n TNFRSF1B -676T>G Ha ypOBeHb pac-
TBOPUMBbIX PELEnTOPOB Y MaUMEHTOB, CTpanalo-
LKMX peBMaTtonaHbIM apTputom. B xoae uccneno-
BaHMS He OblJI0 YCTAHOBNEHO CYLL,ECTBEHHbIX pas-
NNYNIA MEXAY CbIBOPOTOYHBIM YPOBHEM ABYX TUMOB
sTNFR u tpemsa reHotunamm no +36A>G map-
kepy reHa TNFRSF1A y naumMeHTOB Ha PaHHEM
aTane pasBuTMS OONIE3HN U Yy NAUUEHTOB C YC-
TaHOBMBLLUMMCS peBMaTtougHbiM aptputom. Oa-
Hako ypoBHM STNFRI n STNFRIl cyuwectBeHHO
pPasnAMyanuCb y vy, C PasHbIMU reHoTUnamu no
-676T>G mapkepy reHa TNFRSF1B (TT>TG>GG)
[Glossop et al., 2005]. O6HapyXeHo, 4TO HOCUTe-
nm TT reHotuna no -609G>T nonnmopdHOMY Map-
kepy reHa TNFRSF1A (rs4149570) nmetoT 6onee
HU3KNI ypoBeHb pacTtBopuMbix STNFRI no cpas-
HeHuo ¢ Hocutenamu GG reHotmna [Sennikov
et al.,, 2014]. A y Hocutenen CC reHotuna no
-1207C>T (rs4149569) nonumopdHOMY Mapke-
py YpOBEHb MeMOPaHOCBSI3aHHbLIX PeLenTopoB
Ha MHTaKTHbIXx CD14 mMoHOUMTax oka3asica HuXe,
yeM y Hocutenen GC reHoTmna. Y oOHOPOB, nMe-
towmx CC reHotmn no -3609C>T mapkepy reHa
TNFRSF1B, Habnoganu 6ofnee HM3KOe Coaepxa-
Hue CD14 knetok, akcnpeccupyowmx TNFRII, no
cpaBHeHuto ¢ HocuTtenamu CT reHoTuna.

Cpeon Bcex OOHOHYKNEOTUAHbIX MOAMMOP-
¢u3moB no reHam peuventopoB TNF (a mx no-
psoka 200 gna reHa TNFRSF1A n 250 ona reHa
TNFRSF1B - no paHHbiM 6a3bl dsSNP NCBI)
Hanbonee W3y4EeHHbIMW B OTHOLUEHUW WX CBS-
31 C pasBUTMEM BOCMNaNUTENbHbIX 3abone-
BaHW ABAFIOTCS NOAMMOPGU3MbI:  rs767455
B no3vumn +36A>G, -609G>T (rs4149570),
-383A>C (rs2234649) n -580A>G reHa TNFRSF1A.
Yto kacaetcs reHa TNFRSF1B, To Hambonbliee
KONM4ecTBO paboT MOCBSALLEHO M3YYEHUIO MOSN-
Mopdumnama M196R (T676G, rs1061622), koTo-
pbIi accoumMmnmpoBaH ¢ n3aMmeHeHnem yposHs TNFa
B nna3me kposwu [Glossop et al., 2005]. Yawte Bce-
ro MU3y4yarT accoumaumio OAaHHbIX NOAMMopdUn3-
MOB C pa3BUTUEM Takmx 3aboneBaHuin, kak peema-
TOWAHBIA apPTPUT, CUCTEMHAs KpacHas BONMYaHKa,
6onesHb KpoHa 1 gpyrue. CnenyeTt OTMETUTb, 4TO
paboT, NOCBSALLEHHbLIX PO NMoauMmopdmnama aTnx
reHoB B pas3BMTUK 3abofieBaHUn nedvyeHun, Kpamn-
He mano. VimetoTca ceegeHus o cea3u rs1800693
reHa TNFRSF1A ¢ pas3sButnem GunMapHoro ump-
po3a y 6enokoxmnx esponeiiues [Liu et al., 2010;
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Puc. 3. IL6 curhaneHble nytn [Mitsuyama et al., 2006]

Mells et al., 2011], a Takke C YyBCTBUTENbHOC-
Tbl0 K renatuty C [Saito et al., 2004]. lNMokasaHo,
4YTO coyeTaHHoe aerncteme 3ameH 587T>G B reHe
TNFRSF1B n -238G>A B reHe TNF MOXeT MNoBbI-
LWaTb PUCK Pa3BUTUS asIkOrosbHOM 601e3HN neye-
HM [Machado et al., 2009]. 3ameHa ryaHnHa Ha TU-
MUH B no3uumn -329 reHa TNFRSF1A (rs4149570)
NPUBOAUT K CHMXeHUo akcrnpeccun TNFR1 n ac-
CoOUMMPOBaHa C Pa3BUTUEM renaToLENIONSPHON
kapumHombl [Kim et al., 2008]. Takxe rs1061622
reHa TNFRSF1B, Bo3MOXxHO, cBs3aH ¢ LUK [Wang
et al., 2005]. YTo kacaeTcsa AaHHbLIX NO accouua-
LMK NONMMOPOHBIX BAPMAHTOB FrEHOB PeLLenTopoB
UMTOKMHOB C passmtrem HAXEBIT, Takme cBepgeHus
NPakTU4EeCKM OTCYTCTBYIOT B IMTEPATYPE.

Komnnekc peLenTopos, onocpeayoLLmx
Ounonoruyeckyilo akTMBHocTb IL6, coctout u©3
TpaHcMeMOpaHHOro raMkonpoTenHa 1 Tuna, Ha-
3BaHHoOro IL6R (nnn CD126, GP80), n TpaHcmem-
OpaHHoro 6enka — nepeHocymka curHana 1 Tmna
GP130 (CD130) (puc. 3).

B knetkax-muweHsax IL6 B nepByio ovepenb
CBA3bIBAETCA C MeMOpPaHOCBS3aHHbIM HECUr-
HanbHbIM Q-peuenTtopom IL6R (mbIL6R). 3toT
KOMMIEKC 3aTEM CBSA3bIBAETCHA C OBYMS MOJEKY-
namn GP130, 4TO NpmBOAUT K nepedaye curHa-
na, Kotopas BktodaeT aktmBauuio JAK/STAT, ERK
n PI3 K curHanbHbix nyten. Nomumo atoro IL6
cnocobeH CBA3bIBATLCA C pacTBOpUMbIMU SILER
peuentopamu [Mitsuyama et al., 2006].

MIHTEPECHO OTMETUTb, YTO TOJIbKO HEKOTOPbIE
TUNbI KNETOK akcnpeccupytoT IL6R Ha noBepxHO-
CTU KNETKU. DTUMUN KITETKAMM ABASIOTCS Makpoda-
i, HEMTPOMUIbI, HEKOTOPLIE TUMbI T-KNETOK U re-
natoumnTtbl. B otnnumne ot ILBR GP130 akcnpeccu-
pyeTtcs NOBCEMECTHO. Ecnm aktmBaums KNeTok,
akcnpeccupyowmx Tonbko GP130, npoucxogut
¢ nomoubio IL6/sIL6R komnnekca, TO 3TOT MNyTb
CUrHanMHra HasblBA€TCS TPAHCCUTHAbHbIM My-
TEM, @ €CNnM aKTMBaumsi 9TUX Xe KIeTOK OCy-
LecTBAseTcs yepe3 GopMMpoBaHME KOMMIEKCa

mbIL6R/IL6, TO 9TOT CUrHaNbHbIM NyTb HA3blBAET-
CS1 KNIaCCMYECKUM CUTHasbHbIM NyTEM (puc. 3).

O6pazoBaHme komrnekca IL6/IL6BR/GP130
3anyckaeT akTuBauui MNOCAenylwmx CurHanb-
HbiX nyTen. AkTuBauma Ras MUTOreH-akTMBU-
pyembix npotenHknHad (MAPKs) onocpeayet
dochopunmpoBaHne U1 aKTMBALMIO  SAEPHO-
ro d¢aktopa C/EBPB, koTopbii CBA3bIBAETCS
C IL6-4yBCTBUTENbHBIM 3JIEMEHTOM MNPOMOTOPOB
reHOB OCTPOM ¢asbl, YTO NMPUBOAUT K UHOYKLUN
BblpaboTkn 6enkoB ocTpoi ¢dasbl. Komnnekc IL6/
ILBR/GP130 Takxe akTMBMpYeT Janus KnHa3bl
(JAK), Takme kak JAK-1, JAK-2, n TUPO3MHKMHA-
3y 2, a Takke TPaHCKPUNuUMOHHbIe dakTopbl, Ta-
KMe KakK MepeHOCYMKM CUrHaNoOB M akTMBATOPbI
TpaHckpunuum (signal transducers and activators
of transcription) STAT1 n STAT3, n doepmeHT doc-
datnamHosnTon-3-knHagy (PI3 K). NepemelyeHne
aKkTUBMpPOBaHHbIX STAT K a4opy onocpeayeTr pe-
rynsumio 60MbLLIOro Y1ucna reHoB, B TO BPEMS Kak
akTmBmpoBaHHas PI3 K, B CBOO o4yepeab, akTuBm-
pyeT CePUH/TPEOHVH KMHA3bl, B TOM YMCNE NpoTe-
nHknHagdy B/AKT [Mitsuyama et al., 2006].

M3 yka3aHHOro BbILLE MOHATHO, YTO PacTBOPU-
Mble dopMmbl ILER BbICTynatoT kak ycunmutenm émo-
norunyeckoro agpdekTa IL6.

AktmBaums GP130 TpaHcCuUrHanbHbIM MyTEM
MMEET peLlaloLlee 3HaYeHne A5 nepemMeLleHus
TMMPOoUNTOB B BOCNasieHHble o6nacTu. TpaHc-
CuUrHanbHbIN NyTb, onocpeaywmi gerctaeme IL6,
NUrpaeT KJI0YEBYIO POJib B PA3BUTUM HEKOTOPbIX ay-
TOUMMYHHbIX 3a200/1eBaHNI 1N BOCNANIEHNIA, BKJIIO-
yaa actmy [Doganci et al., 2005], peBmaTonaHbIn
apTpuT [Kotake et al., 1996], xpoHn4yeckne BOC-
nanuTenbHble 3abosieBaHMs kullevHuka [Atreya
et al., 2000], HekoTOpbIE TUMbI paka (MHOXECT-
BeHHas muenoma) [Becker et al., 2004; Stephens
etal., 2012] v neputonuTt [Hurst et al., 2001].

FenatoumnTbl U KPOBETBOPHbLIE KETKU SBASIOT-
CSl OCHOBHLIMU UCTO4YHMKaMK SIL6R, obHapy>eH-
HbIMW B KpoBooOpalieHuun [Sheller et al., 2011].
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06 aTOM CBUAETENLCTBYET TOT DAKT, YTO Y MbILLEN
C HOKayTMPOBAHHbIM FreHOM /I6r B renatouuTax Cbl-
BOPOTOYHbIN ypoBeHb SILBR Obin Ha 32 % Huxe,
yemM y Mblwen gukoro tuna [Mitsuyama et al.,
2006]. HokayTt reHa IL6R B KPOBETBOPHbIX KIIETKaX
NpMBEN K PeayKLUMM CbIBOPOTOYHOIO YpOBHS SIL6R
Ha 60 % [McFarland-Mancini et al., 2010].

YpoBeHb MeMOpPaHOCBSA3aHHbLIX UM PacTBOPU-
Mbix ¢opm IL6R un3MeHsieTCcs B nnasme KpoBU
OO0NbHbIX Pa3NNYHbIMK 3ab60NeBaHUSIMKU, Hanpu-
Mep, Y BUY-nHpmumpoBaHHbIx ntoaen, y 60bHbIX
peBmatougHbeiM apTputom [Honda et al., 1992].
Mpn XxpoHuyecknx 3abosieBaHUSAX MeYEHU, Bbl-
3BaHHbIX U3INLLHMM NOTPebIeHNneM ankorons nm
Bupycom renatmta C, npomcxoaut WU3MEHEHWe
cofepXaHusi pacTBOPUMBIX U MeMbpaHOCBA3aH-
HbIX ¢dopm IL6R B nnasme kposm [Lemmers et al.,
2009]. Tak, Lemmers ¢ coaBTOpamu Habnoganm
noBbILLeHNE YPOBHSA pacTeopumoro GP130, HO He
sIL6R, B nna3me 60nbHbIX Ntogen [Lemmers et al.,
2009]. ABTOpbl 0B6HapPyXmMnn, 4To ypoBeHb IL6R
B Nnjia3amMe cHmxascs rno mepe ycunenuns ¢pmubdposa
nevyeHu, a yBenmyeHme cogepxanus IL6 accouum-
poBanocb Co cHMxXeHnem akcnpeccum MPHK reHa
IL6R B neyeHun. bbino BbIABUHYTO NPEANONOXeHne,
yto sGP130 nencrTeyeT Kak OCHOBHOW HeraTuBHbIN
perynaTtop IL6-TpaHCcCcurHanbHOro nytn. PacTBo-
pumbli GP130 nHrnbupyet Bsanmopencteve IL6/
sIL6R komnnekca ¢ membpaHHbiM GP130, npenoT-
Bpallasg akTMeauuvio MNOcnenywero BHyTPUKIe-
To4yHoro kackapga. IL6/GP130 nyTb cuntaeTcsa npo-
TEKTOPHbLIM B OTHOLLUEHUN TXecTn Gprnbposa B He-
napeHxmmManbHbIX kieTkax nedeHu [Streetz et al.,
2003]. Soresi ¢ coaBTopamMy He OOHapPyXwun pas-
nnunin B ypoBHe SIL6R B nnazme 340pO0BbIX NIOAEN
M MauueHToB C UMPPO30M nedeHn [Soresi et al.,
2006]. CyuwiecTBEHHOE MOBLILLIEHNE COAEPXaHUSA
aton dopmbl peuentopa IL6 aBTOpbl BbLIABUAM
y 60JbHbIX C renaTtokapumMHomMoli Ha lll ctagun.

Tak xe kak u B cnydae ¢ TNFR peuentopamu,
cofepXxaHne pacTBOPUMBIX 1 MeMbpaHOCBA3aH-
HbIX dopM IL6R MOXET onpeaensaTbCa He TOJIbKO
aKkTuBaUMen MMMYHHOW CUCTEMbI MPU psae naTo-
NIOrMYECKMX COCTOSIHWIA, HO N 3aBUCETb OT MOMU-
Mopdunama reHa IL6R.

OBe wusodopmbl SIL6R, wmnaoeHTdOUUMPOBAH-
Hble B MaasmMe KPOBM 300POBbIX WHANBUAYYMOB,
rEHEPUPYIOTCS NPUY NOMOLLM Pa3iMyHbIX Mexa-
HM3moB [Muller-Newen et al., 1996; Jones et al.,
2001]. Cuwntaetcs, 4TO OCHOBHaa 4actb SIL6R
npoayumpyeTcs MNOCPeacTBOM Mpolecca Lwea-
OVHra, npv KOTOPOM MPOUCXOOUT MNPOTEONNTU-
yeckoe pacuwienneHne mbIL6R 1 nocnepywowmni
BbIXO[, NUraHA-CBs3bIBAIOLLEro 3KTOAOMEHa BO
BHEK/IETOYHOE npocTpaHcTBo [Millberg et al.,
1993]. Btopasa nsodpopma npoayumpyeTcsa 4yepes
TPaAHCAAUMIO  aNlbTEPHATUBHO CMamcCUpPOBaHHOW

MPHK, y KOTOpon OTCyTCTBYEeT nocnefnoBaTesib-
HOCTb M3 94 nap OCHOBaAHWMN, KOAMPYIOLLAsS YacTb
TpaHCMeMOpaHHOro [OMeHa, KoTopasi 3askopu-
BaeT peuenTtop Ha membpaHe kneTok [Lust et al.,
1992; Horiuchi et al., 1994]. Ha npouecc wenanH-
ra BNnsieT HeCMHoOHMMMn4Yeckas mytaums Asp358A-
la, nnn rs2228145 (A>C), paHee n3BecTHas kak
rs8192284, koTopasi NpoucxoauT BHYTpM obnac-
TN, KOOMPYIOLLEN CanlT NpPoTEOSIMTUNYECKOro pac-
wennenus, B ak3oHe 9 reHa IL6R, Ha xpoMocoMme
1921.3 [Millberg et al., 1994]. 3tot SNP gaBnset-
CS1 MPUYMHONM CUNIBHOIO Pa3nMyuns B KOHLEHTPALUK
IL6R y HOCUTENEen pasnnyHbIX annenemn, npu aTom
ons Hocutenen MmmHopHoro annens (C) xapakTtep-
Hbl MOHMXEHHble KOoHUeHTpaunr mbIL6R n noBbI-
LeHHble KoHUeHTpaumu sIL6R [Galicia et al., 2004;
Rafig et al., 2007; Melzer et al., 2008; Lourdusamy
etal., 2012; Ferreira et al., 2013]. XoTs HEKOTOpPbLIE
npeabloyLie nccnenoBaHus He 0OGHapPYXuIm ac-
coumaumio rs2228145 ¢ askcnpeccuenn mPHK IL6R
[IL6R..., 2012] nnn akcnpeccuen TPaHCKPUNTOB
PHK, kognpytowmx mblL-6R [Ferreira et al., 2013],
Oblna obHapyXxeHa nosnTneHasa accounaums C an-
nens rs2228145 ¢ ypoBHEM 3KCNpeccun anbTep-
HaTMBHO cnnamcupoBaHHblx MPHK [Stephens
etal., 2012; Ferreira et al., 2013].

Van Dongen ¢ coastopamu [2014] nokasanwu,
41O nonmmMopdunam B obnactn reHa IL6R Ha Xpo-
MocomMme 1 oObscHaeT 69 % Bapuauuini B ypOBHE
sIL6R, 13 koTopbix 19 % o0OycnoBneHbl reHeTu-
4eCKMMU BapmaHTamMmu, OTANYHbIMU OT rs2228145.
20 % Bapunauunii obecneunBaeT rs4537545, npwu
3TOM Yy HocuTenen TT reHoTMna no gaHHoMmy SNP
ypoBeHb SIL6R B gBa pasa BbilLe, YHEM Y HOCUTENEN
CC renotuna [Rafiq et al., 2007]. bbino nokasaHo,
YTO OOHOHYKNEOTUOHbIE 3aMeHbl B 3 -HeTpaHC-
nmpyemMoin obnactu reHa IL6R OTBETCTBEHHbI 3a
coaepxaHne ero TPaHCKPUNTOB B KJIETKAx 1 ypo-
BeHb SIL6R B nnasme kposu. Galicia ¢ coaBTopamum
[2004] npoOeMOHCTPMPOBaNn, 4TO y HOCUTENEN
MUHopHoro annens Asp358Ala HabnopaeTcs yBe-
JIN4eHne CblIBOPOTOYHOIro ypoBHS IL6R. B paboTte
Bankc ¢ coaBTOpamm rnokasaHo, 4To y HocuTenen
TT reHotuna no NOAMMOP@HOMY Mapkepy reHa
IL6R (rs4537545) noBbllLeH ypoBeHb IL6 1 IL6R, HO
He ypoBeHb TNFa [Bank et al., 2014].

MyTauuu B reHe IL6R cBsi3aHbl C PUCKOM pa3Bu-
TWS NONUIEeHHbIX 3a60N1EeBaHNIA, CONPOBOXAAIOLLNX-
cs BocnaneHuewm [Ferreira et al., 2013], B Tom uncne
n ¢ passutrem HAXBIM [Kyp6atoea n ap., 2016a].
OpHako paboT Mo reHeTMYeckol npeapacnono-
>KXEHHOCTU HOCUTESEN Pa3HbIX MOIMMOPMHbLIX Bapu-
aHToB reHa IL6R k HAXBIT o4yeHb mano. NokazaHo
CHUXEHME puCKa pPas3BUTUS TenaToLeItoNspHOM
KapuWHOMbI, MHAYLMPOBAHHOM BMPYCOM renatmrta
B, y Hocutenen TT reHotuna no nosvMmMopgdHOMY
Mapkepy rs6684439 reHa IL6R [Deng et al., 2014].
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Micxoaoa M3 M3JI0XEHHOro Bbllle, MOXHO 3a-
KJIIO4UTb, 4TO BOMPOC O COOTHOLWEeHWW BKhana
rEHETUYECKNX AETEPMUHAHT U GakKTOPOB cpeapl
B passutme BocnaneHns npu HAXBIT octaetca
HepeLwleHHbIM 1 COXPaHSeT CBOK akTyaslbHOCTb
B CWJ1y 3HAYMMOCTIM NMPOBOCHAIUTESbHbBIX LLUTOKN-
HOB 1 X PELEnTOPOB B 3TUOJIOMMM N NaTOreHese
HAXBI. PacwupeHne npenctaBieHns 0 CBA3U
reHeTn4ecknx GakTopos, B TOM 4YMcCsie noanMmMop-
¢dun3ma reHoB LMTOKMHOB U UX PELLENTOPOB, C pas-
BUTVUEM HEeankorosibHOM XNpoBOWN 60Ne3Hn rneyve-
HW NO3BONNT OLEHUTb BKaA nonnmMopdusma aTmnx
FEHOB B MExaHW3Mbl anonTto3a, Hekpo3a, Bocna-
nexHuns n pmbposza npu HAXKEI. BbisBneHmne HOBbIX
NepPCNeKTUBHbIX MOJIMMOPPHbBIX MapKepoB reHOB
LMTOKMHOB M NX PELLenTOPOB 4SS OLEHKN UHOMBN-
ayanbHblx pruckoB pa3suTtmsg HAXKBI nveeT 60b-
Loe 3HaYyeHne ansa Koppekunn MegmkaMeHTO3HO-
ro fIe4eHns N NPOPUNaKTUKN OCIOXHEHUNIA.

duHaHcoBOe obecriedeHne  nccaem0BaHni
OCYLLIECTBJISI/IOCh M3 CPEeACTB enepasbHOro
6roaxeta (tema N° 0221-2014-0034) v npu noa-
nepxke ctuneHauv MNpeauaeHta PO a1 moaoasix
YUYEHBIX U aCrUpPaHTOB, OCYLLECTBASIOLMX MepcC-
MEeKTUBHbIE Hay4YHbIE MCCAEN0BaHUSA 1 pa3paboT-
K1 10 MPUOPUTETHBIM HAaNpPaBaeHUSIM MOAEPHU3a-
LI POCCUMIACKO aKOHOMUKM Ha 2015-2017 rr.
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PASPABOTKA KOMITJIEKCA GREEN JASMINE
Angd N3Y4YEHNA U NMPOTrHO3UPOBAHUA
COCTOAHNA SKOCUCTEM BEJ1IOIO MOP4

A. B. Tonctukos', U. A. HYepHos?, C. A. Myp3uHas,
A. M. MapTbiHoBa?, H. I'. lkoBneB®

" UHcTuTyT BOAHbIX npobsiem Cesepa Kapesibckoro Hay4Horo ueHTpa PAH, lNeTpo3aBoack

2 IHCTUTYT NpuknaaHbix MaTeMaTu4ecknx nccaenoBaHnii Kapesibckoro Hay4Horo ueHTpa PAH,
lNeTpo3aBosack

3 IHcTutyT Guonornm Kapenbckoro Hay4yHoro LeHTpa PAH, lNeTpo3aBoack

4 3oonornyecknii nuHctutyT PAH, CaHkT-lNeTtepbypr

S UHCTUTYT BblumcnTensHou matematvkn PAH, MockBa

Komnnekc Green JASMINE npegHasHavyeH s NoJlydeHUs1 COrflacoBaHHbIX AAHHbIX MO
TEPMOrMapoanHamMuKe n bruoreoxrMmmnyeckm napametTpam 6enoro Mopsi, KONMYeCTBEH-
HOr 0 BblpaXeHu1si NOTOKOB BeLLEeCTBa BHYTPU BOAOEMA U Ha rpaHuue ¢ bapeHueBbiM MO-
pem. B kayecTBe TepmormapoamHamMmmyeckoro 6noka ncrnonb3dyetcsa moaens JASMINE,
OCHOBaHHasi Ha KOHEeYHO-3neMeHTHo Moaenu CesepHoro Jleposutoro okeaHa (FEMAO).
Mogenb HacTpoeHa Ha ycnoBust benoro mops 1 conpsixeHa ¢ 6,10KkOM AMHAMUKK nena-
rMYeckor 3KOCUCTEMbI, B KQYECTBE KOTOPOro NpMMeHseTcsa utanbsaHckas mogens BFM.
B BFM uncnonb3oBaH CTEXMOMETPMYECKUI NOAxX0n, Ofs MaremMaTM4eckoro onmcaHus
COCTOSIHUS 9KOJIOrMYECKOM CUCTEMbI: HEM3BECTHLIMU ABAAIOTCS KOHLEHTPaUUM TeX Nnn
VHbIX 9/IEMEHTOB B COCTaBE PasdfinyHblX GYHKUMOHANBHbIX FPYMM, TaKUX KaK, HanpumMep,
[OMaTOMOBbIE BOAOPOCHN, KPYMHbIA GUTOMNAHKTOH, uMaHobakTepun, 6akTepuoniaHk-
TOH, reTepoTPOPHbIE XIYTUKOHOCLbI, PACTBOPEHHOE B BOAE KOCHOE OPraHnyYeckoe nnun
HeopraHnyeckoe BeLLecTBO. [10/IHbIN CNNCOK NEPEMEHHbIX HACUYNTLIBAET NATb AECATKOB,
npy 3TOM ONUCaHbl LUUKIbI yraepoaa, a3ota, ¢ocdopa, KpeMHus, a Takxke xnopopunn
a B coCTaBe aBTOTPOPHbLIX OPraHM3MOB, YYUTLIBAOTCH PACTBOPEHHbIN B BOAE KUCNOPOL,
n cepoBogopon. OTmevaeTcs afekBaTHOe BOCNPON3BeAeHE TEPMOrMapoaMHaMn4ec-
KX napameTpoB Benoro mops. KayectseHHOE MOaenbLHOE pacrnpeneneHmne xnopoduin-
na a v NepBUYHON NPOAYKLUMN Takxke B LLEe/IOM COOTBETCTBYET peasibHOM KapTUHE ero
pacnpeneneHuns. PazpabaTtbiBaeMblin nporpamMmmHbiii komnnekc Green JASMINE nomo-
raet pewartb BaXHble 3a4a4n, CBA3aHHbIE C PYHKLMOHMPOBAHMEM 3KocucTem benoro
Mopsi. Ero ocoBeHHOCTbIO SIBNSIETCA BO3MOXHOCTb paccMaTpuBaTb pacnpepeneHve
TeMnepaTtypbl, COIEHOCTU, ibAa U COCTOSHME SKOCUCTEM B 3aBUCUMOCTM OT CLEeHapu-
€B M3MEHEHMS BHELIHNX GakTopoB. DyHKLUMOHMPYET 610K NepeHoca NpuMecH, BktoYas
nepeHoc HePTn, YTO OCOBEHHO akTyanbHO NPU MOAENNPOBAHNN 3KONTOrMYECKMX KaTacT-
pod. Kpome Toro, komnnekc obnagaet 3Ha4nTeNbHON MOKOCTBIO U MOLLHBIM NOTEHLN-

aJZIoM angd pacmpeHnd.
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KniouyeBble cnoBa: benoe mope; MoaenvMpoBaHue; nenarnyeckass aKOCUCTeEMa;
Green JASMINE; BFM.

A. V. Tolstikov, I. A. Chernov, S. A. Murzina, D. M. Martynova,
N. G. Yakoviev. DESIGN AND APPLICATION OF THE GREEN JASMINE
COMPLEX FOR THE STUDY AND PREDICTION OF THE ECOSYSTEMS
STATE AND VARIABILITY OF THE WHITE SEA

The Green JASMINE complex is designed to produce consistent data on the thermo-hy-
drodynamical and biogeochemical parameters of the White Sea, as well as to assess the
matter fluxes within the sea and in the areas adjacent to the Barents Sea. The JASMINE
model serves as the Hydrodynamical block and is based on the finite element model
of the Arctic Ocean (FEMAO). It is coupled with the biogeochemical block, which is the
BFM model maintained and developed by the BFM Consortium. BFM uses the stoichio-
metric approach for description of the state of ecosystem: variables are concentrations
of elements or substances in different functional groups, e. g., diatoms, large phyto-
plankton, cyanobacteria, pelagic bacteria, heterotrophic flagellates, dissolved organic
or inorganic matter, including oxygen and hydrogen sulfide, etc. The total number of
variables is about 50: cycles of carbon, nitrogen, phosphorus, silicium are described,
as well as production of chlorophyll-a by autotrophic plankton. Thermodynamical fields
have been shown to be well reproduced by the model. The behaviour of chlorophyll and
primary production also corresponds to the real pattern. The developed software com-
plex Green JASMINE allows solving important problems concerning ecological systems
of the White Sea. It is able to simulate the distribution of water temperature and salini-
ty, ice cover, and ecological tracers depending on climate change scenarios. There is
a functioning passive tracer advection block which can be useful for simulating ecologi-

cal disasters. The complex is flexible and can be easily extended.

Keywords: the White Sea; modeling; pelagic ecosistem; Green JASMINE; BFM.

BBepeHune

B yCcnoBusix UISMEHYMBOCTU Knvmata UCcneao-
BaHMe Mopckon ¢pnopbl n dayHbl CeBepa aBnseTcs
HeobX0OMMbIM U HEOTbEMJIEMbBIM 3TaNoM B LEenn
MOHUTOPUHIOBbLIX PaboT, NPOBOANMbIX B ApPKTUKE
n CybBapkTtuke. IPDEKTUBHBIMU NHCTPYMEHTAMMU
N3y4yeHnst OYHKLMOHMUPOBAHUST MOPCKUX 3KOCUC-
TEM FABNSIOTCA TPEXMEPHbIE MaTEMATMYECKNE MO-
nenu. OHM no3BONAIOT pellatb cneumduyeckne
3a4a4n, KOTopble gaxe npu o6bIMHOM MHOrOJSIEeT-
HeM HabaeHUM NMOO0 3aTPYAHUTENbHbI, NGO He-
BbIMOJIHMMbI. OTO OTHOCUTCS, HaNPUMeEP, K aHanum-
3y CLeHapueB U3MEeHeHUs kimMara (notenneHue
WU NOXO0NI0AaHVE, YBEMYEHVE UV YMEHbLLIEHNE
KonmyecTBa OCafKkoB, konebaHne XxapakTepucTuk
pacxonoB PeK U T. M.), UBMEHEHUIN KOHLLeHTpauum
OVOreHHbIX 3/IEMEHTOB B OTAEJIbHbIX paloHax BO-
[oemMa, a TakkKe K BO3MOXHOCTM MPOrHO31pPOoBaHUs
COCTOSIHUS MOPS NMPW COXpaHeHnn HabnoaoLLmX-
CA TEeHOEHUMA 1 Npu 3a0aBAEMbIX HAPYLUEHUSIX
pexuma. lNpu aTOM MOOEenMpyeTcs BO3L4EeNCTBUE
BHeLUHMX HaKTOPOB, a OLLEHNBAIOTCH TePMOrnapo-
OMHaMN4eCKMe 1 3KOCUCTEMHbIE NapamMeTpbl B BO-
JOeMe B 3aBMCMMOCTU OT CLieHapu4.

Hannune nopo6bHon momenu B UMMKN KapHL,
PAH [Chernov, 2013] n 06beM penpe3eHTaTUBHbIX
OaHHbIX Mo Benomy Mopto 3a MHOIOJIETHUIA NEPUOLA,

nmetowminca B MIBMNC KapHLU, PAH [ToncTtukos v ap.,
2010] n 3NH PAH [Usov et al., 2013; basa...], co-
30a10T NpeanocbUlkM 419 OTBETa Ha BOMPOC, YTO
NPOUNCXOOMUT C 3KOCUCTEMAMM MOPS B TEMIbIN WUIn
XONOLHbIV rof, Npu yCuneHun asTpodukaumm, npu
NOCTYM/EHUN C PEYHbIM CTOKOM 3arpA3HSAOLLMX
BeLLeCTB (HedTenpodykTbl, nnactuk v ap.). MNpu
YCIIOBUWN BbINOJIHEHUS a4eKBaTHOrO BOCMNPOM3Be-
OeHVa MOo4eNbio NPOoLLECCOB, NMPOUCXOOALLMX B BO-
JOeMe, ykasaHHbli NyTb paboTbl CO CLEHapPUSMMU
CTaHeT WHCTPYMEHTOM [Ji9 CO34aHus MporHosa
N3MEHEHNN COCTOAHUSA Bbenoro mops B OyayLlem
N oS PeTPOCNEKTUBHOro aHanma3a. O630p cyLecT-
BYIOLLMX Mofenein amHammnku Benoro mops, BKIO-
Yyasi IKOCUCTEMBI, OblT OCTATOYHO MOJSIHO OCBELLEH
B npeaploywmx pabotax [benoe mope..., 2007,
Tonctukos, 2016], ogHako Ham HemM3BecTHa Opy-
rasi nogobHas MoAesb, y4MTbIBaIOLLLAA TPEXMEPHYIO
rmopoavHaMunky, MOPCKOW Nef, 1 3KOCUCTEMbI, NOa-
JepxunBaemas 1 pa3srBaemMasi B HaCTosLLee BPpeMS.

CoBmMeCTHOEe u1Cnofb30BaHWE MpeanaraemMon
B CTaTbe MOLENN, MHOTMOJIETHUX MXTUONOMNYECKNX
N BUOXMMMYECKNX OAHHBIX O COCTOSAHUM MOPCKUNX
rMOpoOMOHTOB N 3KOCUCTEM B LiefioM 6yaeT cro-
coOCTBOBaTb MOJIYHEHUIO HOBLIX AAHHbLIX O BIUS-
HUN U3MEHEHWNI KNMaTa U 3KONOrM4eCcKnx ycno-
BUA Ha GOPMUPOBAHUE YCTOMYMBOCTU YHUKASIb-
HbIX J19 BOLOEMOB APKTUYECKOro permoHa Buaos,
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MexXaHM3MOB UX NPUCNOCOBEHNS K YCTOBUSAM Bbl-
COKMX LUMPOT.

MaTtepuanbi u metoabl

JASMINE - 3TO nporpamMMmHbIi KOMMIEKC YMC-
JIEHHOM MOoZenn Bogoema, BOCNpPoOn3BoasLLen am-
HaMKKy 1N TepMOAVNHAMUKY BOA U SibAa, CO34aHHbIN
Ha 6a3e mopenu CeBepHoro JlenoBuToro okeaHa
(FEMAO) npod. H. T. 9kosnesa [2009] n B coas-
TOopcTBE C HUM [HepHoB 1 ap., 2016]. CtpykTypa
JASMINE mopynbHasi, OHa OTHOCUTENBbHO MPOCTO
JononHseTcs 610kaMy YCBOEHUS AaHHbIX AVHAMU-
K1 nenarn4eckom aKOCUCTEMbI, NepeHoca NpuMecu
1 T. N. drsnyeckme ycnosus oJis pacyeToB (Temne-
paTtypa, COJIEHOCTb U MIOTHOCTb BOAbl, OCBELLEH-
HOCTb, CKOPOCTb BETPA, pa3Mepbl CETOYHON SHENKN
n T. n.) noctaenset JASMINE, oHa e BbINOHSAET
TpPexXMepHyo aasexkumio, andoysunio 1 rpasuTaum-
OHHOEe OoCaxaeHune TpaccepoB. TepmorvapoavHa-
Muyeckme ycnosusa ons benoro mops BOCNpou3Bo-
naTca agekBaTHo [HepHoB n gp., 2016].

Bnok skocucTeMbl MOPSi OCHOBaH Ha mMoaenu
BFM [http://bfm-community.eu], KoTopas xopo-
WO 3apekoMeHaoBana cebs ana MoaenMpoBaHus
rnenarn4eckom 3KOCUCTEMbI MOPEN U OKeaHOB
(AtnaHTuka, dbopasl Hopserun, CpepusemHoe
Mope, MunpoBoin OkeaH) B COCTaBe KOMI1EKCOB
PELAGOS, NEMO wn pgpyrux [Vichi et al., 2015;
Lazzari et al., 2016].

BFM uncnonb3ayetr cTexMoMeTpu4ecKni noaxom,
019 MaTeMaTUyecKoro OnnucaHna COCTOAHUS 3KO-
JNIOrMYECKOM CUCTEMbI: HEU3BECTHLIMW B MOAEN
ABNAIOTCH KOHLEHTPaUUU 3JIEMEHTOB U CIIOXHbIX
BELLEeCTB B COCTaBe Pa3/INYHbIX QYHKLMOHAIBHbIX
rpynn, Taknmx Kak OuaTtoMOBble BOLOPOCAN, KPYM-
HbIl UTOMNAHKTOH, UmMaHobakTepun, GakTepu-
OMJIAHKTOH, reTepoTPOMdHbIE XIYTUKOHOCLbI, pac-
TBOPEHHOE B BOAE BeWeCcTBO 1 T. N. MNMonHbIn cnu-
COK NepeMeHHbIX HAaCYUTLIBAET NATbL AECATKOB, NpU
3TOM OnucaHbl UMKIbl yrinepoga, asora, pocdopa,
KpeMHus, a Takke xsopodwusna B COCTaBe aBTOT-
POMHBIX OPraHM3MOB, Y4UTLIBAIOTCA PaACTBOPEH-
HbIM B BOZE KMCopoa 1 ceposoaopon. B moaenu
TaKxe npesycMoTPeH (XOTH MO YMOJIHaHMIO OTKJTIO-
4yeH) umkn xenesa. lNoegaHue, HanpuMep, O4HOro
BUAa GUTOMNAHKTOHA XULLHBIM  300MIaHKTOHOM
OMnucaHo kak ybblBaHWE KOHLIEHTpauuii BELLECTB,
BXOOALLMX B COCTaB MNepBOro, U PpOCT TakOBbIX AJ14
BTOpOro. Bcero B Mmogenu npeactassieHo Mo YeTbl-
pe rpynnbl GUToNIaHKTOHa (BKOYas LumaHobakTe-
puK) 1 300MIAHKTOHA, O4HA rpyrnna nenarn4eckux
HeaBTOTPOMHLIX BakTepuii. HegoctaTkoM Takoro
noaxoga SBNSETCHS HeoOXOAMMOCTb COrflacoBbl-
BaTb 3HAYEHUs NOJIEN HA rPaHMLAX N B YCTbAX PeK.

Benoe Mope npencrtaBnseT 0cobyw Bax-
HocTb ans Poccuiickoii Depepaummn, NOCKOJSbKy

MOSIHOCTbIO BXOAWUT B TEPPUTOPUANbHBIE BOAbI
CTpaHbl U aKTUBHO MUCMNONb3yeTcs OJ1si pbi6onoBC-
TBa 1 MapuKynbTypbl [Benoe mope..., 2007]. Yka-
XEeM ero 0CHOBHble 0COBOEHHOCTM, BaXHbIE C TOYKMN
3peHnss MOLAENNPOBAHUS €r0 9KOCUCTEM.

OcHOBHast oTAMYUTENBHAS MAPOANHAMUYEC-
kasi 0CO6eHHOCTb Benoro Mopsi — CUJbHBIN Nosy-
CYTO4YHbIA NPUNNB, VHOYLUMPOBaHHLIM 13 BapeH-
LeBa MOPS M CO30AI0LLMIA XapaKTEPHYIO KapTUHY
TeYEHUI, NpK 3TOM Nnepuog npucnocobneHns 6am-
30K k nepuony npunmea [CemeHos, 2004]. Takum
06pasomM, MMeeT MeCTO KBa3nnepmogndeckunii pe-
XUM TeYeHUN 1 Buxpen. VIHTeHCMBHaga npunvBHas
OVHaMunKa BOA, NPUBOAUT K UX MEPEMELUMBAHUIO,
0COOEHHO B CEeBEpPHbIX parioHax Mopsi — BopoHke
n lopne. Betep Takke Cepbe3HO BAUSET Ha Te-
4yeHusi, 0cOBEHHO MOBEPXHOCTHbIE, M CNOCOOEH
CWJTbHO MCKa3nTb CO30aBAEMYIO MPUIMBOM CTPYK-
Typy TedeHni. Jpyras ocCO6EHHOCTb MOPS — OTHO-
CUTENbHO OO0JbLLION 00bEM PEYHOro CTOKa (OKO-
no 200 km®/rog [Fupopometeoponorus..., 1991]),
CNeACTBMEM YEro SIBASETCHA MOHWXKEHHas cone-
HOCTb W CpPaBHUTENIbHO OOWILHOE MNOCTYMieHne
OMOreHHbIX 31EMEHTOB B 3anuvBbl. benoe mope
MOXHO paccMaTpmMBaTb B KayecTBE MNOCPEaHU-
Ka MeXAy KPYMHbIMU PEeKaMu 1 OpyruMmu MOpsiMu
ApPKTMYECKOro pernoHa. YNomsHyTble Bbille Mnpu-
NMBHbIE ABMXEHUSA O3HAYalOT CYLLLECTBEHHbIN BO-
DoobmeH mexay benbim 1 BapeHueBbiIM MOpSiMA
(BbiTekaeT okono 2200 km® Boapl B rof, a BTekaeT —
2000 km® [FmopomeTteoponorus..., 1991; benoe
Mope..., 2007]). MmeeT mecTo GanaHC CONEHOCTU
Mexay 3aTOKOM 6apeHLLEBOMOPCKNX BOL, PEYHbIM
CTOKOM 1 ocagxamu. Beicokas AMHAMWYHOCTb BOA,
Benoro mMopsi CHUXaeT OCTPOTy «NpobnemMbl Ha-
YasbHbIX JAHHbIX>», T. €. BAUSHME Ha4YanbHOro pac-
npeaeneHns rMapoanHaMmnYecknx, TEPMOXanH-
HbIX 11 OMOreoXMMNYECKMX noner ObICTPO yobIBaeT
CO BpeMeHeEM. BMmecTe ¢ TEM MOHATHO, YTO CIIOXHO
pPacCyYnTbIBaTb HA TOYHbIE U3MEPEHUS MHOMOYUC-
JIEHHbIX BENVYMH BO BCEM 06bEME MOPSI.

Benoe Mope OTHOCUTENIbBHO MENKOBOLHO
(cpeoHsis rnybuHa 67 M), B cuny 4dero penbed
[Ha CYLECTBEHHO BAUSET HA ANHAMUKY TEYEHWNI;
BO MHOIMMX pamoHax OWMOXUMWYECKN aKTUBHbIN
(v paxe 3BMOTUYECKUIA) CION NpOCTUpaeTcs OT
NOBEPXHOCTN A0 AHA MOPY.

PaspabaTbiBaemMblii  NPOrpamMMHbIA - KOMIMIEKC
Green JASMINE, Bkniovdalowmii 650kn TepMo-
rMapoaMHaMMKN U 3KOCUCTEMbI, BI0K nepeHoca
npumMmecu, GyHKUMOHMPYET Ha knactepax KapHL,
PAH [http://cluster.krc.karelia.ru] n VBM PAH
[www.inm.ras.ru/claster], nNOCKONbKy anroputm
TpexXmMepHol aaBekuun TpeboBaTeneH K BblHUC-
NNTENbHBIM PEcypcaM U MOBbILLIEHME 4Yucna ne-
PEHOCUMbIX CKaNSPHbIX MOMEN OO HECKONbKUX Ae-
CSAITKOB BedeT K HeoOXOOMMOCTU MCMOSb30BaHUS
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Puc. 1. T'opoBon xon xnopodwsnna a Ha NoBePxXHOCTU Benoro mops
B [OBYX Toukax: B [BMHCKOM 3ajMBe U B KOr0-BOCTOYHOW HacTu
BacceiHa (BBepXy) 1 cpefHeronoBOe pacnpenesieHne rno ropnusoH-
TaM. CpeHecyTo4Has KOHUeHTpaums (Mr/m3)

B pacyeTax BblICOKOMPOU3BOANTENBHbLIX MHOFOMpPO-
LLECCOPHbIX BbIYNCIUTESIbHBLIX YCTPOWUCTB. 10 cpaB-
HEHWIO C COBPEMEHHBIM NEPCOHANbHBIM KOMIbIO-
Tepom yckopeHune gocturno 300 pas.

PesynbTaTtbl U 06CyXaeHne

B HacTosAwWM MOMEHT AuHamMumka nepBuy-
HblX MNPOAYLUEHTOB BOCMPOU3BOAUTCS afekBaT-
Ho. PacnpeneneHve OUOreHHbIX 3/1EMEHTOB He-
CKOJIbKO 3aHMXEHO, NpY 3TOM COeaVHEHMs a3oTa

BOCMpPOM3BOAATCS nydiwle, yem ¢ocdatel. OgHa-
KO B [BMHCKOM 3anvBe KOHLEHTpauus HUTPaTOB
BbilLe HabnaaeMblx 3HaYeHWn, Toraa kak B Apy-
rMx paroHax cuTyaums obpaTHas. Mbl CBA3bIBaEM
3TO C HEeXBATKOM OaHHbIX O PaKTUYECKOM MOTOKe
BELLECTB CO CTOKOM pek. TeM He MeHee OMHaMn-
ka xnopodwunna, NepBUYHON npoaykumm n 6Guo-
Maccbl PUTOMNNAHKTOHA Ka4eCTBEHHO coriiacyeTcsd
C oOWwenpuHaTor kKapTuHoW. OTMETMM BbICOKYHO
M3MEHYMBOCTb pacnpeneneHns xiopodwunna a, kak
B MPOCTPAHCTBE, TaKk U BO BPEMEHU. Y3KUA NuK
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Puc. 2. TonoBoOV XO4 NEPBUYHOM NPOAYKLMN HA MOBEPXHOCTU Benoro
MOpS B ABYX TOYkax: B JIBUHCKOM 3aJMBE W B IOro-BOCTOYHON Yac-
T BaccenHa. OnyuleHbl 3uMHMe Mecsubl. OcpeaHeHne 3a 10 cyTok

(Mr/m8 B cyTKM)

ABI'YCT

CEHTIbPb

C I

T T R

Lo .

" 10 138 186 1 77 %0

Puc. 3. MepBuyHasa npoaykums (MoHb—CceHTA6pb). CpegHeMHoro-
NeTHne MoaesnbHble aaHHble (2004-2014 rr.), B Mr C-m2-cyT"!

KOHUEHTpaunn xjopodowunna, passBuBaloLLMACA
B TEYEHME HECKOJbKMX CYTOK BO BPEMS CX0Aa Jibaa,
NMOJIHOCTBIO CriiaXxmBaeTcsd Mnpu cpefHeMecsa4HOM
OCpefHEHNN: eClIN CYTOYHble 3Ha4YeHUs OoCTura-
0T 4 Mr/m® (Takue 3HaYeHus OeACTBUTENbHO MHOT -
na Habnopatotca [Kravchishina et al., 2015]), 10
cpenHemecsyHble He npeocxoaaTt 0,8 mr/me. ITy
0COOEHHOCTb HEOOXOAMMO Y4UTbIBATb NPU MoAae-
NMpoBaHMK pacnpegeneHus xnopodwnna a.

Ha pucyHke 1 npmBefeHbl 3Ha4€HNA KOHLUEHT-
pauumn xnopoduinia a Ha NoBepPXHOCTM MOPSHA U MO
TPEeM ropusoHTamMm MO MHOrOJIETHUM MOZEJIbHbIM

OaHHbIM. Nepuon BpemeHu, Korga Mope MnokKpbl-
TO N1bAOM, OMyLlEH, TaKk Kak B 3MMHMUE MeEeCSLbl
KOHLEeHTpaumsa 65m3ka K Hyno, a 06bemM AaHHbIX
no nogsegHoMy MUKy LIBETeHUS GUTOMMIAaHKTOHA
B MapTe-anpesne noka He Nno3BOoJISeT JOCTOBEPHO
BKJIIOYNTb €ro B CYLLIECTBYIOLLYIO MOAESb.
CpaBHuBaloTCA OBe Touykm B benom mope
(8 OBuHCKOM 3anuBe (65° c. w., 39° B. A.) n B Bac-
celiHe (65.5°c.w., 38°B.4.). B MiOHE KOHUEH-
Tpauus xnopodunna a MOHUXKAEeTCs, 4TO CBS-
3aHO C accumunsaumen OMOreHHbIX 3NeMEHTOB
dwuTonnaHktoHoMm [Beprep, 2007]. B ceBepHbIX
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Puc. 4. CpegHeMecsiyHble 3Ha4YeHMS B3BELLEHHOro TBepaoro selwectea (SPM), B mr/n. Mo gaH-

HbIM cnyTHMKa MODIS-Aqua. Maii—ceHTs6pb 2003-2010 rr. [Burenkov et al.,

panoHax Benoro mops (Hanpumep, B BopoHke)
BblpaXXeH OCEHHWI MUK, CBA3aHHbIA C 0OUJIbHBIM
pa3BuTHeM guHodnarennaT, oObl4HbIM B 9TOT MNe-
pvog ropa [Berger et al., 2001; Martynova et al.,
2011]. Ha HWXHUX rpaHuuax 9aBGOTUYECKOrO Crost
X0[, 3HaUNTENbHO Bonee NnaBHLIN B TeYEeHWe Bce-
ro roga (HWXHasa YacTtb puc. 1).

Ha pucyHke 2 nokasaH rogoBoOW xon, nepBuy-
HOI NPOAYKLUMM MO MOAENbHBIM JAHHBbIM B TEX Xe
TO4Kax, YTo 1 ans xnopodunna a.

KayectBeHHOE MOpOenbHOE pacnpegeneHue
xnopoowunna a B benom Mmope B LesiOM COOTBET-
CTBYET ero peajsbHoMy pacnpenenexHuto [beprep,
2007; KpaumwuHa, 2009; Mnbaw mn gp., 2011,
2016; Kravchishina et al., 2015]. Tak, akTnBHOe
pasBuTne GUTOMIAHKTOHA HA4YMHAETCS BO BPEMS
paspyLleHns 1 cpasy nocne cxoaa nbaa (B mae).
HaunbonbluMe KOHUEHTpauum B 3TO BpPeMs ropa
HabnalTCs B BEPLUMHAX 3a/IMBOB, MUHMMaSb-
Hble — B ['Opne v ceBepHon yacTu bacceiHa. Jle-
TOM B OHEXCKOM 3anvMBe OTMEYaloTCH HU3Kne
KOHLEeHTpaumn xnopodwunna a, 4To CBSI3aHO C UC-
yepraHveMm 3anacoB BMOreHHbIX 351eMeHTOoB. Bep-
TUKANbHOE pacnpefeneHne XopoLlo COrnacyert-
cs C fgaHHbIMM n3amepeHun [KpaeumwmnHa, 2009;
Kravchishina et al., 2015], n makcumym Habnoga-
eTcs B GoTnyeckom 30He, oo ropm3oHTa 20 m. Ce-
30HHbIA MOLESbHBIA X04 NEPBUYHOM MPOAYKLUN

2011]

COOTBETCTBYET [Amana3oHy W3MepeHun in situ
[Beprep, 2007; KpaBunwmHa, 2009; Nnbaw v gp.,
2011, 2016; Makcumosa, 2012; Npumakos, 2012].
MakcumymM nNpoaykumv NpuxoauTCca Ha Mamn, 3Ha-
YUTEJSIbHO MEHEE BbIPaXXEHbl MAaKCMMYMbl B aBlryC-
Te U ceHTsabpe.

Ha pucyHke 3 npuBeneHbl cpegHue MHOroneT-
HME MOLENbHbIE AaHHbIE MO NEPBUYHOM NPOLYK-
unun benoro mops 3a nepuog 2004-2014 rr.

XOpOoLLO BbIPaXeHO CHUXEHUE MEePBUYHON NPO-
Aykuumm netom B OHEXCKOM 3anMBeE N0 CPABHEHUIO
¢ [BMHCKM 3annBOM. «[19THO» MOHUXEHHOW KOH-
LLleHTpauun B3BELLUEHHOro TBepAOro BeLecTsa Ha
rpaHvue KaHganakwckmin 3anme — bacceriH B aB-
rycte nposiBAgeTCcs no AaHHbIM CNYTHUKOBBIX Cbe-
MOK MpakTU4eCcku AJ1s TOro Xxe nepuvoga (puc. 4).

3aknio4yeHue

Takum o00pasoMm, paspabaTbiBaemblii  Npo-
rpammHbii komnnekc Green JASMINE nomoraet
pelwartb BaxHble 3a4a4u, CBA3aHHbIE C PYHKLMO-
HUpoBaHMeM akocucteM benoro mops. Ero oco-
OEHHOCTbIO SBNSIETCA BO3MOXHOCTbL paccmaTpu-
BaTb pacnpegesieHme Temneparypbl U CONIEHOCTU
BOAbl, JIba U COCTOSIHME 3KOCUCTEM B 3aBUCU-
MOCTM OT CLEeHapUeB N3MEHEHNS BHELLHMX (hakTo-
pOB (MeTeoposiormyeckne napamMmeTpbl, pacxombl
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pek). DyHKUMOHUPYET 60K NepeHoca NpuMecH,
BKJllOYAs NepeHoC HedTU, YTO OCOOEHHO aKTy-
anbHO MPWY MOAENMPOBAHUM 3KONIOMTMYECKNX Ka-
Tactpod. Kpome TOro, mogenb obnagaet 3Ha-
YUTENBbHOW FMOKOCTLIO M MOLUHBIM MOTEHLUMANIOM
Os pacLumMpeHus.

PegynbTatbl COBpPEMEHHbIX  UCCNeLOBaHUN
nenarnyeckom akocuctembl benoro mops [Usov
et al., 2013; beneBuny 1 ap., 2015; Unbdaw n ap.,
2016] BHyLwAOT ONTUMU3M, YTO B CKOPOM BpeEME-
HU NOSIBATCS penpeseHTaTuBHbIE AaHHblEe MO 3KO-
CUCTEMHbIM MapamMeTpam U CTAHET BO3MOXHbIM
aZlekBaTHO BOCMNPOM3BOANTL pacrnpeneneHme, Ha-
npumMep, NMKOGUTONNAHKTOHA, NePEHOC KPMOBO-
[0pOCNei Co NbAOM, OLLEHUBATb MUrPaLMN TNYU-
HOK MXTMOodayHbl Ui NnepemMeLleHmne NnaTeH HedTun
npu ee pasnmBax.

Mpenonaraemyto MoZenb pekoOMeHayeTcs nna-
HOMEPHO MCMNONb30BaTb AN MPOBEAEHNS MOHU-
TOPUHIOBbLIX PaboT, KOTOPblIE MOFYT MMETb U On-
peneneHHbIn 3KOHOMUYECKMin apdeKT, Tak KakK nx
MOXHO OyOeT NCnonb30BaTb B MPOrHO3€e U3MeEHe-
HWS COCTOSIHUSA PbI® N BECNO3BOHOYHLIX B BOAHbIX
aKOCMCTEMAX NPU KITIMMaTUYECKUX USMEHEHUSX.

PaboTta rno MoAenIMpoBaHWIO aaBEeKTUBHOIO
n ANPPY3MOHHOro nepeHoca CKassiPHbIX MOJIEM,
B TOM 4ucse OGMoreoxviMmy4yeckmx, U ux rpaButa-
LMOHHOIro OCaxzaeHusl, a Takxke pabota no Ha-
CTPOVIKE B3avMOLENCTBUS TMAPOANHAMUNYECKOro
u buoreoxmmmyeckoro (BFM) 6710k0B BbINoOsI-
HeHa B IBM PAH u noanepxaHa rpaHtom PH®
Ne 14-27-00126. Pabota no pasaesy Moaempo-
BaHWsI TEPMOruapoaANHaMmN4eCKMx M 3KOCUCTEM-
HbIX MapamMeTPOB B «TEIJ1bl€» U «XOJ04HbIE» roAbl
M ycTaHoBJIEHNE BUOreoXMMmMYeCcKmnx 3aKOHOMEP-
HOCTeU B 3aBUCUMOCTU OT CLI€HapUEB U3MEHEHUS
KaymMarta BbIMOJIHAETCS pyv NOAAEPXKKE rpaHTa
PODOU N2 16-45-100162 p_a.
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CTPYKTYPHO-AUHAMUWYECKUE 3PDPEKTDI
B3SAMMOJOENCTBUA BEJIKA U APYITUX BUOJTIOMMYECKU
SHAYUMbIX MOJIEKVYJ1 C LUYHTUTOBbIM HAHOYIJIEPOLOM

C. . Poxkos, A. C. NlopioHOB

UHcTutyT 6mnonorum Kapesibckoro Hay4Horo ueHTpa PAH, lNeTpo3aBoack

M3yuyeHne GUsnKo-xmMmyecknx B3anMoaencTeumin 6enkoB 1 opyrux OMonornieckn 3Ha-
YUMbIX MOJIEKYST C LLUYHIMTOBLIM HaHOyrneponom (ShC), kak npeactaBuTenemM CeEMencT-
Ba rpadeHOBbIX HAHOMATEepPManoB, Heobxoaumo ana obecneyeHns 6nobe3onacHOCTU
B pa3HbiX 00N1acTsX ero NpUMeHeHns, BKIoYas bruomMeamuuiy. iuHaMmmyeckme xapak-
TEPUCTUKU MOBEPXHOCTM MOTEHLMANIBHOMO KOHTAKTa HAHO- 1 OMOCTPYKTYP, XapakTepuc-
TUKM B3aMOLENCTBUSA C pacTBOpuUTenem (rmgpataums) HECYT CYLLLECTBEHHYIO NHDOP-
Mauuio O TMNax BO3HMKAIOLWMX CBA3EN N B3aUMOLENCTBUI, BKIKOHAA B3aUMOOeNCTBME
C NEepeHOCOM NUraHaoB, a Takke O CBOMCTBAX COOTBETCTBYIOLLMX OMOHAHOrMOPUAHBLIX
cucteM. MeToaoM 3/1IeKTPOHHOMO NapamMarHMTHOro pesoHaHca (3MMP) cnuHoBoro 3oHaa
Ha OCHOBE CTEapMHOBOM XMPHOWN KncnoTbl (XKK) nccnenosaHo aMHaMnyeckoe CocTos-
Hne 06nacTn KOHTakTa (MOBEPXHOCTN) YriepoaHbIX HAHOKNIACTePOB B aucnepcusx ShC
C mMornekynammn 6enka (CbIBOPOTOYHOrO anbbymuHa 6bika, CAB) n opyrux 6uonoruyec-
KM 3HA4YMMbIX MOJIEKY/ U MOHOB, BAUSIOLLMX HA rnaparauuio (caxaposa, MoveBumHa, Na*,
CI, H*, OH"). MokasaHo, 4To B cMeLuaHHon aucnepcun ShC n CAB BO3MOXEH NepeHoc
cnuH-3oHaa (XKK) ¢ 6enka Ha HaHOoyrnepoa, 1 HA060POT B 3aBMCMMOCTU OT COOTHOLLIE-
HUS X KOHLLEHTpaumin. B nepeHoce, BEPOSTHO, 3aeCTBOBaHa 6ekoBasi KOPOHa HaHO-
yactuu,. O dekT HabngaeTca Npu KoHUeHTpauum ShC Ha aBa nopsiaka MeHbLUen, 4em
KOHLeHTpauus 6enka. OTO 03HavyaeT BO3MOXHOCTb MCMOJIb30BAHUS HAHOAMUCNEPCUU
ShC onsa Bo3pencTausa Ha cBsA3dbiBaHME 1 TpaHCNopT XKK CbIBOPOTOYHBIM anbOyMUHOM.
[MpumeHeHne AONOSHUTENBHBIX PACTBOPEHHbIX BELLECTB MOXET NO3BOJINTL PErynnpo-
BaTb 9TO BO3AENCTBMUE, Kak 3TO HabnoaaeTcs B ciyyae ¢ caxapo3oi. HennmHemHocTun
appeHNYCOBCKMX 3aBMCUMOCTeN napameTpoB crnekTpa 3P cnrH-30HAa B CMELLaHHbIX
aucnepcuax ShC MoryT CBUAETENLCTBOBATL O HANMMYMK HA30BOr0 Nepexona, kak B no-
JIMMEPHBIX PACTBOPAX.

Knio4yeBble C0Ba:BoAHAA HAHOAMCMNEPCUS Yrepoaa; aNeKTPOHHbI napamarHuT-
Hbll Pe30HAaHC CMNH-30HA0B; CbIBOPOTOYHbIV anbOyMUH; caxapo3a; MOYEeBUHA; XnpHas
KucnoTa.

S. P. Rozhkov, A.S. Goryunov. STRUCTURAL DYNAMIC EFFECTS OF
PROTEIN AND OTHER BIOLOGICALLY SIGNIFICANT MOLECULES’
INTERACTION WITH SHUNGITE NANOCARBON

Understanding of physicochemical interactions of proteins and other biologically sig-
nificant molecules with shungite nanocarbon (ShC), a graphene family nanomaterial,
is required to provide biosafety in various fields of its application including biomedicine.
Dynamic characteristics of potential bio-nano interface, characteristics of interaction
with the solvent (hydration) carry important information about the types of arising bonds
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and interactions, the interaction of ligand transfer among them, as well as about the prop-
erties of the corresponding bio-nano hybrid forms. The dynamic state of the interface
(surface) of carbon nanoclusters in ShC dispersions and protein (bovine serum albumin,
BSA) and other biologically significant molecules and ions (sucrose, urea, NaCl, HCI,
NaOH) that can affect hydration have been studied using electron spin resonance (ESR)
of spin probe based on stearic fatty acid (FA) molecule. A transfer of spin probe (FA) from
protein to nanocarbon and vice versa in a mixed dispersion of ShC and BSA has been
shown to occur depending on their concentration ratio. Nanoparticle protein corona is
probably involved in the transfer. The effect has been observed at ShC concentration an
order of magnitude lower than that of protein. This signifies the possibility to influence FA
binding and transport by serum albumin using ShC dispersion. This effect can be regu-
lated by additional solutes, as has been observed in the case of sucrose. Nonlinearities
of Arrhenius dependences of ESR spin probe spectrum parameters in mixed ShC disper-
sions may indicate the phase transition as in polymer solutions.

Keywords: water carbon nanodispersion; electron spin resonance; serum albumin;

sucrose; urea; fatty acid.

BBepeHune

B nocnegHve roabl uccnenosaHng BOAHbLIX ANC-
nepcuri HaHovactuy, (HY) wyHrutoBoro yrnepona
(ShC) nony4nnu MHTEHCMBHOE pa3BUTUE, YTO MO3-
BONWO MPEeLSIOKUTb CLEHapUn MPOUCXOXOEHNA
LUYHrMTa 1 OTBETUTb HA PS4, BOMNPOCOB O NPUYMHAX
ero yHukanbHblx cBOMCTB [Rozhkova et al., 2016].
Mpn BCEM NOOOOMM KOHOEHCALMOHHBLIX CTPYKTYP,
BO3HMKAIOLWMX MPU OCaXAEHUU BOLHbLIX OucCnep-
CUh pasHoobpasHbIX YrnepofHbIX HaHoMaTepu-
anoB, LUYHIUTOBBIM HAHOYrNEepoa BblAENSETCH
OCHOBHbIM CTPYKTYPHbIM 3JIEMEHTOM, NexXallm
B OCHOBE €ro CTpoeHusi. ITO HemnnaHapHble Mose-
KyJibl, KOTOPbIE, KaK MoKa3blBalOT MnocnegHne gaH-
Hble LLefioro psaaa aKCnepuMeHTaslbHbIX MEeTOO0B,
ONM3KM NO CBOMCTBAM K BOCCTAHOBJIEHHOMY OK-
cuay rpadeHa (BOI) [Stankovich et al., 2007; Kim
etal., 2011; Sheka, Rozhkova, 2014]. LLUyHruToBbIN
yrnepog, HepacTBOpuUM B Boae 13-3a npeobnaga-
HUSA TMAPOGDOOBHBIX Y4aCTKOB Ha MOBEPXHOCTU €ro
yNbTpaancnepcHbix Yactuy,. OgHako HennaHap-
Hble rpadeHoBbLIE 3N1eMeHTbI 00pa3yloT CTOMKU
(Hanooobme MOHETHbIX CTONOMKOB) pa3mepamu 40
1,5 HM C CyMMapHbIM AUMOSIbHbIM MOMEHTOM OKO-
no 6,5 peban. OMNONbHbI MOMEHT U MOJISIPHbIE
rpynnbl (FTMAPOKCUIIbHBIE, NAKTOHHbIE M Ap.) NO
nedeKkTHbIM KpasaM pparMeHToB MOryT npugasatb
HaHoYacTuuam yriaepoa rmapodusibHble CBONCT-
Ba, CHUXaTb NMOBEPXHOCTHYIO 3HEPIUio 1 crnocobc-
TBOBATb YCTOMYMBOCTM KJIACTEPOB HaHO4YaCTumL,
B BOOHOW AMCHEPCUU U UHTEPKANAUUM OTHOCU-
TeNlbHO BOJbLLMX KONNYECTB BOAbI B KacTepax [Xu
et al., 2014]. Hapsay ¢ TeM MHTEPECOM, KOTOPbIN
rpadeHoBbIE CTPYKTYPbI BbI3bIBAIOT C TOYKU 3pe-
HUA nX OU3NYECKOW, XMMUYECKOW, KpUCTanIu-
yeckon $as3oBOM Mpupoapl, O0JbLLIOE BHMUMaHME
B HACTOSLLEE BPEMS COCPELOTOYEHO HA N3Y4EHUN
O10SIOrMYEeCKNX B3aUMOLENCTBUN STUX OBYMEPHbIX

HaHOMaTepunasoB AJ1s HOBbIX pa3padoTok B obnac-
T BroMeanUMHbl 1 obecnedyeHns oxpaHbl 340P0-
Bbsl 1 6@30MaCHOCTU YesioBeka B pa3HbIx 06n1acTax
nx npumeHeHus [Wang et al., 2016].

Buonorunyeckne apdekTol U1 B KOHEYHOM CHe-
Te Ouornormyeckass akTMBHOCTb aOMOreHHbIX Ha-
HOCTPYKTYp BOOOLLE ONpenenseTcs XxapakTepom
M NpMpoaoN B3aMMOOENCTBUA W KOMIJIEKCOB,
BO3HMKAIOLWMX NpPU  BBEOEHUM HAHOCTPYKTYP
B BMONOrnMyeckyto cpeny, a Takke KOHTakToB, 06-
pasyloLmxcs npu aToM B GeNKOBbIX pacTBopax,
KNETOYHbIX CYCMEeH3usX, KynbTypax knetok. O6-
NacTb KOHTakTa HaHomartepuana u OGuonoruye-
CKOV CUCTeMbl OXBaTblBaeT chepy AMHAMUNYECKNX
OUBNKO-XUMNYECKNX B3AMMOLENCTBUN, KUHETUKN
1N TEPMOANHAMMKN NMPoL,EeccoB obmMeHa Mmexay no-
BEPXHOCTAMWU HaHomaTepuana n 61UoNornm4eckorn
CTPYKTYypbl (6enka, MembpaHbl, BE3WKys, JUNu-
pos, OHK). [Ina pa3paboTkM 3TOro Harnpaene-
HUS HeOOXOAMMO VMETb SICHOe npencTaBieHne
O CUax N MONEKYNSPHbIX KOMMOHEHTAX, KOTOPbIE
y4aCTBYIOT BO B3aVMMOLENCTBUSAX, BO3HUKAIOLLMX
B 06712CTM KOHTaKTa B XO4€ KO/IOUAHO-XUMNYEC-
KMUX M KOMIMEHCaUNOHHbIX MPOLECCOB Kak Ha 6u1o-,
Tak N Ha HAHOMOBEPXHOCTMU.

OnHamunyeckne xapakTepucCTuku  COCTOAHUSA
NMOBEPXHOCTU MOTEHUMANIbHOrO KOHTaKTa HaHo-
1N BUOCTPYKTYP HECYT CYLLLECTBEHHYIO MHDOPMaUUIo
0 XapakTepe BO3HMKAKLWLMX CBA3EN U B3aUMOOEN-
CTBMI, BKJIOYas B3aMMOLEWNCTBME C MNEPEHOCOM
nuraHgoB. BaXHOM XapakTepuCTUKOW SIBSIETCS,
B 4AaCTHOCTW, COCTOSIHME rugpaTtaumm noBepxXHO-
CTW, B3aMMO[LENCTBME C pacTBOPUTESIEM, B TOM
4ynucne MHOroKOMMOHeHTHbIM. MeTtog 3lP cnuH-
30H4A — OOMH U3 MPSAMbIX METOA0B, NMO3BOJIAIOLLNX
n3y4atb  CTPYKTYPHO-OMHAMUYECKMEe  CBOMCTBA
NMOBEPXHOCTM Kak BenkoBbIX, TaK U HAHOCTPYKTYP,
a Takke 0COOeHHOCTM UuX rugpataummn [PoxKoB
n op., 2007]. B paboTe cTaBuTCS 3aga4a NpoOBECTU
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metogomMm I[P cnMHOBOrO 30HAA MCCnefoBaHue
OMNHAMNYECKOro COCTOsIHUS 061acTy KOHTakTa (no-
BEPXHOCTWN) YrNepOoaHbIX HAHOKIACTEPOB B AMCHEP-
CUSIX LUYHIMTOBOIO yrnepoga ¢ Mosnekynamm 6enka
(cbiBOpOTOYHOrO ansbymuHa 6bika, CAB) n gpy-
rMx GMONOrMyYeckn 3HaAYUMbIX MOJSIEKYST U MOHOB,
BAINSAIOLLMX HA rmaparaumio (caxaposa, MOYeBUnHa,
conn). Mbl mncnonb3oBanu rmapo@oObHbLIA CNVH-
30H[, HA OCHOBE XWPHOW (CTEapUHOBOWN) KNUCNOTHI,
KOTOpPbIA XOPOLLO CBA3LIBAETCH C CbIBOPOTOYHbLIM
anbbyMMHOM B rnapo@oObHbIX y4acTkax NoBEPXHO-
CTW 1 MOJIOCTAX MakpoMosekynbl 6enka 1 Moxet
YOOBJIETBOPUTESIbHO CBA3bIBATLCHA C LUYHIMTOBbLIM
HaHOYrnepoaoM U3-3a MNPEVMYLLECTBEHHO Ua-
podobOHOM NpMPoAbl NMOBEPXHOCTU ero HaHo4ac-
VL. CnocoBHOCTb HUTPOKCWUIIBHOM rpynmnbl 30H4A
kK 06pa3oBaHNi0 BOAOPOOHOM CBSI3M C MOJEeKyaMu
BOAbl, TaK Xe KakK N ero guHamuyeckue CBOMCTBA
(KOHCTaHTa CBEPXTOHKOW CTPYKTYPbI, amMnaityaa
M WUpUHA JIMHUA CMeKTpa, BpemMda Koppensumu),
ABNAETCSH YYBCTBUTENIbHLIM MHCTPYMEHTOM [J19 Xa-
PakTePUCTUKN COCTOSHUA rugparaumm n ee n3me-
HEeHUI, B TOM Yncne npu GasoBbix NPeBpaLLeHNX.

MaTtepuanbi u meToabl

B paboTte ucnonb3oBanucb npenapatbl KOM-
Mepyeckoro Heobe3xXupeHHoro (5-a dpakums)
CbIBOPOTOYHOro anbbymmnHa 6bika (CAB) npo-
n3sogctea PAA Laboratories GmbH. Ctabunb-
Hble BOAHble gucnepcun HaHodactuy, ShC (HY
ShC) npenctaBnsinm coboli o6pasupl, NPUroToB-
JNIEHHbIE M3 LUYHMUTOBOrO FOPHOPYAHOrO Chipbs
LyHbra | cornacHo metoguke H. H. Poxkoson
[2011] n oxapakTepmn30BaHHbIE C MOMOLLbIO CMeK-
TpodoTomeTpumn UV-Vis, pamaHOBCKOro pacce-
AHMA N gMHaMmnyeckoro paccesiHma ceeta (OPC)
C UCXOOHOWM KoHueHTpaumen yrnepoga 0,1 mr/mn
(pH 7,2). Mpn n3yvyeHnn CTPyKTYPHO-AMHAMUYEC-
KX xapaktepuctuk ¢ monekynamm CAB mn HY
ShC cBasbiBancs ruapodobHbIi CINHOBLIM 30HA,
Ha OCHOBE MOJIeKysibl 5-00KCWS-CTeapuHOBOM
kmcnotbl (5-DOXIL-stearic acid, 5DSA) (Sigma).
CnekTpbl 3P cnnH-30HAA2 perncTpupoBannch Ha
pagnocnektTpomeTpe AP Bruker EMX 6/1 ¢ Tep-
MocTaTupyemoii s4elikon pedoHaTtopa (*0,2 °C)
npu amnnutyae moaynaunm 1 F'c n CBY MoLWwHOCTM
12,6 MBT BO nsbexaHune HacbILWEHUsS N nuckaxe-
HUS curHana. OdpdeKTUBHOE BPEMS KOPPENsaunmn
% 1 napameTp aHn3oTponun € ouddy3nm crnmH-
30HAA PACCYUTBLIBANIMCb MO U3BECTHbIM (GOpMY-
nam [BaccepmaH, Kosapckuii, 1986], B kOTOpbIE
BXOOAT Takme napameTpbl cnekTpa (curnana) P
CMMH-30HAA, KaK OTHOLUEHUS WHTEHCUBHOCTEN
HU3KononesbIx h ., 1 BbICOKOMNONEBbIX h ) NNHKIA
K UEeHTpasibHOW JIMHUK h(o): h(+1)/h(o)? h(_1)/h(0),
OTHOLLEHNE HU3KOMOJMEBbLIX W BbICOKOMONEBbIX

NINHNN h(+1) / h(_”, C Y4€TOM COOTBETCTBYIOLLMX 3HA-
YeHUr wupuHbl nnHMn AH cnekTtpa 3IMNP [Dhami
etal., 2008]:

% =6,65AH ,, [(h,,,/h )" -1]110"c. (1)

MapameTp nopsiaka S paccuymTbiBann N0 AaH-
HbIM O CBEPXTOHKOM pacCLLENIEHUN NVHUA Crek-
Tpa: S= (A” +2A) / (A,-A), rae A, A - rnas-
Hble 3HAYEHUS TEH30pa CBEPXTOHKOW CTPYKTYPbI
(CTC), koTtopble gna 3oHaa 5DSA cocTaBnsioT
31,42 n 5,92 I'c cooTBeTcTBEHHO [BaccepmaH,
KoBapckuin, 1986]; AH’ A - rnaBHble 3HaYeHUs
TeH3opa CTC, onpegensiemble 9KCMepuMeHTab-
HO Kak Hambosbllee N HauMeHbLUEE PaCCTOsIHNE
Mexay MakCUMyMaMn KPamHUX JIMHUA CrekT-
pa COOTBETCTBEHHO.

30HA, N3Ha4YasIbHO PACTBOPEHHbLIN B X/T0POdOop-
Me, MOoCne MChapeHusi PacTBOpUTENsa ocaxaan-
Cs1 B BMOE MJEHKN, HA KOTOPYIO 3aT€M HaHOCWIU
ovcnepcuio HY ShC nnun pacteop CAB. MNpu sTOM
YacTb 30HAA M3 nneHkn copbuposanack HY ShC
nmbo monekynamu CAB. KonnyectBo ancopdbupo-
BAHHOIO CMNVH-30H4A KOHTPOMMPOBAIOCh MO CMeK-
Tpy AIP. MNMony4yeHHY0 ANCNEPCUIO NCMOb30BaNN
D1 NpuUroToBsieHns o6pa3LoB pPasHOro cocTaea.
B oTcytcTBME HaHovacTuy, ShC unu monekyn 6enka
30H[, U3 MJIEHKM B 0OBEMHYIO BOAY HE NEpexoams.
B pesynbTate B McxogHoM obpasue ShC Habnto-
hann Tpu y3KnX 3KBUAUCTAHTHBIX JIMHUU CRekTpa
C pasM4HON aMnanTygown, KOTOpble COOTBETCT-
BYIOT ObICTPOMY aHM30TPOMHOMY BpaLLLEHMIO 30H-
na (puc. 1). o BHewHeMy BMUAOY CNeKTP okasascs
aHanormn4eH cnektpam 3oHaa 5DSA, Haxogsawero-
CS B U30TPOMHOMN dase XuaxKoro kpuctanna [Arcio-
ni et al., 2002]. MapameTp aHM30TPONUN € U3Me-
HANCS C TeMnepaTtypon NpakTuieckn INHENHO OT
0,3 po 0,9 B uccnenoBaHHOM AuanasoHe Temne-
paTyp, a napameTp nopsiaka S He NpeBbILLan 3Ha-
YyeHuns 0,15. 9To COOTBETCTBYET OLICTPOMY BpaLle-
Huto copepxattero N-O rpynny konbLa Monekysbl
30H4a BOKPYr MOJNEKYNSIPHON OCK Y, NepneHanKy-
napHoin N-O cBdAsu n p, opbutann atoma asora,
C BpemeHeM koppensaumn T, [Arcioni et al., 2002].
Mpwn Takol anHamuke N-O’ rpynnbl 3oHAa addek-
TUBHbIE 3HAYEHUSI Ero BPEMEHU KOpPenaumm T°¢®,
paccymnTaHHble No ¢opmyne (1) mogenu n3oTpon-
HOro BpaLleHns 30HAa, aAeKBATHO XapakTepusyoT
€ro noBeAeHmne 1 COCTOSTHUE Er0 MUKPOOKPYXEHNS
[InxTeHwTenH, 1974].

Cnektp O3lP cnunH-30HOAQ, copbupoBaHHO-
ro monekynamu CAB, 3a cyeT MMMOOMIN3aALNK
NOABMXXHOCTM 30HAAQ, HaxXOAsLLEerocss B MOJOC-
Tax 6enka, XxapakTepu3oBascsa HanmMinemM CUJibHO
YLUMPEHHBIX INHWIA (pyuc. 1), Ha GOHe KOTOPbIX Ha-
61100an1Cb y3KMe NMHUN OT 30HAa, COpOMpPOBaH-
HOro Ha noeepxHocTn 6enka. OgHako JoNs Takux
30HO0B He npeBbiwana 3 %.
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Puc. 1. SkcnepumeHTanbHble crnekTpbl MNP BOAHBIX PACTBOPOB 1 AUCNEPCUIA, COAEPXALLMX CMUH-30HA, 5-A0KCWJI-
CTeapUHOBYIO kMCnoTy. CBepxy BHU3: PaCTBOP CbIBOPOTOYHOro anbbymmHa 6bika (CAB); cMelnaHHas HaHoamMcnep-
cus CAB u wyHrntoBoro HaHoyrnepoaa (ShC); HaHoamcnepcus ShC

B paboTe Takxe MCMONb30BaUCb XMMUYECKU
YnCTble peareHTbl: caxapos3a, moyeBuHa, NaCl,
NaOH, HCI.

MccnepoBaHust BbIMOMHEHbI HA Hay4HOM 060-
pyaooBaHun LleHTpa KONNeKTMBHOro nosib30BaHMs
B KapHL, PAH «KomnnekcHble dyHOameHTasb-
Hble U NpVKNaaHble NccnenoBaHns 0COOEHHOCTEN
GYHKUMOHMPOBAHUS XMBbIX CUCTEM B YCIIOBU-
sax Cesepa».

Pe3ynbTaTtbl

Ha pucyHke 1 npenctasneHbl cnekTpbl IlNP
3oHaa 5DSA B komnnekce ¢ CAB, B cmellaHHOM
aucnepcuun CAB n ShC, B amcnepcum ShC. BugHo,
4yTO crnekTpbl 3oHaa 5DSA, copbupoBaHHOro 6en-
KOM (BEPXHWIA CNEeKTP) U cOpOUPOBAHHOIO HAHOYT -
neponoM (HMXHWUI CNEKTP), CYLLLECTBEHHO pasnu-
yatotcs: B cnydae CAB — 9170 MMMOOMNIN30BaHHbIN
CNEeKTP C LUMPOKNMU TNHUAMU, B cnydae ShC - y3-
Kue nvHUM ObICTPO Bpallalollerocs 3oHga. IT1o
3HA4YUT, YTO MNOABUXHOCTb 30HOA B CTPYKType
HaHo4vacTuy, ShC 3amMeTHO BhbIlLe, YEM B CTPYKTY-
pe CAB. CnekTp 30HOa B CMeLUaHHOW Ancnepcum
CAB n ShC (cpegHuii cnekTp Ha puc. 1) aBnaeT-
CS MPOMEXYTOYHbIM MO HOopMe, YTO NO3BONSAET
cymMTath €ro Cynepnosuvumen CnekTpoB 30HAA Ha

CAB n Ha ShC B oTOenbHOCTU. OTO yka3biBaeT Ha
pacnpeneneHve 3oHaa mexay ueHtpamu Ha CAB
1 Ha ShC. CoOTBETCTBEHHO, Npn U30bITKE B ANUC-
nepcun CAB 5DSA npeumyLLecTBeHHO copbu-
pyetcsa Ha CAB, HO C pOCTOM KOHUeHTpaunn ShC
WAET nepepacnpeneneHne B CTOPOHy copbumm Ha
knactepax ShC. 9To0 MOXeT 03HayaTb, YTO Mexay
HaHoknacTepamu ShC n monekynamu CAB nmeet
MECTO KOHKYpeHLMs 3a copbumio S5DSA.
KoHCTaHTa M30TPOMNHOW CBEPXTOHKOW CTPYK-
Typbl 2a,V, KOTOpas onpeaenserca PacCToaHMeM
MeXAy KparHMMW OCTPbIMU JIMHUSIMW CRAEKTpa
OlP, oTpaxaeT MNONAPHOCTb OKPYXEHUSA CHUH-
30HAa. bonee nonapHbIM OKa3bIBAETCS OKpPyXe-
HWe 30HAa, copbupoBaHHoro Ha CAB, a Haume-
Hee NoNgpHbIM — B CcMellaHHor aucnepcun CAB
1 ShC. BeposTHO, 3TO 00YC/IOB/IEHO TEM, HTO NPWU
obpazoBaHun 6enkoBoO KOPOHbI 13 Monekyn CAB
Ha HaHoknactepax ShC 30HA 3akpaHupyeTcsa OT
B3aVMOAENCTBUS C BOLOW PacTBOPUTENS, MPUYEM
kak Ha monekynax CAB, Tak n Ha H4Y ShC.
3aBUCUMOCTM aMNANTYAbl HU3KOMONbHOW Nn-
HuUKM cnekTtpa MNP 5DSA ot mowHoctn CBY Be-
nyT cebsi ognHakoBo B obpa3suax oTaensHo ¢ ShC
n ¢ CAB, 4TO roOBOPUT O HaIMYMN B KaXOOM M3
c/lyyaeB enHON CUCTEMbI CMMHOB. B cmeluaHHom
xe gucnepcun ShC n CAB Habntogaetca 6onee
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Puc. 2. 3aBUCUMOCTU OTHOLWIEHUs amnnauTtyg A u B nu-
HUI cnekTpa IlMP cnuH-30HAA 5-A0KCun-cTeapruHOBOM
KMUCNOTbI, CBA3aHHOro monekynamu CAB n HaHo4acTu-
uamm ShC, oT KOHLEHTpauumn caxapo3bl. KoHueHTpaums
6enka 10 mr/mn; wyHrntToBoro HaHoyrnepona 0,1 mr/mn
0,015 M dpocdaTHbIn Oydep. KBagpaTsl — pactsop CAB,
KPY>XKN — cMeLwaHHas amcnepcus CAB n ShC

CUbHOE HachklWeHne, 4To 0OYCNOBMEHO, Kak npa-
BWIO, B3aMMOAENCTBMEM [OBYX CMWHOBBLIX MOA-
cuctem. Hambonee BeposiTHO, 3TO noacucTema
30Haa Ha 6esike B pacTBOpPE U B cocTaBe 6enkoBom
KOpPOHbI HaHovyacTuy, ShC m nogcuctema 30HOA
B CTPYKType COOBCTBEHHO HaHO4YacTuL,, YTO BHOBb
yKa3blBaeT Ha pacnpejeneHne 3o04H4a B CMeLUaH-
Hol aucnepcum mexay CAB n H4 ShC.

Ona 30HOa, copbupoBaHHOrO MOJIEKYaMu
CAB, nHdOopMaTMBHBIM OKa3blBAETCS MNapameTp,
paBHbI OTHOLUEHWUIO aMMINTyAbl HU3KOMOJIbHOM
LUMPOKOW A-JIMHUN K aMIINTyae BbICOKOMOJIbHOM
y3KOoI B-nnHum (puc. 1). 3T0 OTHOLLIEHME XapakTe-
puayeT pacrnpeneneHve 3o0H4a Mexay COCTOSAHNSA-
MM CBOOOHOMO BpaLLEHNS B OKPY>KEHWUM MONEKY
pactBopuTens (y3kue NMHUU) U B NONOCTSX B OK-
PYXEHUN 3N1IEMEHTOB CTPYKTYpbl 6esnka (Lmpokue
nnHUKW). AMNAUTYABI NIMHUIA PacTyT C Temnepa-
TYpOWn: amMnamTyga Y3KOM — OSKCMNOHEHUMasbHO,
a aMnanMTyga WnpoKOoW — NIMHENHO C NEepPexogom
B obnactu 33 °C (305 K). MNpn NOCTOAHHON TeM-
nepartype aMmnautyaa Wupokom A-siMHUM pacTerT,
a y3Kon B-nnmHMM ymeHbLUaeTcsl C pOCTOM KOHLUEH-
Tpaunmn caxaposbl, CTabUNU3NpyloLLEl CTPYKTYPY
6enka. OTHolwleHne amnantya A/B yBenudneaeTcs
9KCMNOHEHUMANIbHO C POCTOM COAepXaHusa caxa-
po3bl (puc. 2). B cmewanHon gucnepcun HY ShC
n CAB addekT MeHee BblpaxeH 1 CABUHYT B CTO-
pPOHY 60/bLUNX KOHLLEHTPALLMIA caxapo3bl, T. e. ShC
Bbl3blBaET YBEINYEHME NOABUMXHOCTU 30H4A AaXe
B MPUCYTCTBUN TakOro cTabuim3npyroLLLero arex-
Ta, KaK caxaposa. 9T AaHHbIE, HA NEPBbIV B3rN[A,

35

30

251

O

20+

>

A/B

15

10 |

St A

280 290 300 310 320 330

TemnepaTtypa, K

Puc. 3. 3aBUCUMOCTb OTHOLLIEHUS aMmnnnTya, A/B nuHuii
cnekTpa AlNP cnuH-30HAa 5-00KCUN-CTEapPUHOBOW KMC-
NoTbl, cBs3aHHOro ¢ CAB, oT abcontoTHOM TeMnepary-
pbl. KBagpatel — pactBop CAB, KpyXkm — cmellaHHas
amncnepcus CAB n HY ShC, TpeyronbHMKKU — pacTtBop
CAB B npucyTCTBUM MOYEBUHLI. KoHUEeHTpauunsa 6en-
ka 10 mr/mn, HaHoyrnepoaa 0,1 mr/mn, MoYeBUHbI 2 M
0,015 M docdaTHbI Bydep

rOBOPSAT O TOM, Y4TO U3BECTHbI addekT cTabunm-
3aunMKn CTPYKTYpbl OenKoBOM rnobynbl B MPUCYTCT-
BUWN caxapo3bl kak Obl ocnabnsercs nog BANSHN-
em ShC.

Mo paHHbIM O COOTHOLUEHUM  aAMMOAUTYL,
A/B (puc. 3) BugHo, 4to npucytctene ShC n ne-
cTabunuanpytowern CTpykTypy ©Oenka MOYEBUHbI
B amcnepcun CAB BbI3biBaeT cABUI paBHOBECUS
B CTOPOHY B-nuHnun (A/B ymeHbLuaeTcs). 31O yka-
3bIBAET Ha POCT YMcsia MOJIeKyN 30HAA C BosbLUel
NOABWMXHOCTbLIO. [ockonbky adpdekt ShC B npu-
CYTCTBUM KakK cCTabnnmanpyioLlero (caxapo3sa), Tak
N pectabunusnpylowero (MoYeBMHA) CTPYKTYpPY
6esnka areHToB COCTOUT B YBEIMYEHUN NOOBUKHO-
CTW 30HAA, TO Npupoaa addekTa, CKopee BCEro, —
He B (Oe) ctabunuaaumm cTpykTypbl CAB. Tak xe,
Kak U nameHeHne ¢opmbl cnektpa (pwuc. 1), atoT
pe3ynbTaT 0ObACHAETCA TEM, YTO YaCTb MOJEKYJ
30H4a MOXET nepexoamnTb ¢ 6ernka B COCTaB Kjac-
TepoB HaHo4actuuy ShC, roe ero nogBWXHOCTb
CYLLLECTBEHHO Bblle. bonee TOro, npu nosbile-
HUM codepXxaHus caxapodbl apdexkT ShC yBenu-
4YMBAETCSH, YTO yKasblBaeT Ha CMELLEHMe pacrnpe-
nenenus 3oHaa mexay CAB n HY B ctopoHy ShC
C POCTOM KOHLEHTpaLMK Caxapo3bl. OTO MOXET
ObITb CBA3AHO C arperauyMoHHbLIMU U BOCCTaHOBU-
TenbHbIMN 3P dEeKTaMmn caxapo3bl B OTHOLUEHWUMN
rpagdeHoBbIX PparMeHTOB U YCTOMYMBOCTU AUC-
nepcum HY ShC [Zhu et al., 2010].

B npucytctBum ShC 1 Mo4eBUHbI HabnopaeT-
Cs INHENHOE yMeHbLUeHne oTHoweHns A/B ¢ poc-
TOM TemnepaTtypbl, Toraa kak B pactsope CAB
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npu Temnepatypax MeHble 305 K nmeetr mecto
OTK/IOHEHME OT JIMHEeMHOCTU. 3Ta 0COBEHHOCTb
MOXeT ObITb CBA3aHa C 3aKpUTUYECKUM (Ha30BbIM
nepexofom B pacTeope 6enka.

Mepexon npn 305 K pernctpupyetcs n Ha TeMm-
nepaTtypHOn 3aBMCUMOCTU 3SKCMEPUMEHTANIbHOrO
napameTpa d,/d cnektpa IMNP cnuH-3oHaa SDSA,
CBSI3aHHOr0 C 6enkom, rae d, — paccTosHVe Mexay
MakCUMyMaMy aMnanTya, KPanHUX LUMPOKNX NHWIA
cnekTpa, d — aMnAnTyaa LeHTPaNbHON NUHUK. OTOT
napameTp XapakTepudyeT CpegHee paccTosiHve
B3aUMOLENCTBUSA MEXAY HUTPOKCUSIbHBIMW TPyM-
namv MeTOK UM 30HAOB B 3aCTEK/IOBAHHbBIX MaT-
puvuLax, Bo3pactas npu yMeEHbLUEHUN PACCTOSHUS.
JInHeHo Bo3pacTaioLlas 3aBMCMMOCTb d, /d OT KOH-
LeHTpauumn caxaposbl B pacteope 6enka npetepre-
BaeT napasnefibHbli CABUM B CTOPOHY O0JbLUMX 3HA-
YeHwnit d,/d B cMewwanHon aucnepcuy CAB n ShC.

Ha pucyHke 4 npepgcrasfieHbl Temnepartyp-
Hble 3aBMCMMOCTM PaCCTOAHUA 2A  mexay Kpaii-
HUMU WNPOKMMKU NnHuaMK cnektpa JMP  (na-
pameTp TeHsopa CTC) ona 3oHOa B KOMMiekce
¢ CAB. BToT napameTp yObIBaET B LLESIOM JIMHEAHO
C POCTOM TemnepaTtypbl BCNed 3a yBeIN4eHMEM
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Puc. 4. 3aencumocTb napametpa 2A (Ic), cooTtseT-
CTBYIOLLErO PACCTOSHUIO MEXAY KPaUHUMW LLUMPOKNUMUI
akcTpeMymamum cnektpa MNP cnuH-3oHaa 5-pokcun-
CTeapuHOBOI KUCNOThl, cBsA3aHHoro ¢ CAB, ot abco-
NIOTHOW TemnepaTtypbl. YCNoBMa 1 0003HAYEHUs — Kak
Ha puc. 3

noaBmxHocTn 3oHga. OpHako npu  Temnepa-
Typax Huxe 20°C (273 K) specb Habnopaetcs
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Puc. 5. OkcnepumeHTanbHble cnekTpbl MNP cnnH-3oHOa 5-00KCUN-CTEapUHOBOM KUCNOTbl B AUCMEPCUSIX Ha-
HOKJ/IACTEPOB LWYHrnToBoro yrnepoaa (ShC) pasHoro cocrtasa. Aucnepcun HaHoknactepoB ShC npu BHeCeHuu
(cBepxy BHU3): 0,05 H. HCI; 0,75 M NaCl; 6 M moueBuHbl; 0,5 H. NaOH. HUXHMI cnekTp — KOHTPOJIb: BOAHAsA ANC-
nepcus HaHo4dacTuy, ShC (0,05 mr/mn). PasesepTtka 100 'c, amnnutyaa moaynsaummn 5 'c, CBY-mowwHocTs 31 MBT.

Temnepatypa 291 K
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Puc. 6. 3aBUCUMOCTM OTHOLUEHUA amMnanTyd, JNHUIA
cnekTpa JINP cnnH-30HAa 5-00KCUN-CTEapPUHOBOM KUC-
noTbl OT kKoHueHTpaumm NaCl (1, 2, 3) u caxaposbl (4,
5, 6) B BOOHOM HAHOAMCMEPCUWN LLYHTMTOBOIO Yriepo-
aa (ShC). 1, 4 — otHowenue h, /h; 2, 5 — oTHOWEHNE
h,,/h_; 3, 6 — oTHowWweHwe h /h . Temnepatypa 291 K

CYLLECTBEHHOE OTKJ/IOHEHME OT JIMHEMHOCTU, KO-
TOpPOE MMEET MEeCTO U B Cllydae C MOYEBUHOMN,
n B cnyyae ¢ ShC, B OTiMyMe OT 3aBUCUMOCTEN
A/B (puc. 3). YMeHblueHne 2A  MOXeT ObITb CBS-
3aHO ¢ nameHeHnem B3ammopenctansa N-O* rpyn-
nMbl 30HAA C BOAOMN.

Ha pucyHke 5 npepnctaBneHbl 9KCNEpPUMEH-
TanbHble cnekTpbl OMNP cnuH-30HAa SDSA B cocTa-
Be HaHovacTuy, ShC B BOAHOM Ancnepcuun, a tak-
X€e B NPUCYTCTBMN B OUCMEPCUN MONEKYN OPYro-
ro TMna, BAUSIIOLLMX HA ryapaTtaumio HaHO4YacTuL,
1 MUKPOOKPYXXEHME 30HAA.

B amcnepcuax ShC pasHoro coctaea aMnanTy-
Obl N LUMPUHA TNHNIA CNEKTPOB pasnuyHbl. C poc-
TOM YLUMPEHUS NIMHUIA MPOUCXOOUT YMEHbLUEHNEe
aMnAnTyabl CUrHana, KOTOpPOE CKa3blBaeTCsl Ha
OTHOLUEHUM curHan/wym. na nosbileHnsa paspe-
LWeHMs curHana o630pHbIe CNeKTPbl 3anMcbiBaivCh
npu yBeNUYEHHON amMnnutyae moaynsauum n CBY-
MOLLHOCTM (puUC. 5), 4TO MNO3BOAMIO NPOLEMOH-
CTPUPOBATb XapakTep W3MEHEHUS MNOABUXHOCTU
30H4Aa Npu nNepexoae OT 0OQHOro cocTaBa aucnep-
cum ShC K gpyromy, xoTs 1 NPUBENO K HEKOTOPOMY
NCKaXXEHUI0 MCXoaHoM ¢opMbl crnekTpoB. Ha pu-
CYHKE 5 CMeKTpbl PacrnosioXeHbl B NOpsiake, COOT-
BETCTBYIOLLEM YMEHbLLIEHWIO MOABMXHOCTY (YBENN-
4yeHuio MMobuM3aummn) 3oHaa CH13Y BBEPX. VM-
MOBUNN3aLMa MUHKUManNbHa Ans HaHo4vacTtuy, ShC
B BOAE M MakcumasnbHa B kmucnor cpene (¢ HCI).
CnexTp 9MNP, 61n3kuii no dopme K Nosy4eHHOMY
B KMCNIOW cpene, MMEeeM Takxe Npu NosHOM Bbina-
puBaHuK BoAbl M3 aucrnepcum ShC (cyxoin obpa-
3eL) unm npu 60JbLLIOM COAEPXaHNN caxapo3bl (Ha
puc. 5 He npuBeaeHbl). OgHaKo NosIBNEHME ocanka
npu yBENMYEHUN KOHUEeHTpauuu gucnepcun ShC
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Puc. 7. TemnepaTypHble 3aBUCUMOCTU KOHCTaHThI

CBEPXTOHKOro pacuierniedns 2aM (Fc) cnektpa 3P
CMVH 30HAAa 5-40KCWUI-CTEapUMHOBOWM KUCOTbI B BOA-
HOW HaHOAMCNEPCUN LYHrMTOBOro yrinepoaa (ShC) npu
KOHLeHTpaumsax caxapo3dbl 0 % (kBagpatsl), 10 % (kpyx-
Kun), 20 % (TpeyronbHNKN)

B pes3yfnbTare 4aCTU4HOro BbiNAapuBaHWsS BOObl HE
BbI3bIBaeT M3MeHeHns cnektpa AINP 3oHOa un ero
napamMeTpoB MO CPaABHEHWMIO C WUCXOAHbIM CMEKT-
pom B pasbaeneHHon amcnepcun ShC. Caxapoaa,
Hapsay C pOCTOM napamMeTpa nopsigka S (nosiene-
HUE LUMPOKUX JINHUIA, COOTBETCTBYIOLUMX CUJTbHOM
NMMOOUNN3aLmmn), Bbi3biIBaeT 0OMEHHOE YLLIMPEHNEe
JIVHUM B OTCYTCTBUM 00pa3oBaHuMs ocaaka.

B oTcyTcTBUM UckaxeHus cnektpos IlP cnuH-
3oHOa (amnamntyga moaynaumm 1 I'c, CBY-mou-
HocTb 12,5 MBT) napameTtpamm, Hanbonee 4yBCT-
BUTENbHBIMU K ANHAMNYECKOMY COCTOSHWUIO CMH-
30HAQ, ABAAOTCHA OTHOLUEHWUS aMMNAUTYL, NUHWNA
cnektpa: h, /h; h, /h ;h/h . HapucyHke 6 npea-
CTaBJfIEHbI 32BUCMMOCTU 3TUX NAPaMEeTPOB OT KOH-
ueHtpauum NaCl u caxapo3bl: yBEINYEHUE KOH-
LEHTpaUUM 3SNEKTPOANTA BbI3bIBAET JIMHENHbIN
pocT oTHoweHua amnantyg h,/h v h/h,, B TO
BpPEMS KaK yBENMYEHME KOHLEHTpaumn yrnesona
BbI3bIBAET 9KCMOHEHLUMANbHBIA POCT. OTHOLEHNE
h,,/h, M1wb cnabo ybbiBaeT. AHANIOrMYHOro Tuna
N3MeHeHns HabnaaTcs 1 41 BenYMHbl napa-
MeTpa nopsiaka S, KOTopbl pacTeT B MPUCYTCTBUN
3TUX areHToB. ATK JaHHble NoATBEPXAAIOT OOLLYIO
TEHOEHUMIO K YMEHbBLUEHUIO MOABUXHOCTU 30H-
na 5DSA npu BHeceHun B gucnepcuio ShC pas-
JINYHBIX 006aBOK, CNeayloLylo U3 pacCMOTpeHus
bOpMbI CMEKTPOB (puc. 5).

Ha pucyHke 7 npencrtassieHbl TemMneparyp-
Hble 3aBUCUMMOCTM napamMeTpa CBEPXTOHKOro
pacwennedns 2aN=2/3 (A + 2A ) ansa paga o6-
pa3uoB ¢ ShC. 3gecb A” MMeeT TOT Xe dpusmnyec-
KA CMbICHT, 4TO A B C/ly4asix, ONUCaHHbIX BbiLUe.
Bo Bcex o6pasuax, B TOM 4YMCie W MNpu OTCyT-
CTBUN caxapo3bl, HabnogalTcs 3aBUCUMOCTU
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Puc. 8. N3oTepMbl 3aBUCUMOCTM NapamMeTpa nopsaka S
cnekTpa AP cnnH-30HAa 5-00KCUN-CTEapUHOBOM KUC-
NOTbl B BOOHOW HAHOANCMNEPCUU LUYHITMTOBOIO yrnepoaa
(ShC) oT KoHUEeHTpauun caxapo3bl

CUrMmongHoOro Tuna c BbiIXo4oOM Ha HacblWeHune rno
Mepe pocTa Temnepartypsbl T:

ay =(aly —al) /[ 1+ +ae,

roe ay v ay: - npefenbHble 3HAYeHWUs A He-
NONSIPHOIO U MONASIPHOrO OKPYXEHUSI CMUH-30H-
na, A — amnmpuyecknii napameTtp [Marsh, 2001].
C poCTOM KOHUEeHTpauuy caxaposbl a," yMeHb-
LaeTcs, a Touyka HambosblUet KpyTU3HbI caBura-
eTcs B obnactb 6osiee HU3KUX TemnepaTyp. ATo
CBS13aHO C YMEHbLLUEHNEM ANINEKTPUYECKON NPO-
HMLLAEMOCTM B NPUCYTCTBUM yrnesoaa. 3Ha4yeHne
a,N ana 5DSA npu otcyTcTBuM cBA3n N-O" rpynnbi
30HAa C BOOOWV HaxoamTcs B uHTepsane ot 14,1 oo
14,5 ['Cc Npn ON3NEKTPUHECKON MNPOHULLAEMOCTU
B npenenax ot 2 oo 80. OgHako npu Hanu4yuu Ta-
KOV cBA3M a,N MOXeT Bo3pacTaTb A0 15,7 ['c 1 6o-
nee [Marsh, 2001]. Cyasa no pucyHky 6, Bce mno-
Ny4EHHbIE HaMW 3HadYeHus a ", B TOM 4Y1cie 1 npu
OTCYTCTBUM Ccaxapo3bl, HAXOOATCSA B UHTEpBane,
COOTBETCTBYIOLLLEM HaNMYMIO BOOOPOLAHOW CBA3U
N-O’ rpynnbl ¢ Bogoi. B Takom cnyyae nepexop,
K 60nee BbICOKMM 3Ha4eHnsaM a,N B 061actn Tem-
nepatyp 290 K n Bblle CBMOETENLCTBYET O TOM,
4YTO B CTPYKTYpPE BOOHOrO OKPYXEHWS HaHOo4Yac-
Tny, ShC npouncxoaoaT M3MEHeHUs, NPUBOAALLNE
K YBENIMYEHUIO CPEAHEN NPOYHOCTU BOLOPOAHOM
cea3n mexay N-O' rpynnoit u monekynamu Bogpl.
OT0 MOXeT BbITb pe3ynbTaTtoM TOro, 4To C poc-
TOM TemMnepaTypbl MEHSETCS pacnpegeneHne no
9HEPrvsiM BOAOPOAHbIX CBA3EN B CTOPOHY CBA3eN
c 6onee BbICOKOW 3Hepruei. B npucytcteumn caxa-
pO3bl 3TOT NPOLLECC NpoucxoanT B 6osee Wmpo-
KOM MHTepBane TeMneparyp.
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Puc. 9. TemnepaTypHble 3aBUCMMOCTM HYacTOThbl BpaLLe-
Hus (1/1°¢®) cnnH-30HAa 5-0,0KCUIT-CTEAPMHOBOI KNCO-
Tbl (B KOOpAMHaTax AppeHunyca) B BOLHOW HaHOauCnep-
Ccuu WyHruToBoro yrnepoaa (ShC) (ksagpartsl), Npy BHE-
ceHumr 10 % (kpyxkun) n 20 % (TpeyronbHUKK) caxaposbl

0.0030

Caxapo3a B METOAE CMNUHOBbLIX 30HOOB MOXET
TaKXe MCNOb30BaTbCA KaK BA3SKOCTHbIM areHT npwu
onpegeneHnn pasmepoB 3IPGEKTUBHOIO 3INMNCO-
noa BPALLEHUS, KOTOPbIM 3KCTPanoaMpyeTcs Cnu-
HoOBbI 30HA, [BaccepmaH, Koapckuia, 1986]. Bpe-
MS KOppensuMy BpalLaloLenca 4yacTuubl paguyca
r onpegensieTcs no 3akoHy CTokca BA3KOCTbIO pac-
TBOpa: T =4mmnr’ / KI. TlocTpoeHne 13oTepm 3asu-
cumocTn T°%® = (n / T) ansa 3oHaa SDSA B komnnek-
ce ¢ HaHo4vacTuuamm ShC npu 10 n 18 °C noseonunno
oueHuTb 9ddekTMBHbIN paanyc CTokca r CNNH-30H-
na B 0,25 HM, YTO XOPOLLIO COOTBETCTBYET N3BECTHO-
My paamepy Monekynbl 5DSA. Takxke npu akcTpano-
NAUNM N30TEPM T K HYJIEBLIM 3HaYeHnsam n/T nmeem
HyNEBbIE 3HAYEHUS BPEMEHN KOPPENsaumn B npene-
Jlax OWKnOKN M3MEPEHUIA, T. €. U30TEPMbI ONUCHIBa-
loTca 3akoHOM CTokca. OTO MOXET O3HauyaTb, 4TO
nNpu [AaHHbIX Temneparypax MNOABUMXHOCTb CrUH-
30H4a HEe OrpaHMyeHa B 3aMETHOW CTEMEHU CTepu-
yeckmn Hapbepamun 1 6amM3ka K BpawaTesbHOMY
anddy3nMoHHOMY npegeny, a [OOCTyn caxapo3bl
K CNUH-30HAY He 3aTPyAHEH M OHa AENCTBYET Kak
BASKOCTHbIA areHT Mo OTHOLUEHWIO K ero noasux-
HOCTW. BMecTe ¢ TeM M30TEPMbI, CHSATbIE Npu 6o-
Niee BbICOKMX Temneparypax, 40T oTpuuaTesbHble
3HaueHus T _npu (n/T) =~ 0. Mpy 3TOM CyLLECTBEHHO
BO3pacTaeT pas3bpoc 3KCMepUMEHTasIbHbIX TO4Yek:
koaddunumeHT koppensumn R ymeHbliaetca ¢ 0,99
0o 0,86-0,94. 310 03HayaeT, YTO NpU TEMNepaTypax
BbiLLe 20 °C noaBMXHOCTb 30HAA XOTS U 3aBUCUT OT
NPUCYTCTBMS Caxapo3dbl, HO orpaHMyeHa nnmbo Bo3-
HUKAIOLLMMN NPU 3TUX TemnepaTtypax CTepu4ecku-
M1 6apbepamu, MO0 A0CTYNOM K 30HAY Caxapos3bl,
T. €. OKa3blBaET HE CBSI3AHHOE C MEXAaHU3MOM BSI3-
KOCTM BANSIHWE HA ANHAMUKY CMINH-30HAA.

@



Ha pucyHke 8 npencrtaBneHbl 3aBMCUMOCTU
napamMmeTpa nopsagka S cnuH-3oHga 5DSA B KOM-
nnekce ¢ HaHovactTuuammn ShC OT KOHUEeHTpauuun
caxapo3bl. Bo Bcex cny4asax nMeem MOHOTOHHOE
yBenM4eHne S ¢ POCTOM KOHLEHTpaLnu caxapo-
3bl, MPUYEM MPUHUMNMANBHBIX OTIUYUIA B MNOBe-
OEeHN 3aBUCUMOCTEN NPU pasHbIX TeMnepaTypax
He HabnopaeTcs. CnegoBaTenibHO, caxapo3a npu
BCEX WNCCNEeOOBaHHbIX TemnepaTtypax OKa3blBaeT
BANSIHNE HA MOABUXHOCTb 30HAA, ONpeaenstoLe-
ecs ee cogepxaHmem B cpene. OueBmaHo, 30€eChb
peanuayeTcs Apyro MexaHu3m OnocpenoBaHHO-
ro BO3OENCTBUSA COAEepXaHns caxapo3bl Ha AMHA-
MUKY 30HOA, BO3MOXHO, Hapsiay C BA3KOCTHbIM.
N BCce xe n3meHeHne xapakrepa oTHoleHns 2a "
(puc. 7) npu Temnepatype okosno 20 °C yka3biBaeT
Ha TO, 4YTO B CMCTEME MPOUCXOAAT NpeBpaLLeHuns
B cpepe B3aMOeNCTBUI 30HAA N PACTBOPUTENS.

Ha pucyHke 9 B koopamHaTtax AppeHunyca npea-
CTaBfeHbl TemnepaTypHble 3aBUCUMOCTU 4acCTo-
Tbl BpalleHus cnuH-3oHga 1/1°%** B Geccaxapos-
HOM aucnepcuun HaHovyactuy, ShC v npu BHECEHUN
B Oucnepcuio caxapodbl. BuaHo, 4To mpu OTCyT-
cTBuM nnbo B npucytctemn 10 % caxapodbl 3aBu-
CUMOCTU nMetoT dopmy curmounabl Buga 1/ (1 + exp
(=KT(t-t,) /A)), roe t, — Temnepatypa nepernba
NIMHUU, A — SMNUPUYECKNI NapaMeTp, K — KOHCTaH-
Ta bonbumana. 9kcTpanonauus JIMHENHLIMN y4acT-
Kamu B OmMana3oHe BbICOKMX t>1, n Hu3kmx t<t,
TemMnepaTyp NO3BOSIIET OLEHUTb SHEPIMIO aKkTUBA-
uvn E = 12,2 k[Ix/Monb, NpeasKcroHeHumasbHbIi
MHOXUTenb 1/1,=7-10"c.”' n E,=7,5 kx/Monb
n 1/1,=2-10"%c.”' cooteetcTBeHHO. dopma cur-
MOuMAbl 3aMETHO U3MEHSIETCHA MPU BHECEHMU Ca-
xapo3bl. pn koHueHTpauun 20 % 3aBMCUMOCTb
CTaHOBUTCS JINHENHON U XapaKTepu3yeTcs eaNHbIM
3HAYEeHVEM 3HepruM akTmBauumn, 6anN3KMM K 3Ha-
YEHUIO /19 HU3KOTeMMNepaTypHOK 30HbI. [Tpu aToM
nepexon, okono 35°C wcyesaeT wnuM caBuraet-
csl B Auana3oH 6onee HU3KMX nam 6osiee BbICOKMX
TemnepaTyp. 3aBUCMMOCTb CUFrMOUAHOIO TMMNa Mo-
XeT oTpaxaTtb pacnpegeneHme 3oHaa Mexay ABy-
Ms1 AUHAMNYECKUMN COCTOSHUSIMU.

OOGcyxaeHune

O6wwmin Bnp, cnektpoB AP HepacTBOPMMOro
B BOAE CMNH-30HAa SDSA cBMOETENBbCTBYET O TOM,
4YTO OH XOpoLIO copbupyetca (CBA3bIBAETCS) He
TOonbko ¢ CAB, HO n ¢ HY ShC, 1. e. HY umeloT
BbICOKYIO COPOLMOHHYIO CMOCOOHOCTbL MO OTHO-
weHno K cteapuHoBol XK. 310 obecneunBaet
LOCTaTO4YHbIM 019 UCCNefoBaHNM UHTEHCUBHBIN
curHan (cnektp) AP 3oHaa.

MoaBuXHOCTL cnnH-30Haa Ha HY ShC noBonb-
HO Benvka 1 6nm3ka K BpawatenbHoMy ondoy-
3MOHHOMY Mpefeny, NOCKOJbKY BbIMUMCEHHbIN MO

napameTpam criektpa AP pagnyc Ctokca 61130k
K MONEKYNsSpHbIM pasmMepamM 30HAa. ITO roOBO-
pUT 0 BbLICTPON BpawaTtenbHon anddy3nn 3oHaa
B BOJHOM OKpPYXeHUn 6e3 CTepUYeCKmX orpaHmye-
HWUI, a Takxke 006 3KCMOHMPOBaHHOCTN 30HAA (ero
HUTPOKCWJIbHOW rpynnbl) B pacTteopuTtenb. [pu
3TOM, CyAs MO BbICOKMM 3HAYEHUSIM KOHCTaHTbI
CTC a,", obpasyeTtcs BOAOPOAHAA CBA3b HATPOK-
cunbHo rpynnel NO™ ¢ H,O.

BeeneHne nobbix gobasok B amucrnepcuio ShC
(kmcnota, wenoyb, NaCl, moyeBuHa, caxapo3sa,
CAB) nNpMBOANT K CHUXEHMIO MOABUXHOCTU (MUM-
MobGuNN3aLmm) 30HAA, XOTA U B Pa3HOM CTEMEHMW.

Cyzns no appeHnyCOBCKMM 3aBUCMMOCTSIM Yac-
TOThl BpaleHus (puc. 9), cnuH-3oHa, Ha HY ShC
nmeeT 6onee 0gHOro (MUHMMYM [iBa) COCTOSIHUS,
pasnaMyaloLLMXcd no MNOABUMXHOCTU, B 3aBUCU-
MOCTWU OT TemMnepaTypbl U NPUCYTCTBUS MOJIEKYI
pPacTBOPEHHbIX B Aucnepcun BewlecTts. [lepe-
pacnpeneneHve mMexay 3TUMU  COCTOSHUSIMU,
BEPOSITHO, MPOUCXOOUT NpU TeMnepaTtype OKOJo
20°C (293 K), T. K. 3aBUCUMOCTU OOJIbLUNHCT-
Ba napameTpoB cnektpa AP 30HOa nmeloT npu
3TOl TemnepaType OCOOEHHOCTU: CKayOK KOH-
ctaHTel CTC B obnactn 20 °C, 4T0 MOXeT 6bITb
00yC/IOBNEHO N3MEHEHNEM COCTOSIHUS FMAPATHOM
000J104KM1, CBA3AHHOW C NEepecTPOKON CUCTEMBbI
BOOOPOAHbIX CBSI3EN; nepexon K HEBSA3KOCTHOMY
XapakTepy BAVSHUSA Caxapo3bl HA BPeEMsi Koppe-
NAuMM 1 napameTp nopsiaka. Takme ocobeHHOCTH
yKa3blBalOT Ha MpPEeBpaLLEHNss B CUCTEME CBSA3EN
«30HA, — PaCTBOPUTENb» C y4acTnemM H-CBA3n HUT-
pokcubHOM rpynnbl 3oHaa NO™ ¢ H,O.

OcHoBHOM addekt CAB Ha AMHaMUKy 30HAA
(nexoos n3 dopmbl cnekTpoB (puc. 1), xapakTepa
HaCbILLEHNSA CMEeKTPOB, OTHoweHus A/B (puc. 2))
B JOMOJIHEHVE K TEM, KOTOPbIE UMEKOT MECTO B NMpu-
CYTCTBUW TOJILKO MasibiX GUMONOrMY4ecKn 3HAYNMbIX
MOJIEKYT U MOHOB, COCTOUT B TOM, 4TO MPOUCXO-
OUT YacTuYHbIN nepeHoc 3oHaa mexay CAB n ShC.
B pesynbTare ycTaHaBnMBaeTCs PaBHOBECKE B pac-
npeaeneHu 3oH4a no LEHTpaM CBA3bIBAHUSA Ha
f6enke n HaHoyrnepone. YpoBeHb 3Toro 6anaHca
onpenenseTcs B NepByl0 o4epenb COOTHOLUEHNEM
koHueHTpaunsa ShC u CAB. B aTo, cyas no sennyn-
HaM KOHCTaHTbl a," 1 aenonapusaumum oKpyxeHus
30H43a, OnpeneNieHHbll BKnag, BHOCUT 6enkoBas Ko-
poHa, obpasylollasncs 3a cyeT copbumn benka Ha
HY npu coBMecTHOM NpUcyTCTBUM 6Geka 1 HaHOYT -
nepoga B gucnepcuu. MNpun aTom cocTosiHne Benka
B KOPOHE OT/IMYAeTCs OT COCTOSIHWSI B PacTBOpeE,
T. K. CTEMEHb OEnonspusaumm OKPYXEHUS 30HAA
B cocTaBe komnnekca 6enok — H4Y nosklleHa.

MexaHn3am nmmobunmaaumm 3oHga Ha HY B cny-
yae CAB 1 gpyrmx 61oorMyecky 3Haunmblx Mose-
Kyl O4€BMOHO pasdnunyeH. B cnyyae caxaposbl, Moye-
BMHbI U MIOHOB Hanbonee BEPOSITHO BO3AENCTBME Ha
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NOABMXHOCTb 30H4A YepPEeS3 BIINSHME Ha ryapaTaumio
HY. 9710 cBSI3aHO C TEM, 4YTO BCE 3TU KOMMOHEHThI
OMCNEepPCUOHHONM cpefbl CnocoOHbl Oka3bliBaTb Ae-
rmgparauyoHHoOe BO3LENCTBME, B3aUMOLENCTBYS,
Hanpumep, No AedekTHbIM KpasiM HemnaHapHbIX
rpageHoBbIX PParMeHTOB N N3MEHSISI CTEMEHb M-
POMUIBHOCTM N TMOBEPXHOCTHYKD 3HEPrud HaHo-
yactuy, ShC. C apyroii CTopoHbl, 3ddeKkT MMMooU-
NN3auym COBEPLUEHHO OTCYTCTBYET MNP YaCTUYHOMN
aerngpartauym nyteM KOHUEHTPUPOBaHUA amchnep-
cuun. Takke BepoATeH Bkiag dakropa Ko1onaHOM
YCTOMYMBOCTU Amcnepcun. Tak, B WENoYHOM cpeae
npu BbICOKMX pPH A3eTa-noTeHuman HaHo4YacTuL, Kak
npasuno, Benvk (~40 mB) n konnongHaa yctonym-
BOCTb BblCOKasd. B kucnonm cpene aseta-noteHuman
<30 ™MB, yCcTOMYMBOCTb AMCHEPCUN 3HAYUTESBLHO
HUXe 1 6nmM3ka K rpaHuue yctoinumsoctT. Kpome
TOro, OAHOTUMHOCTb M3MEHEHNN MOXET ObITb 00YC-
JIOBJIEHA BIMSIHMEM 000aBOK Ha YCTONYMBOCTb MPO-
CNoekK ANCNEPCUOHHON cpepl (BOAbl), MPENSTCTBY-
IOLLMX KOHTaKTy ruapodobHbIX NMOBEPXHOCTEN rpa-
deHononobHoro yrnepopa. 310 cnegyer M3 TOro,
yTo caxapoda 1 NaCl cnocobHbI NoBLILLATL NOBEPX-
HOCTHOE HaTsXXeHWe U BINATb Ha packinHMBaloLee
naBneHne npocnoek Boapl [Poxkos, 1991], a moye-
BWHA 1 U3MEHEeHMs pH BANAIOT HA COCTOSIHME 1 NPO-
YHOCTb BOOOPOOHbIX CBA3EN. DTO TakKe MOXET Npu-
BOOWTb K PasfnNymio MEXaHN3MOB OENCTBUS.

MexaHnam xe nmmobunusauum B cnydyae CAb
CBSI3aH C MepeHOCOM 4acCTu BbICOKOMOOBUXHOIO
3oHga ¢ HY ShC Ha CAB, raoe ero noaBmM>XXHOCTb
orpaHuMyeHa no npuymnHe nokanusaumm B Oenko-
BbIX MONOCTSX.

Takum 06pa3oM, B CMELUaHHOW Aucnepcun
LUYHITMTOBOIrO HaHOyrnepoga W CbIBOPOTOYHOIO
anbbymMuHa BO3MOXEH MepeHOC XUPHOW KWUCIO-
Tbl ¢ ©enka Ha HaHoyrnepog U HaobopoT B 3aBu-
CUMOCTU OT COOTHOLIEHUS UX KOHLUEHTpaumn, To
€CTb MIMEEeT MeCTO KOHKypeHLus Oenika 1 HaHoyr -
nepoga 3a XupHylo kmcnoty. Mpun atom adodpekt
HabnogaeTcs npu KoHueHTpauun ShC Ha aga no-
psiaka MeHblUe KOHUeHTpauum 6enka. 3To o3Hava-
€T BO3BMOXHOCTb MCMNOJIb30BaHNSA HAHOOUCNEPCUN
LUYHIMTOBOIrO yrnepoga ons BAUAHUS Ha CBA3bl-
BaHME N NEepPeHOC XMPHOM KUCOTbl CbIBOPOTOY-
HbIM anbOYMWHOM, TO €CTb A/ BO3OENCTBUSA Ha
TPAHCNOPTHYIO PYyHKUMIO Benka. DTOT pesdynbTaT
cornacyeTcs C AaHHbIMW, NOJTYYEHHBIMU HAMU Me-
TOOOM AnddepeHumanbHON CKaHMPYIOLWEN Kaslo-
pUMETPUM Os TakNX Xe CMELUaHHbIX AMCNEePCUi
[FoptoHOB 1 ap., 2016]. bonee Toro, NpPMMeHeHNe
OOMNOJSTHATENbHbLIX PACTBOPEHHbIX BELLECTB MOXET
NO3BONINTb PEryNMpoBaTb 3TO BAUSIHME, KaK 3TO
HabnogaeTcs B ciydae ¢ caxapo3on (puc. 2).

B nopsioke obcyxaeHna Takke HeobXxoaMmo OT-
METUTb, YTO HEJIMHENHOCTb MO0 CUrMOUOHbBIA Xa-
pakTep appeHMyCOBCKUX 3aBMCUMOCTEN HaCTOThbl

BpaLLlaTeNbHOM WM noctynatensHon andaoysum
CMUHOBLIX 30HAOB OT TeMmnepatypbl MOXET CBUAE-
TENbCTBOBATbL O Hann4MM $as3oBOro nepexoaa B Ta-
KX CUCTEMAX, KaK 3TO UMEET MECTO B NOJIMMEPHbIX
pactBopax [BaccepmaH, Kosapckun, 1986] wnu
pacTBopax rnobynspHeix 6enkos [Rozhkov, Goryu-
nov, 2012]. AKTMBAUMNOHHbIE 3aBUCUMOCTU B KOOP-
OnHatax AppeHuyca Ha pUcyHke 9 He MMelT 0Co-
OeHHocTelt B ananasoHe okono 20 °C, B To Bpemst
Kak Ha 8Ty 0COOEHHOCTb yKa3blBaloT AaHHbIE PUCYH-
ka 7. Bo3MOXHO, aT0 00YCIOB/IEHO TEM, YTO U Knac-
Tepbl, 1 MeTacTabuinbHas ¢as3a CyLLeCTBYIOT Heda-
BMCUMO B HU3KOTeMMepaTypHoi obnactu. Mpu aTom
KnacTtepbl nrpatoT ponb ceoero poaa MAB [LLLykuH
n ap., 1982] ona Hm3koTemnepartypHoi dasbl, ecnm
nocnenHsas npeacTtaBfeHa KanasMyv MUKPOCKOMNU-
yeckux pa3mepoB. B atom cnyvae dopmupyetcs
HaHO3MYJIbCUSI U3 KJ1lacTepoB, CTabuAn3npytoLLas
3Tn kanau 6osee NIOTHON MeTacTabunbHON Gasbl.
MoaTtomy ncyesHoseHune nocneaHeli nocne 20 °C He
BNUSIET HA AMHAMKKY 30HAA. BmecTte ¢ Tem Touka
nepernba akTUBALMOHHBIX KPUBBLIX B KOOpAmMHaTax
AppeHunyca HabnoaaeTcs B Avana3oHe TemnepaTyp
BbiLle 305 K. CornacHo npeasioxXeHHOM HaMu paHee
dazosoii gnarpamme (DL1) ans gucnepcum dynne-
peHoB 1 ShC [Rozhkova et al., 2016], aToT AMana3oH
MOXET COOTBETCTBOBATb 3aKPUTUYECKOM (Me3odas-
Hol) obnactn ®, B KOTOPOM NPOUCXOONAT CTPYK-
TYPHO-OUHAMUYECKNE N3MEHEHUS PaCcTBOPA, COOT-
BETCTBYIOLLME 3aKOHOMEPHOCTSAM 3aKPUTUYECKOro
¢dazoBoro nepexona. B yactHoCT, MOXHO Npeano-
JIOXUTb Hanmume nuHuM dpeHkens, pasgensiouen
0Ba pasnMyaloLLMXCs N0 BPEMEHN penakcaumm am-
HaMn4ecknx CocTosHusa amcnepcun ShC B 3akpu-
Tuyeckol obnacTtu [Brazhkin et al., 2012]. MNMpn aTom
NPOMEXYTOYHOE, KOIOMOHOE COCTOSIHME Me3oda-
3bl MOXET ObITb NPEACTABNEHO UCKIIIOYUTENLHO AM-
HaMW4YeCKMMU KnacTepamMu 1 PasinyHbiMU OfIUro-
MepamMu, NONy4aloLLMMKCS B pe3ynbTaTe arperauum
CTOMOYHbIX CTPYKTYP rpacdeHononobHOro yriepoaa.

3aknio4yeHue

[Mpy BHECeHUU pPaszINYHbIX MO XUMUYECKOW
npupoae 61MoNorM4yeckn 3Ha4MMbIX BELLECTB B Ha-
Hoamcnepcuio ShC HabnogaeTca MMmobunuaa-
LMs CTPYKTYP Ha MOBEPXHOCTM HaHo4dacTtuy, ShC,
B YaCTHOCTU, NMPOUCXOAAT MpPEeBpaLLEHNS B CUC-
TeMe BOAOPOOHbIX CBA3EM CMWH-30HAA C BOOOW
pacTteopuTens. Mpu BeegeHnn CAB B gucnepcuio
ShC npoucxoamnt B3anMoOgencTBne ¢ NepeHoCcoM
nvranpa: obMeH CnH-30HA40M Ha OCHOBE XMPHOW
KMUcnoTbl Mexay 6enkom u HaHoyrnepogom. Ha-
npaeneHne nepeHoca M ypoBeHb OanaHca obme-
Ha onpenensioTCs COOTHOLLEHNEM KOHLEHTPaLNIA
6enka M HaHoyrnepoga, a Takxke MPUCYTCTBUEM
MaJlbIX OpraHM4eCcknx MoJiekys (caxaposa).
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OcobeHHoCTN, HabnogaemMble Ha 3aBUCUMOC-
Tax napameTpoB cnekTpa AP cnuH-30Haa S5DSA,
MoryT ObiTb CBfi3aHbl U C (pa30BbIMU MNpeBpaLle-
HUSIMW B HAHOAMCHepcuu B Lenom. Mo ceoemy no-
BEOEHUVIO aucrnepcumn HaHovacTul, ShC nmetoT He-
KOTOpOEe CXOACTBO C MULENNISPHBIMU CUCTEMAMU,
B KOTOPbIX MCTUHHAs PacTBOPUMOCTb U KPUTUYEC-
Kasi KOHLEeHTpauus MuuennoobpasoBaHnsa Mose-
kyn BOI ypesBblbaiHO Mana, HO 3a c4eT 0ObeanHe-
HUS BbITSHYTLIX CTOMOK, 061aJalowyx AMNoSbHbIM
MOMEHTOM U1 MONSIPHLIMWU FpyMnnamMu, B KinacTepsbl
OCYLLECTBNSIETCA 3KPAHMPOBAHNE HEMONSAPHbIX
NMOBEPXHOCTEN OT NMPSMOro KOHTakTa ¢ 0OBbEMHOM
BOAON. OTO BEOET K CYLLECTBEHHOMY CHUXEHUIO
NMOBEPXHOCTHOrO HaTSXKEHUs, U CYLLEeCTBOBAHNE
Taknx KnacTepoB CTAHOBUTCS TEPMOAMHAMUYECKN
onpasgaHHo [LLlyknH n gp., 1982]. AHanorn4Hbin
adpdeKT xapakTepeH 1 ansa 6enKoBbIX CUCTEM, XOTH
pPacTBOPUMOCTb MOCAEOHUX HECPABHEHHO BhbILLE.
BeposiTHO, 0oBHapyxeHHas psiAoM MeToOoB Knac-
TepHas npupoaa HaHovacTul, ShC [Rozhkova et al.,
2016] n rnobynsapHbix 6enkos [Rozhkov, Goryunov,
2012] MmoxeT HaxoamUTb CBOE OTPaXEHWe B Henln-
HEeMHOCTU appPEHNYCOBCKNX 3aBUCUMOCTEN 3HEP-
rmuv aktmBauuun anepeysmm CrnMHOBbLIX 30HOOB
B LUMPOKOM Amanas3oHe temnepartyp. VIameHeHne
COCTOSIHUS rMapaTaumm MOXET ObITb COMPSIXEHO
C TEPMOVHAYLMPOBAHHBIM pPa3pyLUEHNEM CTPYK-
Typ BOAbl B METACTAbOWIBbHOM KPUCTa1I0COIbBAT-
HOM HU3KOTeMMepaTypHon ¢ase, 0OHaPY>XEHHOM
Hamu paHee B auanaszoHe 1-18 °C, 1 nepexonom
K KnacTepHon ¢opmMe opraHusaumu npu 6onee
BbICOKMX Temriepatypax. B Heln coxpaHsaioTcs oc-
TaTkM MOJNEKyNn BOAbl B MOJIOCTAX, obnagawoume
6onee NPOYHbLIMY BOAOPOAHBLIMU CBA3SIMU, B TOM
yucne ¢ N-O’ rpynnoi HUTPOKCUITbHbLIX PaaMKasioB.
3T Monekysnbl BOAbl MOIryT GOPMUPOBATbL CTPYK-
TYPHbIN Oapbep, NPEensaTCTBYIOLLMA HErnocpeacT-
BEHHOMY MAPO(POOHOMY KOHTAKTy HEMOMSPHbIX
y4acTKoB HaHo4acTuy, ShC.

duHaHCcOBOE o0becriedeHne unccaenoBaHuii
OCYLLECTBJIIZIOCL U3 CPEACTB enepasibHoro
6roaxeTa Ha BbIMNOJIHEHNE rocyaapCTBEHHOro 3a-
AanHus (N2 0221-2014-0010).
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NOCJNEQENCTBUE MUHEPAJIbHbIX YO,OBPEHUN

HA CBOMCTBA NO4B U NPOAYKTUBHOCTb
HACAXAEHUA B J,0JITOCPOYHOM 3KCNEPUMEHTE
B CPEOHETAEXHOW NOA30OHE KAPENTUU

A. H. CononosHukos, H. I'. ®epopeu/, A. U. Cokonos

UHcTtutyT neca Kapesnbckoro Hay4Horo ueHTpa PAH, lNeTtpo3aBoack

MocnenenictBue MHOrONETHErO BHECEHUS PA3NINYHbBIX 403 U COYETAHU MUHEPASbHbIX
yoo6pennii (NPK, N) B Ky/ibTypax COCHbI Ha Nec4aHbIX anbderymMyCcoBbIX OMOA30/IeHHbIX
noodypax nsydasnocb B cpegHeTaexHor noa3oHe Kapenuu, B paioHe 03. PuHOo03epo.
KynbTypbl COCHbI, co3daHHble noceBom B 1962 r., yoobpsanucb B 1970, 1975, 1979
n 1985 ropax, no cxeme: N, NPK 1 koHTposb (6e3 ynobpeHust). K MOMEHTY NpoBeaeHs
NCCNeao0BaHMM Ha OMbITHBIX y4acTkax CHPOPMMPOBANNCHL HYUCTbIE COCHOBbIE APEBOCTOU
53-neTHero Bo3pacTta. Hepes 30 neT nocne 0KOH4YaHUS NPUMEHEHNS yA0OPEHMI Ha Kax-
[OM OnbITHOM yyacTke nnowaabio 0,5 ra B 10-kpaTHOM NOBTOPHOCTU 0TOMpanv obpas-
Lbl MOACTUIIKN OJ1s1 ONPeAeNieHns ee 3anacoB, a Takxke 3aK/1aablBasnv Mo TPU NMOYBEHHbIX
pa3pesa, N3 KOTOPbIX MO FEHETUYECKUM ropnu3oHTam oTbrpanu obpasubl A5 XMMU4ec-
KOro aHann3a. B noysax onbITHbIX yHaCcTKOB Hanbosiee 3Ha4Mble N0 CPaBHEHUIO C KOH-
TPONEM U3MEHEHMSI MOYBEHHbIX CBOMCTB OTMEYEHbI B MOACTUAKE Y NOANOACTUIOYHOM
9MI0BNANIbHOM FrOPU30HTE. BbIBNIEHO 3HAUYNTENBHOE YBENMYEHNE MPON3BOANTENIBHOCTHU
cOpPMMPOBABLUNXCS COCHOBbIX [PEBOCTOEB, B HAMOObLUEN CTENEHN — MNPU BHECEHUM
komMnnekcHbix yoooperunii (NPK). Ctatnctnieckas obpaboTka gaHHbIX nokasana 3Haqyn-
MOe€ yBeNM4yeHne 3anaca NeCHbIX NOACTUNOK NPU BHECEHUM BCEX COYETAHUI MUHEpPab-
HbIX YA0BPEHWNI N0 CPABHEHMIO C KOHTPOJIEM. YBENNYUANCE CPEAHME BETMYNHBI AnameT-
pa 1 BbICOTbI HACAXOEHNU, a TakKe 3anac APEBOCTOS.

KnioyeBble CnoOBa: KyNbTypbl COCHbl; MOCNEOENCTBME; MHOIOJIETHEE NPUMEHEHME
y)J,O6peHVIl71; I'IO,EI,6ypr; necHble NoACTUNKN; NPOAYKTUBHOCTD.

A. N. Solodovnikov, [N. G. Fedorets|, A. |. Sokolov. MINERAL
FERTILIZERS’ AFTER-EFFECT ON SOIL PROPERTIES AND STAND
PRODUCTIVITY IN A LONG-TERM EXPERIMENT IN KARELIAN MIDDLE
TAIGA

The after-effect of long-term application of various doses and combinations of mineral
fertilizers (NPK, N) to pine crops on sandy Al-Fe-humus podzolized podbur soils was
studied in the middle taiga of Karelia, near Lake Rindozero. The pine crops established
by seeding in 1962 were fertilized in 1970, 1975, 1979 and 1985. The setup was N, NPK,
and control (not fertilized). By the time of the survey the sample plots were occupied
by 53-year-old pure pine stands. Thirty years after the last treatment, 10 replications of
forest floor samples were taken from each 0.5 ha plot to determine the stock, and 3 soil
pits were made in each plot to take samples from specific genetic horizons for chemical
analysis. In the sample plots, the most significant changes compared to the control were
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observed in the forest floor and the underlying eluvial horizon. The productivity of the re-
sultant pine stands was promoted considerably, especially by NPK fertilization. Statistical
treatment of the data revealed a significant increase in the forest floor stock upon fertiliza-
tion in all the treatments as compared to the control. Mean tree diameter and height, as

well as the stands’ growing stock were enlarged.

Keywords: pine crops; after-effect; long-term fertilization; podburs; forest floor; pro-

ductivity.

M3y4yeHrem BANSHNSA MUHEpPalbHbIX YA00peHni
Ha POCT 1 Pa3BUTME XBOWHbIX KY/IbTYP B MUTOMHU-
Kax 1 Ha BblpyOKax, a Takxke MoBbILLEeHNEM NPOAYK-
TUBHOCTU MPUCMNEBAKOLLINX HACAXKOEHUA WUHTEepe-
COBaJIMCb KaK OTEYECTBEHHbIE, Tak U 3apybexHble
nccnegosarenn [Wehrman, 1961; TypunH mn ap.,
1964; Makapos, 1966; Schwarz, 1969; CnagHes,
1970; LWymakos, ®epopoBa, 1970; Viro, 1972].
Bosnblioe BHUMaHMe yaenssnocb BO34ENCTBMIO Ha
rmapoTepMmyeckmne, BOOHO-dusnyeckmne n pusn-
KO-XVMIMUYECKME CBOMCTBA JIECHBbIX MOYB Pa3nuny-
HbIX HOpPM, 1,03 1 CNOoCcoB0B BHECEHUS YO00PEHNIA.
B Kapenun Takxe Ha NPOTAXKEHUU MHOruUx net
NPOBOAVAN SKCNEPUMEHTAsIbHbIE NCCNEeN0BaHMUS
BO3AENCTBUS MUHEpPasbHbIX yO0OpeHNin Ha npo-
OYKTUBHOCTb OPEBECHbLIX HACaXAEHUA M NNo[o-
poavie necHbix No4B [JleBknHa, 1964; Kynukosa,
1977; ®epopeu, Mopososa, 1985; YepHobOpoB-
kuHa, 2001]. B HacTosilee Bpems uccnenosa-
TeNM NPOAOIKAIOT YAENSATb BHUMAHME OAHHOW
npo6neme [Nilsson, Allen, 2003; Will et al., 2006;
KoHoBanos, 3apybuHa, 2011; Lindkvist et al.,
2011; Johansson et al., 2013 n gpyrue], HO B CBS-
31 C MOBbILLEHHBLIMW TPEOOBAHUAMM K 3KOOrMn
OKpYyXatoLlen cpenpl, 4OPOroBU3HON yaobpeHni
1 60/bWNM OOBEMOM YXE HaKOMIEHHbIX 3HAHWI
akLeHT nNpobnemMbl CMeLlaeTcs Ha NOUCKU nyTen
paunoHanbHoOro 1 6e30MnacHoOro B JOSIFOCPOYHOWA
nepcnekTmBe WCNoSib30BaHUSA ynobpeHuin. Lle-
b0 HACTOALUMX WCCNEAOBAHUIM SABUACS aHanm3a
pPe3ynbTaToB MHOMOMIETHUX CTALMOHAPHBIX Ofbl-
TOB, OTpaxawLlmx rnocnenencTeme ynobpeHuia
Ha KayeCcTBO MOYBbI MU MNPOAYKTMBHOCTb ApPEBEC-
HbIX HACAXAOEHWUN.

0O06beKkTbl U MeToauKa

Ons wuv3yyeHnss pocta WM pPasBUTUSA  KyJlb-
TYp COCHbl (Pinus sylvestris L.) B cpegHeTaex-
HO NOA30HE NO4 BO3OENCTBMEM PA3ANYHBIX
003 W COYEeTaHUli MUHepasbHbIX yOo00peHuin
OblN 3aN10XKEHLI MHOMOMETHUE OMbITbl B PafioHe
03. PnHpo3epo B KoHponoxckom panoHe Kape-
nnn. iccnepoBaHns NpOXoAnN Ha NeCHaHbIX allb-
derymycoBbIX 0Noa30J1eHHbIX Noadypax Ha 03ep-
HO-IEQHVKOBbIX MECYaHbIX OTIOXEHMSX HA MECcTe
COCHSAIKOB OpYyCHMYHbIX (Tabn. 1) ¢ coctaBom ape-
BocTtos 10C+b, IV knacca 6oHuTeTa. lNocne pyoku
OPEeBOCTOS 1 noxapa 30ecb cHopMUpoBancs Be-
PEeCcKOBO-MNasioBbI TUMN BbIPYOKM. B HanoyBeHHOM
NMoKpOBE [AOMMHMPOBAsN Bepeck OObIKHOBEHHIN
(Calluna vulgaris). Mox0BO-nULWAKHNKOBbLIA MNO-
KPOB Mpu mnoxape Cropen, U «MUHepann3oBaH-
Hbl€» y4aCcTKM 3apactanm MNOAUTPUXOBbIMU MXa-
Mu (Polytrichum juniperinum Hedw., Polytrichum
piliferum Hedw.). VI3 nNCTBEHHbIX BCTpeYanncChb
ceMeHHas 1 nopocnesas 6epesa (Betula pendula
Roth.) n ocuHa (Pypulus trimula), koTopble BMo-
cnencTemm Gbinn BbipybneHsl [LLy6uH, 1977].

KynbTypbl COCHblI CO3aaHbl nocesoM B 1962 r.
no mnosiocam, MNOArOTOBAEHHbIM SIKOPHbIM MOK-
poBocampaTtenem Tsxenoro tuna. LWupuHa no-
noc 0,8-1,2 M, pacctosiHMe Mexnay nosocamMu
1,5-2,2 M. lNoceB nNpon3BeneH Cesnkom oT nny-
ra [KJI1-70. Wcnonb3oBaHbl cemeHa Il knac-
ca COpTHOCTM MecTHoro cbopa. Pacxon cemsiH
0,8 kr/ra. B 1970 r. nepen BHeceHMeM yaob-
peHuii Oblnn BbipyBEHbl KPYMHbIE 3K3EMMNASAPbI
b6epesbl.

Tabnvuya 1. ArpoxvMmmnyYeckne nokasatenn anb@erymycoBoro noadypa onoA30J/IEHHOro NnecyaHoro rnocne pyoku
COCHSsIKa BPYCHMYHOMO 40 BHECEHUS MUHEpPasbHbIX yaobpeHuin (1961 r.)

rny6uHa C N Kk | s NH, P,0, K,O
Fopu3oHT B3ATVIS pH con. V, %
o6pasua, % Mr-akB.- 100 r' mr-100 r!
cMm

TJ 0-1 17,3 0,79 3,2 50,0 13,0 26,6 10,0 20,5 63,6
BHFe 1-6 (9) 1,02 0,03 3,8 2,6 1,3 33,3 1,0 0,60 1,2
BHF 9-17 0,36 0,01 4.8 2,4 1,1 31,4 2,0 17,6 0,5
BC 17-20 0,48 0,02 4,9 1,8 0,5 21,7 1,2 16,4 0,5
C 54-60 0,23 0,01 4,9 0,9 1,9 67,8 0,5 17,1 2,5
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Arpoxumuyeckme nokasaresnmn B ropusoHTax rnoys yepes 30 NeT nocne MHOroNIeTHEro BHe-

CeHNsi MUHepaJsibHbIX YA00OpeHui

YpobpeHne BHOCWIM B KOHLIE Masi — Hadane
mtoHsa B 1970, 1975, 1979 n 1985 rr. Cxema onbiTa:
N, NPK 1 koHTponb (6e3 ynobpeHus). [1o3bl yoob-
penun: B 1970 r. asota n kanusa — 60, pocdopa —
120 «kr/ra pencreyilowero Bewectsa; B 1975 r.
no 60 kr/ra kaxgoro M3 3NIEMEHTOB NUTaHUS;
¢ 1979 r. no3bl yBENMYEHDBI BABOE, MPU 9TOM OMbIT-
Hble OensHkM Oblnn pasgeneHbl nonojiaMm u Ha
HUX MpPUMEHeHbl OBe dopMbl a30THbLIX yaobpe-
HUA — MOYEBMHA WU aMMUAYyHas CenuTpa rpaHy-
NMpOBaHHbIE. Ha Bcex ydacTkax MCnonb30Banu
rpaHynMpoBaHHble cynepdocdar U MOYEBUHY,
a Takxke XJIopuUcCTblid kanuii. YonobpeHus pasbpa-
CbIBafIM BPY4YHYIO MO NOBEPXHOCTW NoyBbl [LLy6uH
n ap., 1991].

Mocnepnelicteue yoobpeHWUt Ha TakcalMOH-
Hble nokazaTenu cHOPMMPOBABLLNXCA COCHSIKOB

n cBOMCTBa No4B madydanu yvepes 30 net nocne
nocnegHero BHeceHust ynobpenunii, 8 2014 roay.
Ha kaxgom onbITHOM ydacTke nnowaabio 0,5 ra
B 10-kpaTHOW MOBTOPHOCTU OTOBMpanu obpasupl
NOACTUIIKM ANS ONpefeneHns ee 3anacos, a Tak-
Xe 3aknagpiBanu rno TpU NMOYBEHHbLIX paspesa, 13
KOTOPbIX MO FEHETUYECKUM rOpu3oHTaM oTbupa-
n obpasubl 4Ns XMMUYeckoro aHanmaa. B noyse
onpeneneHsl pH CONEBOMN BbLITAXKM MOTEHLMO-
MEeTPUYECKKN, COAEpXaHMe rymMyca no TIOpuHY,
obuiero azota no Kbenbpanio, [OCTYMHbIX CO-
eanHeHnn docdopa KONOPUMETPUYECKU N Kanus
Ha nnameHHoM ¢oTtomeTpe B BbiTsxkke 0,2N HCI
[Arpoxumnyeckmne wmetogpl..., 1975]. Pesynb-
TaTbl 06paboTaHbl CTATUCTUYECKM MPU MOMOLLN
naketoB nporpamm Microsoft Excel n Statistica.
MpoBeneHbl pacyeTbl cpeaHeapudMeTUYECKNX
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Tabaumuya 2. 3anac noactunok yepea 30 neT nocne MHOrosIeTHEro BHECEHN MUHepasbHbIX ya0bpeHui, T/ra

BapwaHT onbiTa CpenHee CTaHf,. OTKIOH. Makc. MuH. 3:::3:'2(:(23“(1%)0?1%?\;3_
KoHTponb 16,53 6,17 26,36 4,52 -
NPK 20,01 5,78 34,70 11,05 0,08
N 20,88 5,81 32,43 10,20 0,03
Tabnuyya 3. TakcauMoHHasa XxapakTepPUCTMKA KYNbTYpP COCHbI B Pa3/iMyHbIX BapuaHTax onbiTa
BapuaHT onbiTa H%?TTZT; (:ij;a JnameTp, cM BbicoTa, M MonHoTa, M2 32:?:,'?\'27:;_ Kﬂamigfao_
KoHTponb 3,16 8,3 8,9 19,6 113 V.4
NPK 2,66 10,4 11 20,5 167 1.6
N 3,42 8,7 9,2 22,9 133 V.4

lMpumedaHme. Pa3nnyinsa 0OCTOBEPHbI Ha YpoBHE 3HauymmocTn < 0,001.

3HaYeHMN MNOYBEHHbLIX NapamMeTpoB, npenesbl UX
konebaHunsl, cpegHeKBagpaTUiYHOE OTK/IOHEHMe.
C nomowpto kputepusa CTblogeHTa onpeneneHa
CYLLLECTBEHHOCTb Pasfinynii Mexzay ornpeaeseH-
HbIMW NMapamMeTpaMn Mo4YB Ha KOHTpoJse U ynob-
PEHHbIX y4aCcTKax.

PesynbTaTtbl M 06CyXXaeHue

BHeceHne MUHepasbHbIX a30THbIX yA00peHni
CYLLLECTBEHHO OTpPas3nioCb Ha CBOWCTBaXx MOYB.
Yeunmnucb Npouecchbl PasfioxXeHUs NeCHbIX Mnoa-
CTWJIOK, MOBLICUNOCH CopepXaHne obLmnx Gopm
as30Ta, a Takxke cTano 6osiee y3KMM OTHOLLUEHUE
C:N. YBenuumnucb 3anacbl MNOABMXHbIX a30T-
coaepxalmx COeOUMHEHWN U YMEHbLUMIOCh KO-
NINYECTBO HErnaposindyemMoro asorta B BEPXHEM
50-cm cnoe noys. BnusiHne a3oTHbIX yaobpeHunii
Ha a30THbIM GOHA MO4YB MPOCNEXMBAETCHA B Te-
yeHve aByx neT. OTMeYEHO CHUXeHME OOMEHHOM
KMCNOTHOCTU B BEPXHUX FOPM30HTaxX MNOYB. 3Ha4un-
TeNbHbIX U3MEHEHUI B COAEPXaHUM MOABUXHbBIX
coeanHeHuin pocdopa 1 Kanmsa He Habnaanochb
[Penopeu, 1983]. Bbiio 0OTMEYEHO, YTO BHECEHME
a30THbIX yOoOpeHuin cnocobCTBYET MOBLILLIEHUIO
dOTOCUHTETNHECKON AEATENbHOCTU XBOW, YIyuy-
waeT aCCUMUNIALMOHHBIM arnnapaTt COCHbl N CMo-
cobcTByeT 6oJsiee MHTEHCUBHOMY pocTy [Hosuu-
kas v ap., 1974].

K MOMeHTy npoBefeHuss uccnefoBaHui Ha
OMNbITHOM Yy4acTke CHOPMUPOBAIUCH YNCTbIE CO-
CHOBble ApeBOCTOM 53-neTHero Bo3pacTa, Tak Kak
B CTaAMM MONOAHSIKa Obln BblpybeHbl BCE NCT-
BeHHble. COCHOBbIE HacaxzaeHus, chopMmnpoBaBs-
LUIMEeCS Ha n3yvyaeMblx yyacTkax 3a nepuon nccne-
[OBaHNS, OKa3blBalOT CYLLECTBEHHOE BIMAHUE
Ha CBOWCTBA MOYBbI, YTO AeflaeT HEBO3MOXHbIM
OLLEHKY OeNcTBMSA yaoOpeHur no MCXoaHbIM Moy-
BEHHbIM rokasartensam. B cBA3n ¢ 3TUM cpaBHe-
HVYEe YPOBHHA KUCJIOTHOCTU, COAEPXaHUA 3JIEMEH-
TOB MUHEPAsIbHOrO MUTAHUA U rymyca NpoBOAUIN

Mexnay noyBamu YAOOPEHHbIX Yy4aCTKOB W KOHT-
ponbHOro (HeyoobpeHHoro) BapwuaHTa. CnycTs
30 neT nocne nocnegHero BHeCeHUs yaobpeHuii
YCT@HOBJIEHO 3HA4YMMoe CcHuxeHune (8,9 %) ob-
MEHHOM KMUCNOTHOCTU JIECHBLIX NOACTUIOK B Bapu-
aHTe ¢ NPK. B nnntoBmanbHOM ropr3oHTe Habno-
[aeTcs 3Ha4MMoe CHxXeHune (okono 6,5 %) pH co-
neBoro B 060Mx BapuaHTax onsita (puc.).

OTmeyvaeTcs obefHeHME MOACTUNAKUA U MUHE-
pasbHOro noAnoACTUNOYHOro ropmusoHta BHFe
aMMOHUINHBLIM 230TOM B OnbiTax ¢ BHeceHnem NPK
(Ha 36 n 48 % cooTtBeTcTBEHHO) U N (HA 60 N 51 %
COOTBETCTBEHHO) MO CPABHEHUID C KOHTPONEM,
BEPOSITHO, B CBA3M C aKTUBHbIM MCMNONb30BAHVNEM
OPEBOCTOEM U PACTEHUSAMM HAMOYBEHHOro Mo-
KpoBa B npouecce pocta. MIHTepecHO OTMETUTb
6onee BbicOokME (B 4 pa3a) N0 CPABHEHUIO C KOH-
Tponem nokasaTenu coaepXaHuns NoABMXKHbIX CO-
eauHeHuin pocdopa B ropusoHTe BHFe Ha Bapu-
aHTe C NMPUMEHEHMEM KOMIIEKCHOro yaoOpeHus
(NPK).

Kak »n B cfly4yae C aMMOHWUIHBIM a30TOM, Ha
yooOpeHHbIX ydacTkax Habnopaetcs 3Hadnmoe
cHmxeHune (NPK Ha 35 %, N Ha 58 %) cogepxaHus
NOABMXHOIO Kanusa B NMOACTUIKAX MO CPaBHEHUIO
C KOHTponem. OgHakoO B MUHEPANbHOM FOPU30H-
Te BHFe cutyauma meHsetcsa: B BapuaHte ¢ NPK
HabnoaeTcs NoBbILLEHHOE HA 77 % cofepXkaHue
Kanus, Toraa kak B BapuaHte ¢ N kanusa Ha 65 %
MEHbLLE, YEM B KOHTPOJIbHOM BapuaHTe.

CornacHO wuccnenoBaHUsM, MNPOBEAEHHbBIM
B PuHnaHommn, obecrnedyeHHOCTb pochopom ca-
XEeHUEB COCHbl 0ObIKHOBEHHOW MOXET ObITb Yy4-
LweHa Ha npoTtsxkeHmun 6onee 30 neT ¢ ogHokparT-
HbIM BHeceHneMm ¢GocdOpHOro yaobpeHusi, B TO
BpeMs kak obecriedyeHne Kkanmem notpedyeT aOBy-
KpaTHOrO BHECEHUS KanuMHbIX yO0OpeHwui B Te-
yeHue nepuoga potauun gpesoctos [Silfverberg,
Moilanen, 2008].

[0 cpaBHEHMIO C KOHTPOJIEM B BapuaH-
Tax C NpPUMEHEHMEM yOoOpeHMA B MOACTUIKAX
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3Ha4YMMO Bblwe copepxaHue yrnepona (NPK Ha
78 %, N Ha 58 %) n obwero azota (NPK Ha 54 %,
N Ha 41 %), npn 3TOM TaKXe YeTKO NPOCnexunBsa-
eTcs oboralleHre noanoacTUIIOHHOro ropru3oHTa
Kak yrnepogom (Ha 67 %), Tak 1 obwumM a3oToMm
(Ha 27 %) B BapuaHTe ¢ NPK. B unnioBuanbHOM
rOPMU30HTE MOXHO OTMETUTb MOYTU OBYKPATHbIN
npupocT obuero yrnepoaa B sapmaHte N no cpas-
HEHUIO C KOHTponem, npu 3HadumocTtu p = 0,066.
LLiBeackue nccnenoBaTenuy BbISIBUM HAakOMEHUE
obLiero asota B JIECHOW MOACTUNKE W yrnepoaa
B  MWHEpPasnbHOM MNOAMNOACTUIOYHOM FOPU3OH-
Te npu yaobpeHun KynbTyp COCHbl OObIKHOBEH-
HOW BbICOKMMW [o3amMu MoyeBuHbl [Nohrstedt
etal., 1998].

OnpepgeneHne 3anacoB NecHOW NOACTUAKU
Ha OMbITHBIX y4acTkax nokasaso, 4To BO BCEX Ba-
puaHTax onbiTa C NPUMEHEHMEM YO0OPEHUI OHU
3HaunTenbHo Bbiwe (<20 %), 4yem B KOHTpoOne
(Tabn. 2). Mo-BnguMomMy, 3TO CBA3AHO B NepByio
oyepenb C yBENMYEHWEM BEreTaTMBHOM MAacChl
COCHbl U pacTEHUI HANO4YBEHHOrO MOKPOBA, CO-
OTBETCTBEHHO W 0Maga, B Mpouecce WHTEHCUB-
HOro pocTa OpPEeBEeCHbIX pacTeHuin npu oboralle-
HUW MOYBbI 3IEMEHTAMU MUHEPAJTIbHOrO NUTaHUS,
1 npexae BCero a3otom. [NockonbKy coeanHeHust
a30Ta HaxoasaTCs B MEPBOM MUHUMYME B JIECHbIX
noysax Kapenum, MMEHHO BHECEHWE a30THbIX
ynobpeHuin Hanbonee 6,1aronpUATHO OTPaXaeTcs
Ha poCTe 1 pa3BUTUM COCHOBLIX ApeBocToes [De-
nopeu, baxvert, 2003].

HaunbosbLuee No cpaBHEHUIO C KOHTPOIEM MNpe-
BblLLEHME CPEOHUX BENNYMH BbICOTbI, AnamMeTpa
CTBOJIAa M MOJIHOTLI ObIIO BLISIBIEHO B BapuaHTte
c NPK. Takxe B BapwaHTax onbita, rae UCroJsb-
30Basiock NosiHoe ynobpeHue, bbin Hanbonee Bbl-
COKMM 3anac OPEeBOCTONA, HECMOTPSA HA MEHbLUYIO
ryCTOTy CTOSIHUSI MO CPaBHEHUIO C KOHTPONEM
(tabn. 3). B BapmaHTe ¢ N yBenun4yeHbl No cpaBHe-
HUIO C KOHTPOJIEM AMaMETP CTBONA, MOSIHOTA U 3a-
nac ApeBoCTOos, HO pas3nuyne He Tak O4EBUOHO.

CocHskM BpyCHUYHbIE, KOTOPbIE BblNM BbIPYO-
JleHbl nepepn npoBefeHMeM onbiTa ¢ yoobpeHu-
amMu, npouspactanu no V.2 knaccy 6oHuTeTa.
CohdopmumpoBaBLLIMECH COCHOBblIE  HACaxaeHusi
B BapuaHTe ¢ NPK nmetot 6oHuTeT III.6, TOroa kak
B BapunaHTax ¢ N n B koHTporne 6oHuTeT (1V.4) 651n-
30K K ICXOAHOMY.

BbiBOAbI

[MpoBeneHHOE nccnegoBaHne arpoOXMMNYECKNX
CBOMCTB Nnec4aHblX anb@deryMmycoBbIX ONoA30J1eH-
HbIX NoAOYPOB MNO3BOJIUIIO BbIIBUTb OCOOEHHOCTH
NOCNegencTBuA MHOrMONETHEro BHECEHUS pas-
JINYHBIX BUAOB MWHepasbHbIX yO0OpeHuiA B Mouy-
Bbl COCHOBbIX HacaxaeHuii dyepe3 30 net nocne

nocnegHero BHeceHus. [o4Bbl COCHOBbIX 6uKO-
reoueHO30B, HECMOTPS Ha UX MEeCYaHbIA rpaHy-
NIOMETPUYECKNI COCTaB U BEPOSTHOCTb MOTEPb
3NEMEHTOB MUTAHNS U3 BHECEHHbIX MUHEPASTbHbIX
yOo0OpEHUIA C BHYTPUMOYBEHHBLIM CTOKOM, NpeTep-
nesatoT B OCHOBHOM MOJIOXUTENbHbIE U3MEHEHUS
OT BO34eNCTBUS YA0OPEHNIA.

HawnbonbLlure No cpaBHEHUIO C KOHTPONEM U3-
MEHEHUS1 OTMEYEHbl B MOACTUAKE N NMOAMNOACTU-
JIOYHOM 3MI0BMANbHOM ropmn3oHTe. B noactunke
3HAYMMO YBENNYUIIOCH COAEPXaHue yriepoja
1 azoTa B BapuaHTe kak ¢ N, Tak u ¢ NPK, Torga
Kak coaepXaHune Kanmsg, HanpoTuUB, YMEHbLUUOCh.
B anioBnanbHOM ropu3oHTe HabnopgaeTcs 3Ha-
4nmo ysenuyeHHoe comepxanue C, N, P,O,, K,O,
HO TOJIbKO B no4sax BapuaHTta ¢ NPK. B nnnioBun-
a/IbHOM rOPU30HTE OTMEYEH ABYKPATHbIN NPUPOCT
obuero yrnepoga B BapuaHTe ¢ N.

MpumeHeHVe ynoOpeHnii NpuBeno K yBenu-
YyeHuto kncnoTHoctTn B nogctuike (NPK) v nnnio-
BnanbHom ropmsoHTte (N, NPK), cnocobcTBoBano
20-NpouUEHTHOMY YBENMYEHMIO 3arnaca JIeCHbIX
NoACTUNOK B 000MX BapMaHTax orbiTa No cpaBHe-
HUIO C KOHTPOJIEM, @ TaKXe MOIOXMTENBHO CKasa-
NI0Cb Ha MPOAYKTUBHOCTU COCHOBbIX HACAXKXAEHWNIA.
B BapuaHTax ¢ NPK 1 ¢ N no cpaBHEHUIO C KOHT-
PONEM YBENNYUANCE CPEOHVE BENNYMHBI ANaMeT-
pa (Ha 251 5 % COOTBETCTBEHHO) 1 BbICOThI (Ha 24
n 3 %) HacaxgeHui, a Takxke 3anac ApeBocTos (Ha
48 n 18 %).

lMpencraBneHHbIi  MaTepvan  Obla  110s1y-
YeH [1py  BbIMOJIHEHUN rOCYAapCTBEHHbIX 3a-
AaHunii  WIHctutyta neca KapHL PAH (Temsi
NeNe 0220-2014-0006; 0220-2014-0002).
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MCCHEJJ,OBA!-II/IE CO,-rASOOBMEHA AEPEBbBEB
KAPEJIbCKOU BEPE3bI B YCJTIOBUAX HU3KOU
OCBELWWEHHOCTU B NOCAOKAX C PASHbIM
nJaoaAOPOAUEM NOYBbI

B. K. BonoHguHckui, J1. M. BunukanHeH

UHcTuTyT neca Kapesibckoro Hay4Horo ueHTpa PAH, lNeTtpo3aBoack

MpoeeneHa cpasHuTeNbHaa oueHka CO,-ragoobMeHa y NNCTbEB 3aTEHEHHbIX BeT-
Bel Kapenbckon 6epesbl (Betula pendula var. carelica) Ha aByx kynbTtypax 40-50-neT-
Hero Bo3pacTta Mpu PasiNYHbIX YPOBHAX MWHEPANbHOro nNuTaHusa. Ons kaxnoro mna
y4aCTKOB CpaBHMBanMChb Takxe napametpbl CO,-rasoobMeHa CBETOBbIX U TEHEBbIX
nmcTbes. XapaktepucTrkn CO,-rasoobMeHa TeHeBbIX NNCTbEB PasfMyanunch no CBo-
UM rnokasaTensiM B 3aBMCUMOCTU OT COAEP>XKaHWs OCHOBHbIX MUHEpPasbHbIX BELLECTB
(N, P, K) B noyBe. lMpwu ynyyweHn nnogopoams noysbl cpegHme BeAndmHbl GOTOCUH-
Tesa TEHEBbIX NUCTbEB Bo3pacTtanu ¢ 1,22 oo 2,74 MKMOSb COZ-M’2-0’1, TEMHOBO-
ro gbixaHna — ¢ 0,43 pgo 0,69 mMkmonb COQ-M'2-0’1. BennyunHbl GOTOCMHTE3A CBETOBLIX
JINCTLEB CYLWECTBEHHO He pasnuyanucb (p > 0,05), a gpixaHne Bo3pacTtano ¢ —1,54
0o —-2,63 MKMOJb COz-M'Z-C’K Mo mepe Bo3pacTaHns NA04OPOANS NMOYBbI USMEHSANCH
1 napameTpbl MOAgeSEel CBETOBbIX KPUBbIX GOTOCMHTE3A: YMEHbLLANNCL KOHCTaHTa Ha-
cobilweHns ¢ 100-120 go 40-60 MKMOJIb-M™2C™', CBETOBOM KOMMEHCALMOHHbIA MYHKT —
¢ 12-20 no 6-8 MkMonb-M2-c™!, 4yTO CcBUAETENLCTBYET 0 H6onee addekTnBHoM pabote
POTOCUHTETUYECKOrO annapata npu OTCYTCTBUM NIMMUTUPOBAHUS MUTATENbHbIX Be-
wecTB. 3adUKCMPOBaHbl 3HAYUMbIE PA3INYMS BCEX BENMYMH Y CBETOBbIX U TEHEBbIX
NIUCTBEB HA KaxaoM M3 ydacTkoB. lNMokasdatenu mcnonb3oBaHus PAP npu GOTOCUH-
Te3e y CBETOBbIX M TEMHOBbIX JIMCTLEB y4acTka ¢ 6onee BbiICOKMM copepxaHnem NPK
COCTaBWUAM COOTBETCTBEHHO 6,1 1 53,1 Mkmonb CO, - (MMOSb GOTOHOB)!, TEMHOBO-
ro gbixaHumsa —2,63 n —0,66 MKMOJb COZ-M'Z-C'1, CBETOBOI0 KOMMEHCALUMOHHOro nMyHKTa
45,8 n 5,91 Mkmonb-mM2-c”'. BenmumHbl Konnyectsa KapoTUHOMAOB (C) M xnopodunna
X (a+b) y TEHEBbIX 1 CBETOBbIX IMCTHEB B MEPECHETE HA CbIPON BEC HE UMENN JOCTO-
BEPHbIX pa3nuumin. CpeaHne BeNNUYnNHbI OTHOLEHUS Xi1 (a+b)/c y TEHEBbLIX TNCTLEB OblNn
pocTtoBepHo B 1,5 pasa 6onblue, 4eM y CBETOBbLIX. [1py pacyeTe Ha eouHULY niowaam
N3-3a YMEHbLUEHNS TOJLLMHbI TEHEBbLIX NCTLEB X7 (a+b) HUXE Yy TEHEBbLIX JINCTLEB MO
CpaBHEHWIO C pacTyLmMMmM Ha cBeTy. OueHKa yrnepoaHoro 6anaHca HKHUX 3aTEHEHHbIX
BETBEW Ha y4acTKax C OTHOCUTENIbHO BbICOKMM MIOA0POAMEM MOYBLI MOKasana, 4To OH
OCTaBasICsl MOMIOXNUTENbHLIM MPU CPeAHEeAHEBHbIX 3HaYeHusXx PAP 25 Mkmonb-M2c,
Kapenbckasn 6epesa, pacTyLias Ha noYBax C 0THOCUTESNIbHO BbICOKMM niogopoanem, 60o-
nee addEKTUBHO NCMONb3YET HU3KME 3HAYeHUs PAP, 4em Ha NoYBax C HU3KMM COLEp-
XaHVEM NUTaTeNbHbIX BELWECTB, 1 6narogaps Mopponornieckum n Guamonormieckum
afanTaumsaM KOPOTKOCTBOJIbHbIE U KYyCTOBUAHbIE HGOPMbI C Y30PYaTON CTPYKTYPOI Ape-
BECWHbI MOTYT BbIXMBATb B YC/IOBUSIX CUJTIbHOMO 3aTEHEHNS.

Kniouyesble cnosa: Betula pendula var. carelica; CO,-rasoo6MeH; AbixaHne; CBeTo-
Bble KpmBble GOTOCUHTESA; XJI0POd M.
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V. K. Bolondinskii, L. M. Vilikainen. A STUDY OF CO, GAS EXCHANGE
IN KARELIAN BIRCH UNDER LOW SOLAR RADIATION CONDITIONS IN
PLANTATIONS WITH DIFFERENT LEVELS OF SOIL FERTILITY

Comparative estimation of CO, gas exchange in leaves on shaded branches of Karelian
birch (Betula pendula var. carelica) was carried out in two 40-50-year-old plantations with
differentlevels of mineral nutrition. In both plantations, CO, gas exchange parameters were
also compared between sunlit and shaded leaves. Characteristics of CO, gas exchange in
shaded leaves varied depending on the content of mineral substances (N, P, K) in the soil.
With increasing soil fertility, mean values of photosynthesis in shaded leaves increased
from 1.22 to 2.74 mmol-m2-c', dark respiration — from 0.43 to 0.69 mmol-m=2-c'. Mean
values of photosynthesis in sunlit leaves did not differ significantly (p > 0.05) between
these two plantations, but respiration varied from —1.54 to —2.63 mmol-m-c"'. The para-
meters of photosynthetic light response curves changed with an increase in soil fertility:
the constant of saturation decreased from 100-120 to 20-60 mmol-m-2-¢™', light compen-
sation point — from 12-20 to 6-8 mmol-m=2-¢™', which is evidence of more effective opera-
tion of the photosynthetic apparatus where nutrition was not a limiting factor. Significant
differences in the parameters of photosynthetic light response curves were revealed be-
tween sunlit and shaded leaves in both plantations. In the plantation with a higher NPK
level, the rate of photosynthetically active radiation (PAR) utilization for photosynthesis
was 6.1 and 53.1 mmol CO,- (mmol photons)™ in sunlit and shaded leaves, respectively.
Dark respiration was —2.63 and —0.66 mmol m-2-c’', light compensation point — 45.8 and
5.91 mmol-m-'-¢! for sunlit and shaded leaves, respectively. Based on fresh weight, the
amounts of carotenoids (¢) and chlorophyll chl (a+b) in the shaded and sunlit leaves had
no significant differences. Mean values of the chl (a+b)/c ratio in shaded leaves were
1.5 times that of sunlit leaves. Based on leaf area, because of lower thickness of shaded
leaves, the amount of chl/ (a+b) was 1.4 times lower in shaded leaves in comparison with
sunlit leaves. Assessment of the carbon balance of the shaded branches showed that the
balance remains positive when the daily mean values of photosynthetically active radia-
tion are 18-25 mmol-m2-s-'. The Karelian birch trees growing on comparatively fertile soil
utilize the low values of solar radiation more effectively than those growing on nutrient-
poor soil, and owing to morphological and physiological adaptations the short-stemmed
and shrubby birches with figured wood can survive in a very shaded environment.

Keywords: Betula pendula var. carelica; CO, gas exchange; respiration; light response
curve for net photosynthesis; chlorophyll.

BBepeHune

eHodoHA kapenbckoi 6epesbl Betula pendula
Roth var. carelica (Mercklin) Hamet-Ahti, o6na-
JatoLen BblICOKOLLEHHOW y30p4aToOn APEBECUHON,
B MPUPOAHbIX YCNOBUSAX K HACTOSALLEMY BPEMEHU
B 3HAYUTENIbHOW CTeneHun yTpayeH [BeTynHHMKOBa
n ap., 2013]. MNMocnegHue gecatuneTns 60bLIOE
3HayeHVe NpuMaoaeTcd UCKYCCTBEHHOMY pas3Befe-
HWIo Kapenbcko 6epeabl. XoTsa k 1986 roay obuuas
niaowanb IECHbLIX KyNbTyp cocTasnsna B Kapenuu
0KO0J10 5,5 ThIC. ra, BbIXO4 LLEHHOW APEBECUHbI He-
BENVIK, U pecnybsnka BbIHY>XAEeHA ee MMMOopPTMPO-
BaTb. VI3BECTHO, 4TO B Ky/bTypax kapenbckol 6e-
pe3bl, HECMOTPS Ha CUJIbHOE 3apacTaHue yyacT-
KOB OCWHOW, €fbl0 1 APYrMMW COMYTCTBYIOLLMMU
nopogamu, npom3pacTaroLLMMmM Ha NOYBaxX C OTHO-
CUTENIbHO BbICOKOW MNOA0POAHOCTbLIO, BO BTOPOM
fApyce BCTPEYaloTCA 3K3eMMispbl C y3opyaTon
apeBecuHon. B To xe BpeMs B KynbTypax Ha 6ef-
HbIX MOYBAx MpPU YXyALUEHUN NeCOPaCTUTENbHbIX

YCNOBWA KOPOTKOCTBOJIbHbIE (QOPMbI  YCbIXalOT,
He mocTuras ToBapHoro Buaa [Jlilobasckas, 1978;
EBgoknmoB, 1989]. OgHa 13 NpUYnH 3TOro — HU3-
Kast apDEeKTUBHOCTb PabOTbl POTOCUHTETUYECKO-
ro annapaTta B YCNOBUAX HU3KOM OCBELLLEHHOCTN,
CB$I3aHHAs C HEAOCTATKOM MUTATENbHbIX BELLECTB.

B HacaxpaeHuax 60nbIMHCTBO HOPM Kapesb-
cKkon 6epesbl N3-3a OrpaHUYeHnIn PocTa He MOryT
KOHKYpupoBaTb C 6epe30i MOBUCIION 1 OPYrMU
OPEBECHLIMU BMOAMM N CYLLECTBYIOT B npeaenax
CBOEro apeana B LOBOJIbHO Y3KOI 9KOJIOrM4EeCKOoMn
HULLe — Ha rpaHuvLe neca, B COCTaBe HU3KOMon-
HOTHbIX HaCaXOEeHWM, HA TEPPACUPOBAHHbIX CKI10-
Hax [Jllo6aBckas, 1978]. ABnasicb, kak n 6epesa
noeucnas, cBeToNtoObMBON NMOPoOaON, OHA B YCIO-
BUSIX YMEPEHHOIr0o 3aTeHeHns 6narogaps aganta-
LMOHHbIM MexaHn3mMaM 3PPEKTUBHO UCNOJb3YET
HU3KMEe 3HaYeHUs OCBELLLEHHOCTU N NoanepXmnBea-
et CO,-razoobmeH Ha npvemnemom yposHe [Bo-
NOHAVHCKUI, BunukanneH, 2014].
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BbiCckazaHO npeanonoxeHve, 4YTo apean Ka-
penbckoii 6epesbl NpUBS3aH K CPeaHMM Mo nJo-
popoamio noysam. DopmupoBaHMe y30pHaToit
OpeBecuHbl  Kapenbckol 6epesbl MpoucxoamnT
npuv ycnoBum Noanep>XXaHns B kambuasnbHol 30He
onpeneneHHoro C/N OTHOLLEHUs, a MMEHHO MNpu
HanMunMmM n3dbITka caxapoB Ha GOHe HEeKOTOPOro
neduumta asoTHoro nutaHma [Hosumukas, 2008].

BONbLUMHCTBO NECHbIX MO4YB CEBEPO-3anagHOm
30HbI kpaliHe 6efHbl NMTaTeNIbHbIMWY 3/IEMEHTaMMU,
0COOEHHO aMMMaYHbIM a30TOM, 1 He obecneyrBa-
IOT MW B HY>XHOM KONIMYECTBE APEBECHbIE pacTe-
Hus [KoHoBanoe, 3apybuHa, 2011]. MuHepansHoe
nuTaHve BAMSGET Ha HOTOCMHTE3 Kak Hemnocpes-
CTBEHHO, Tak M KOCBeHHO. [pu xopolwlei obec-
NEYEHHOCTN NUTATENbHbIMU 3fIEMEHTAMU CUHTE3
xnopodwunna B pacTeHUN CTUMYNMPYETCS, YCUIU-
BAETCS OEeATENbHOCTb YCTbUL, N YBENNYMBAETCS
o6L1as NnoBepxHOCTb NNCTbeB. HebnaronpusaTHble
YCIIOBUS MUTAHUSA CHUXKAKT 3(PEPEKTUBHOCTL pa-
00Tbl e4MHULBI XTopodunna, NoaToMy pellatoLee
3Ha4YeHMe Ans OUEHKNM BO3MOXHOW aKTMBHOCTU
doTOoCHHTE3A NNCTA N PACTEHUS B LEOM UMEIOT
KOHLEHTpaumsa OOTOCUHTETUYECKUX MUFMEHTOB
1N pasmep acCUMMUASLMOHHOW noBepxHocTu. OT-
MeyaeTcs, 4To HanbosbLLEee BANSHWE HA coaepka-
Hue xnopodwunna OKkasbiBAET HEOOCTaToK asoTa.
Oco6eHHO YeTKO 3TO NPOABASETCH Y HUXHUX, CTa-
pbIX NUCTbEB. HeooCTaToK Kanus He3HauYuTerslb-
HO U3MEHSIET COAEPXaHNE MUTMEHTOB B JINCTbSIX.
VcknioyeHne ¢ocdopa 13 nutatesibHoOM CMecu
NPMBOAMT, Kak MPaBuIO, K MOBLILLEHUIO coaepxa-
HUSA NMrMeHToB. BepodaTHO, HepocTaTtok pocdopa
CWIbHO YrHeTaeT POCT JINCTOBbIX MAACTUHOK, HO
Nno4yTK He oTpaxkaeTcs Ha BUOCUHTE3e xnopodu-
na. deduvumt N n P cokpawaet obwunii pasamep
nncta Ha 15-30 %, HepocTaTtok K — oo 50 % [Ka-
koTe, 1974].

B pa6ote [Hoogesteger, 2006], BbINOIHEHHOW
Ha Oepe3e MNOBWUCION, CKOPOCTb (OTOCMHTE3a
Koppenuposana ¢ KOHUeHTpaumen asoTa B JIMCTb-
ax. Pasnnuma B KOHUEHTpauum asoTa B JINCTbAX
OblIM  NPOMOPUMOHAalIbHBLI  Pa3NNYMaM B CKOpPO-
CTAX POTOCMHTESA, YTO MPUBOAUIO K MPUMEPHO
OMNHaAKOBOW (POTOCMHTETUYECKOMN MNPOAYKUMU Ha
eOMHNLY NTNCTOBbLIX a3oTa unm ¢ocdopa BO BCEX
BapmaHTax 06paboTkn. MNoxoxme gaHHbIE MO a30Ty
n doToCcUHTE3Y Npun aedonnaumm caxeHues be-
pesbl NnpuBoasaTcs B pabote [Ovaska et al., 1993].

B pabote [Wang et al., 1998] Ha caxeH-
uax Oepe3bl OymaxHown (Betula papyrifera
Marsh.), apanTupoBaHHbIX K OnNpeneneHHbIM
yCNoBMAM  TemMnepaTypbl, BOLHOrO  pexuma
n ¢otonepuoga, W3MeEPSIN HETTO-OOTOCUH-
Te3, YCTbUYHYIO MPOBOAVMOCTb, 3PPEKTUBHOCTb
MCNOJIb30BaHMA BOAbl U 3PEPEKTUBHOCTbL WC-
NOMb30BaHUS asoTa NpPU PasAnYHbIX PEeXrMax

BoJoobGEecneyeHns 1 copepXaHus nuTaTesbHbIX
BeLlecTB B noyse. [pn BbICOKOM ob6ecnevyeHHoC-
TV BNarom u nutaTtesibHbIMU BellecTBaMmy ¢GOoTo-
cuHTEe3 Obin B npegenax ot 8,5 oo 9,9 Mkmosnb
CO,M?c. DOTOCMHTE3 AEPEBLEB MPU HU3KOA
BJI2XHOCTM MOYBblI M BbLICOKON 0BGECne4YeHHOCTU
NUTaATENbHBIMU BELLLECTBAMU COCTaBAS OKOJIO
45 % OT BENNYMH B MPEXHEM BapPUAHTE.

Takne xapakTepucTuKKU, Kak NPOOOMKUTENb-
HOCTb XM3HW NUCTA, OTHOCUTENbHAA CKOPOCTb
pOCTa, HETTO-POTOCUHTE3 U TEMHOBOE AbIXaHue,
yOoenbHasa nMCTOBas MOBEPXHOCTb (OTHOLLEHME
naowaam npoekunn NUCTBbl K Macce JNCTBbI),
urpatoT 60JblUY0 pPonb B aganTtaumn pacTeHus
K MecTaM 0BbUTaHUS C BbICOKUMMU N HU3KUMU pe-
cypcamu [Reich et al., 1992]. NnacTU4YHOCTb 3TUX
XapakTEPUCTUK B 3HAYMUTENBbHOM Mepe CBfA3aHa
C coaepxaHnem a3oTta B IUCTbAX 1 KOpHAX [Reich
etal., 1996].

B pa6orte, roe nccnenosarme CO,-rasoobmeHa
y 6epesbl MOBMUCOM MNPOBOAMIOCL Ha MNpPOTH-
XEHUN BEreTaumoHHOrO Ce30Ha, MoKa3aHo, 4YTo
WHTEHCMBHOCTb [AbIXaHusi ncta ObICTPO CHMXa-
nacb B Te4EeHME NepBbIX LWECTU HeAEb PasBUTUS
nncteeB [Oleksyn et al., 2000]. 3a atoT nepuog
BPEMEHM pPACCYMTAHHOE Ha MNNOLWaab AbIXxaHue,
npuBegeHHoe k 20 °C, cHmxanocb npumepHo B 10
pa3 — ot 2,7 0o 0,3 mkmosnb CO,m2c'. Mocne go-
CTUXEHUS CBOEWN HU3LLEN TOYKN B CEPEANHE UIOHS
ObIXaHne NucTa yBenn4mBanoCb OO KOHUA POCTO-
Bbix npoueccoB. OCHOBHbIE M3MEHEHUS MaKCu-
ManbHOro ¢GOTOCUHTE3a, CBETOBOrO KOMMEHCca-
uMoHHOro nyHkta (CKIT) n gpyrux napameTpoB
CBETOBbIX KPUMBbIX, & TaKXXe TEMHOBOIO AbIXaHUS
npoucxoasat BO BpeMsa GOpMMpOBaHUS NuUCTa.
3a atoT nepvon CO,-razoobMeH yBenM4nBasncs
¢ 3,5 0o 9,1 mkmonb CO,m2c!, CKI cHuxanca
6onee yem B 10 pa3 — ot 196 0o 18 MkMonb-Mm2c'.
Pasnuuna B aTux napameTpax B Te4EHME Neproaa
HOTOCUMHTETNYECKON 3PENOCTU A0 BPEMEHU MOSIB-
NEeHNs NepPBbIX BU3YyasibHbIX CUMMTOMOB CTapeHUs
ObININ OTHOCUTENBHO MaJbl.

CunTaeTtcs, 4TOo BCe BuAabl npucnocabnmea-
IOTCS K POCTY B YCJ/IOBMSIX HU3KOIO CBETA MyTEM
YMEHbLUEHUS AbIXaHWUS1, HTO TEOPETUHYECKU JOSIKHO
CHU3NTb NMOTepu yriepona B 6eaHbIX pecypcamu
ycnosusix [Muraoka, Koizumi, 2005]. ®oTocuH-
TeTnyeckass CrnocoOHOCTb JIMCTBbI Ha eauiHuLYy
nioLwaan yBenmyinsaeTcs B COOTBETCTBUM C yBe-
NM4eHMEM MNOrNOLWEHNS CBeTa B pa3dHbIX MecTax
B nonore [Niinemets, Tenhunen, 1997]. 310 MO-
XEeT paccMaTpmMBaTbCs Kak ajanTauuOHHasa pe-
akuus, Makcummauvpylowas ¢GoTOCUHTE3 BCEro
nonora. WM3ameHeHne @OTOCUHTETUYECKOMN CMO-
COOHOCTU NINCTBbLI MO CBETOBOMY IPagueHTy He
TOJIbKO YBENMYMBAET NPUPOCT yrnepoaa B nonore,
HO 1 noapasymMeBaeT yBeNMYEeHME BO3MOXHOCTU
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GnaronoJfly4HO paccesiTb NOTEHLUMaIbHO paspyLIn-
TeJbHYI0 3HEepruo Bo3dyxaeHus Yyepe3 GOTOCUH-
Te3 Npu yBENMYEHUN YPOBHS cBeTa. B ycnosumsx
C OrpaHM4YeHHbIMU pecypcamu (Hanpumep, aso-
Ta) BbicOKas (GOTOCUHTETMYEeckas CNOCOOHOCTb
JINCTBEB COMPSXEHA CO 3HAYUTENbHBIMU 3HEpPre-
TU4ECKMMM 3aTpaTamMm Ha NOCTPOEHME annapara,
BKJ1IO4AIOLLLErO KOMIMJIEKChI FALLEHUS.

CBsa3b Mexay noCTynieHnemM asoTa U3 Mnoysbl
M €ro KOHLEHTpaumen B IMCTE OCTATOYHO CIOX-
Ha 1 onocpenoBaHa BHELWHUMU dakTopamm cpe-
Obl, HANpUMep BNaXXHOCTbIO Bo3ayxa [Sellin et al.,
2013]. Mpw HWM3KOM BAAXHOCTU BO34yXa, BblI3bl-
BaloOLLLEN MPUKPLITUE YCTbULL, TPAHCNNPALMOHHBIN
NOTOK, C KOTOPbIM MOCTYMNAlT NMUTaTesibHbIE BeE-
LeCTBa, CHMUXAETCS, YTO HApaay C YMEHbLUEHNEM
YCTbUYHOW MPOBOAMMOCTU SBASETCH NPUYNHON
yMeHblleHna ¢doTtocuHTe3a. [pu Takmx ycnosu-
AX gaxe Ha 6oratblx a30TOM y4yacTkax B JINCTbSAX
copepxasnocb MmeHble N n P, n oHu 6binn ¢poTo-
CUHTETMYECKN MeHee akTuBHbl [Godbold et al.,
2014]. CHmxeHne (OTOCUHTETUYECKOM Ccnocob-
HOCTU MPU MOBLILIEHHOW BNAXHOCTN BO3Ayxa 3a-
durKcnpoBaHo Tosbko B goxanmeoe neto [Niglas
etal., 2014].

B uenom B nutepartype coaepxarcsa AOBOJSIbHO
NPOTUBOPEYNBLIE CBEAEHUS O BANGHUU coaepxa-
HUS MOYBEHHOrO a30Ta U APYruxX MUHEpPasbHbIX
BellecTs Ha npoueccel CO,-razoobmeHa y ope-
BECHbIX pacTeHuin, n pabort, roe 6bl nccnegosa-
nacb kapenbckas 6epesa, npakTnieckn Het. MNpo-
BefeHHble Hamu unamepeHns CO,-razoobmeHa
Yy CaXEHLEB Ha y4yacTkax C pa3dHbiIMU 03aMU BHE-
CEHHbIX MWHepasibHbIX yO00peHuii He nokasanu
[OCTOBEPHbIX Pas3nuMynuii B CpenHuUX BeIn4mMHax
dotocuHTesa [BonoHauHckuin, 2014]. MpunymHbl
9TOro KOPEHATCS B HEPaBHOMEPHOM pacnpene-
NeHUM 003, NepexBaTbiBAHUN 4HaCTU MOAKOPMKMU
TPaBAHUCTLIM NMOKPOBOM, BbIMbIBAHUW YO00PEHNI
noxaamun n 1. . bonee 3Ha4yMble pe3yabTaTbl MO-
ryT ObITb NOJly4eHbl HA CHOPMUPOBABLLMXCS Ape-
BOCTOSIX C pPa3/IM4HbIMN N€COPACTUTENbHBIMU YC-
nosusaMun. B Hawy 3agadvy BXxoguno nccnegosaHne
CBETOBOW 3aBUCUMOCTU POTOCUHTE3A Y AEPEBLEB
Kapenbckol 6epeskbl B yCIOBMSX pa3Hoi obecne-
YEHHOCTU 3/IEMEHTAMU MUHEPAJTbHOIO NUTAHUS.

MaTtepuanbi u meToAabl
Xapaktepuctrka 06beKToB

Ha Ttepputopun Arpobumonorn4eckon CTaHummn
KapHLL, PAH, pacrnonoXeHHOM Ha IOXXHOMN OKpawu-
He r. lNMeTpo3aBoacka, raoe B 1950-70-e rogbl Ha
ObIBLUMX CENIbCKOXO3SMCTBEHHbIX Yrofbsix Oblnn
3aJI0XKeHbl NaHTauumn Kkapenbckon 6epesabl, Hamu
Obln BblIOpaHbl ABa y4acTka, OT/MYaloWwmecs no

NJ040POAMUIO MOYBbI. YH4acToK 1 — MONormnim CKIOH
nnowaabio npumepHo 0,35 ra. Kapenbckas 6epesa
Oblna BbicaxeHa 34ecb B Hadane 60-x rogos. MNo-
Cne HeEOLHOKPATHbIX NpopexuBaHuii kK 80-m rogam
ocTanucb 6epesbl C BU3yasibHO MPOSBUBLUMMU-
csa npudHakamm «kapenuctoctu». B 2010-e rogpl
6epe3bl MPSMOCTBOJILHOM (OPMblI C  ApPEBECU-
HOW, UMeBLLEN OYeHb Cnabo BbIPaXXEHHYIO Y30p-
4aToCTb, AOCTUIAN BbICOTbI 18—20 M 1 cpegHero
avameTpa Ha ypoBHe rpyam 22 cM. KpoHbl Hauu-
Hanucb Ha BbicoTe 8—10 M. TpuauaTtb NeT Hasag
noz 1x NoJIoroM eLle octaBanmcb 6epesbl KycTo-
obpaszHoli, WapoBUOHOM N apyrnx Gopm, MHorme
N3 KOTOPbIX MMENN SPKO BbIPAXEHHbIE MPU3HAKN
y3opyaTtoctu. Mo mepe yxyauleHns pagnalmoH-
HbIX YCJ/IOBUI OT nepudepumn K LEHTPY yyacTka 3Tu
[epeBbs yCbixanu, He AOCTUTHYB TOBApPHOro BUAA.
B 0aHHbI MOMEHT OepeBbsl C NPU3HaKaMu «kape-
JNCTOCTU» OCTaNUCh NNLLb HA nepndepun yyac-
TKa, B OCHOBHOM IO Oro-BOCTOYHOMY WM 4aCTWy-
HO MO OCBET/IEHHOMY CeBepO-3anagHoOMy Kpato.
B 15-20 m OT KpaeB yyacTka 1 ganee K LEHTPY Bce
HN3KOPOCSble AEPEBbS KAPebCKON 6epesbl K Ha-
CTOSILLLEMY BPEMEHW NOrmMbN.

YyacTok 2, BbITAHYTbIN C BOCTOKa Ha 3anag,
N MMEBLUNIKA B WNPUHY oOKono 35 M, npeacras-
nan cobol CMEeLUaHHbIN OPEeBOCTON KapenbCKomn
6epes3bl C NPUMECHID YEPEMYXM, OCWUHbI U UBHI,
B TOM 4Mcne n B nogjiecke. Ha saTom y4acTke kak
Ha onyLuKe, roe nepeBbs OCBELLEHbl B TEYEHUE He-
CKOJIbKMX HACOB COJIHEYHbIMU STy4aMu, Tak 1 B TEHU
npouspacTaeT MHOro kapenbckux 6epes3 40-neT-
Hero Bo3pacTa C IPKO BbIPAXEHHbIMU MPU3HaKamMu
«KapenmcTocTu». Y NpsiMOCTBOJIbHbIX 6epes yyacT-
Ka 2, 0OCTUraloLLMX BbICOTbl 15 M, B OTIM4KMe OT Oe-
pes yyacTtka 1, HUKHUE BETBU KPOHbI pocnv B 1,5—
2,5 M OT NOBEPXHOCTU 3EM/IN, TO €CTb CYLLLECTBO-
BasIN, Kak M KOPOTKOCTBOJIbHbIE B6epes3bl, NPy O4eHb
HM3KOM OCBELLUEHHOCTN. Pa3sutne OpeBoCTos
ydacTka 2 W0 Tak Xe, Kak Ha ydacTke 1, ogHako
yChIxaHve Kapenbckoii 6epesbl Nog NnosioromM neca
He HOCWJI0 Takoro MacCOBOIro xapakrepa, kKak Ha
y4acTtke 1, 1 K HaCTodALEeMY BPpEMEHU COXPaHUIIOCh
3HAUYUTENIbHOE YMCIIO 0COOEel C y30pyaTon CTPYyK-
TypoOW BbICOTOM OT 3 00 8 M 1 AnameTpoM CTBONA
Yy KOpHeBoW werkn oo 20 cm.

Ncenenosanna CO,-rasooOmeHa nposoavm
B 2009-2015 rr. Ha yyacTke 1 Ha NINCTbAX B HUX-
HEen 4acTn KPOHbl 15-MeTPOBbLIX OEPEBbLEB, pac-
TYWMX B LLEHTPE, a TakkKe Ha KOPOTKOCTBOJIbHbIX
6epesax Ha ero Iro-BOCTOYHOW rpaHuLe, rae atm
N30rHyTble, HaKJIOHEHHbIE K CBETY Gepesbl ocBe-
LannCb CONHLEM B Te4yeHume 4-5 yacoB. Ha yyacT-
Ke 2 1MccnenoBanmcb KOPOTKOCTBOJbHbIE Bepesbl
(cpegHun omuameTp y KOpHEBOW werkn 12,5 cm,
BbicoTa 2,8—3,2 M), pacTyLime B TeHU, U Oepesbl Ha
IOXKHOW OnyLlKe, YaCTUYHO OCBELLEHHbIE COJIHLEM
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B OHEBHOe Bpems. Kpome Toro, GOTOCUHTES U3-
MEePSSICH Ha HUXHUX 3aTEHEHHbIX BETBAX LOMUHN-
pylowiero nepesa BbiICOTOM 0Kos10 15 M, ¢ gnamert-
POM CTBOJA Y KOPHEBOW LLENKN 34 CM, HA YPOBHE
rpyom — 24 cm. Hebonbline (0o 1 M) BETBM Haun-
Hanuce B 1,5 M OT 3emnu. [Nprn3Haky aHoMabHOC-
T Yy OOMUHUPYIOLLEro aepeBa Oblin BblpaXeHbI
ropasgo dpye, 4eM y AJIMHHOCTBOJIbHbLIX AePEBLEB
yd4acTtka 1, HO B MEHbLUEN CTErNneHn, Yem y KOpOoT-
KOCTBOJIbHbIX Oepes.

UiamepeHve cosiHeyHou paavaumm

na onpeneneHvs ycpeoHeHHbIX BenuinH ¢o-
TOCUHTETMYECKN aKTUBHOW paauauumn (PAP) nopn
NnosioromM OpeBoCcTOs Y UccnenyemMblx BeTel 6e-
pe3 HaMu ncnosnb3oBancs gatink PAP, BxoasaLmn
B cuctemy LI-6200, koTophkIli nepen UsMepeHusMmu
CO,-razoobmeHa B TedeHne 3 MUHYT MeOJIEHHO
nepeaBuranu B NpocTpaHcTBe Hag, o6bekToM. 3a
3TO BpeMs CHMManocb okono 90 3HaveHnin PAP.
Bo Bpemsa uamepenuin CO,-razoobmeHa Takxe
n3mepsnock cpegHee 3HadeHne PAP, nonagas-
Len Ha NUCT BO Bpems dukcaumm GoTOCUHTESA.
PacnpeneneHne ®AP pagom ¢ uccnegyemMbiMu
oObekTaMn OOMNONHUTENIbHO M3y4anock Npu pas-
JINYHBIX CLLEHAPUAX NOroAbl B MPOMEXYTKaxX MeXay
n3mMepeHussMmn GOTOCUHTESA.

BnnoTe 0O nocnegHero 4ecatuneTms KOPpPekT-
HOE M3MepPEHNEe CONHEYHON paamauum B MEXKPO-
HOBOM MPOCTPAHCTBE SBASANOCH COXHOW TEXHU-
yeckon 3apgadven [UenbHukep, 1978; Palva et al.,
2001]. B nocnegHee Bpems Takoro poga uccne-
[OBaHVSA MPOBOAATCH C MCMNONb30BAaHMEM COBpE-
MeHHbIX |IT-TexHonormin. na 6onee TOYHOro n3-
MEpPEHMsT CONHEYHOW paguauumn y n3MepsaemMblixX
00bEKTOB HaMu Obl1o pa3paboTaHO YCTPOMCTBO
[BononamHckuin, Axkosnes, 2013], cocTosiiee 3
n1acTMaccoBOM WTaHrm gnvHon 210 cm, Ha Ko-
TOPOW Ha OAMHAKOBOM paccTosiHum (40 cm) pac-
nonaranncb GOTOYYBCTBUTESNbHLIE  3JIEMEHTHI.
Mbl  ucnonb3doBann @OTOCOMNPOTUBNEHNA TuUMa
GL5528, koTopble B 06naCTU HU3KMX 3HAYEHWUN
pagnauum MMenu B norapndMnyeckmnx KOOpaum-
HaTax MPaKTUYECKN JIMHENHYID XapaKTepPUCTUKY.
Jatunkm npoBogamum COEAUHSNNUCL C MUKPOKOH-
TPONNEPOM, CUIHAN C HUX 3anNuCbIBaNICs HA KapTy
MicroSD, koTopas Nnepnoamn4eckm n3snekanacb n3
6noka aJ1st KONMPOBaHNS B KOMMbIOTEP.

[paoynmpoBKY OATYMKOB MPOBOAUAU B SACHYIO
noroay C MCMNOJIb30BAHNEM 3TASIOHHOM Mapbl «Mn-
PaHOMETP AHULLEBCKOro — raibBAHOMETP», a Tak-
xe nokemetpa (H0-116). AP namepsnm gatum-
koM cuctemsbl LI-6200 (Jlarikop, CLUA). Ncnonb-
3ys rpagyMpoOBOYHbIE KPUBbIE, pPaCCYUTbIBANMU
BEJINYNHBI MHTErpasbHOM COJIHEYHOM paamaunm
n ®AP. B ycnoBusix 3aTEHEHHOCTM MOrPeLLUHOCTb

n3mepeHuii obLler paguaumm nog nosorom ieca
coctaBnana 12-15 %, a @AP - 8-10 %.

LLtaHry ¢ patymkaMmun nepeasurany B Te4eHmne
TPexX MUHYT Ha pa3HbIX BbICOTAaX B LIEHTPE y4vac-
Tka 1 ¢ AOCTAaTO4HO OAHOPOOHOM OCBELLEHHOC-
TbiO, @ TAKXe Ha ero onyLike, rae OCBELLEHHOCTb
npeTtepnesana cuibHble KonebaHus. CKopoCTb
nepemeLLeHnsa cocTasnsna NpUMEPHO OAMH METP
B CekyHAy. AHanoru4yHyilo npouenypy nponesnbi-
Ba/M y ONbITHbIX AepPeBbEB Ha yyactke 2. C pat-
4YMKOB Ha WTaHre cHManocb okono 500 nokasza-
HUA B MUHYTY. Jatymkom Jlankopa dukcuposanu
TOJSIbKO MO 27 3HAYEHU B MUHYTY.

Mamepenns CO,-razoobmera

Nameperus CO,-razoobmeHa NpoBOAMSINCH
B 2009-2015 rr. B nepmof akTUBHbIX POCTOBbIX
MPOLECCOB C MOMOLLBIO NOPTATUBHON (DOTOCKH-
TeTnyeckon cuctemnl Li-6200 (LiCor, USA). Ka-
Mepy C TIMCTOM OPUEHTMPOBAIN NPSIMO Ha CONHLE
N NOKPbIBaNN padHbiM KOJIMYECTBOM CJI0EB TKaHW
WA TKAHSMU PasHor nnoTHocTW. locne kaxzao-
r0O YMEHbLUEHUS OCBELLEHHOCTU U3MEPSiIM BCe
nokasatenu, pernctpupyemoie npuéopom (DAP,
CO,-rasoobmeH, koHueHTpauus CO, B kamepe,
TemMnepaTtypa M BAAXHOCTb BO34yxa B kKamepe
N T. A.). DKCNepMMeHTbl B OCHOBHOM MPOBOAMIN
B 6e3061a4Hble AHM B JHEBHOW anHamuke ¢ 10 oo
16 yacos.

CeeToByl0 KpuByl0 HOTOCUMHTE3A MOLENU-
poBasin C MNOMOLLBID HEJIMHENHOIO pPerpec-
CUMOHHOrOo  aHanmuada runepbonon  (PpyHKUUS
Mwukaanuca — MeHTeH):

P(I(t)=a,+b,xI(t)/(I(f) +b,),

roe a, — napametp, xapakrepuaytowmii CO,-raso-
obmeH npu | (PAP) =0, T. e. ypoBeHb AbixaHus (R);
b, — BennumHa $HOTOCUHTE3A MPU HACHILLAIOWNX
3HadeHuax DAP (P ); b, (koHCTaHTa Hacbllle-
HUS) — napameTp, paBHbI Ben4nHe [, Npyu KOTO-
poin P=0,5P v ABNAeTCA XapaKTepUCTUKOMN CKO-
POCTWN HaCbILLEHUS CBETOBOM KPWUBOW; t — BpeMS.
Bce napameTpbl MOAENN MMEKOT OMpPenENeHHbIN
dursnonormdecknin cmoicn. dopmansbHo b, — Teo-
pPeTn4yeckn BO3MOXHbIA MakCUMyM OTOCHHTE3A
NMPU OCBELLEHHOCTU, CTpeMsLencss K 6eckoHeu-
HOCTU. OBbLIYHO OH GNN30OK K BENYMHE CKOPO-
CTn pOoTOCHHTESA MPU MaKCUMasIbHO BO3MOXHOM
B MPUPOLE BENMYMHE OCBeLLeHHOCTN. CBETOBOW
KOMMEHCAUMOHHbIN NYyHKT (CKIT) — MHTEHCMBHOCTb
cBeTa, Npu KOTOPOW cymMapHsbin CO,-razoobmeH
(P (I(t)) paBeH HyntO, — onpegensanv no gopmyne:
I,_,=-a;b,/(a, +b,). PaccumTbiBanca Takxe no-
KasaTesb 1Ucrnonb3oBaHnsa AP npu hoTOCUHTE-
3€ — KonmM4ecTBo MKMoJb CO, - (MMOJIb HOTOHOB) ™
[Napxep, 1978].
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ConepxaHue xnopodunnoB U CyMMbl Kapo-
TUHOMOOB B AaUETOHOBOW BbITSXKE Onpeaens-
nn  cnektpodotomeTpuyeckn (CPH-2000, OKB
«CnekTp», Poccus). HaBecKky cBexero pactutesb-
Horo martepuana rotosunu B 80%-m aLEeTOHe.
dopmynbl ona pacyeta copepXaHus NMUrMeHTOB
nogbupann ncxogs M3 UCMNOJSIb3yeMOro pacTBoO-
putens (80% aueToH) M MakCMMyMOB MOroLLe-
HUS, BbISIBIEHHbIX HAMW MO crnekTpam. PacyeT nur-
MEHTOB nposoawsicsa no ¢dopmynam Lichtenthaler
[1987], npuBoammbiM y [aBpuneHko, >XXuranosa
[20083]. PacueT cogep>xaHns IMrMeHToB NPOM3BO-
AWM B MI HA rpaMM CblIpOro Beca 1ncTa.

CopepxaHmne asota B 5-15-caHTUMETPOBOM
cnoe noysbl (N) onpegenany TMTPUMETPUYECKNM
mMeTtogoM no Keenbpganio [MeToanyeckoe pyko-
BOACTBO..., 1990], kanusa (K) - meTtoaom atoMHO-
abcopObLUMOHHON CcnekTPodOTOMETPUM Ha aTOM-
Ho-abcopbuyoHHoM criekTpodoTomeTpe AA-7000
(Shimadzu, Anonwus), docpopa (P) — cnekTpo-
doTOMETPMYECKMM METOAOM C MONNOOEHOBOM
cuHblo (CP-2000). OnpepeneHve copepxaHus
azoTa (N) B INCTbSAX BbINOJIHAIN C NMOMOLLBIO 3/1e-
MeHTapHoro aHannsatopa PE-2410 (Perkin Elmer,
CLUA). OaHHble npeacTaBneHbl B MpouUeHTax oT
cyxoro Beca 06pasuoB. [ToBTOPHOCTbL Npob Tpex-
kpaTHas. JaHHble 6blsiv Nosly4eHbl C UCrnoJib30Ba-
Huem obopynosaHus LUK «AHanuTrnyeckas nabo-
patopusa» NJ1 KapHLL PAH.

[MpoBepKy rmMNOTE3 M OLEHKY CYLLLECTBEHHbIX
pasnuuMn  Mexay CpeaHuMU BEeMYMHaMU OCy-
LLEeCTBASNIN C MOMOLLbIO kKpuTepusa CTbloaeHTa Npu
5-NpoUEHTHOM YPOBHE 3HAYMMOCTMW.

PesynbTaTtbl M 06CyXXaeHne

MlccnepoBaHne OCHOBHbIX 3/IEMEHTOB  MMU-
HEpPasIbHOro0 MUTaHUs B MO4YBE, BbIMOJIHSABLLEECH
B WIOIe—aBrycTe Kaxnabli rog 3a Bpemsi npose-
OEeHNs 3KCMepuMeHTa, nokasasno, 4YTO cpegHee
cogepxaHme a3oTa B no4yee Ha yyactkax 1 u 2 co-
ctaBuno coorteetctBeHHO 0,19 n 0,42 % (puc. 1).
MakcrnmanbHble BEIMYMHbBI Y HEKOTOPbIX OEPEBLEB
noxoamnu cootsetcTBeHHO Ao 0,25 u 0,56 %, Ho
B LlEHTpe yJyacTka 1 OTKJIOHEeHUs OT cpeaHero Obiuv
MeHee 3HauYuTesNbHbIMKU. BapnabenbHOoCTb Nnokasa-
HWI Ha y4yacTke 2 Oblna BbIle, 4eM Ha ydacTtke 1.
CopepxaHue docdopa CoCTaBmIO COOTBETCTBEH-
HO 0,111 0,16 %, kanna — 0,04 n 0,06 %. Ha onbIT-
HOM y4acTke, Haxogsuwemcs B 30 M Bbille y4acT-
Ka 2, nony4yeHbl ONN3KNE BENIMHNHBbI COOEPXaHUS
asoTa v opyrmx aneMmeHToB [MouwukumHa, 2012].

CopepxaHme a3oTa Ha yyacTke 2 y OCBeLlEH-
HbIX JIMCTLEB BTOPOW reHepauum B ¢azy 3aBep-
weHusa pocta coctaBmno 3,27 +0,18 %, y 3arte-
HeHHbIX — 3,91 £ 0,42 %. I3aBecTHO, 4TO CBET BNU-
€T N Ha YPOBEHb (pepMeHTa HUTpaTpeayKTasbl.

CopepxaHue NPK, %

Homep yuactka

Puc. 1. CopepxaHue B noyse asorta, docdopa n kanua
Ha OBYX y4dacTkax C nocagkamMu KapenbCkon Gepesbl
1960-70-x rr.

[MokadaHo, 4TO MNPU HU3KOMN OCBELLEHHOCTU ak-
TUBHOCTb (PEpPMEHTa CHUXAETCS WU HUTpaTbl Ha-
kannueatoTcs B knetke [Larcher, 1995]. Y ocse-
LLEHHbIX JIMCTbEB yyacTka 1 copepxaHue asoTa
B dasy pocta nnctbeB coctaenano 2,27 0,10 %
[Mpwnpaya, MosgHsakosa, 2010], 4To yka3blBaeT HA
onpenesieHHyl0 KOppenauuio coaepXaHus asoTa
B JIMCTbSAX N No4yBe. Ha nnooopoaHbix noysax co-
JepxxaHue a3oTa B JINCTbSIX BblLLE, 4eM Ha OeaHbIX,
4yTO BAMSIET HA MeTabonn3m npoLeccos. B uenom
psige paboT nokasaHo BO34eNCTBME MUHEPASTbHbIX
3/1EMEHTOB, U Npexie BCero a3oTa, Ha akTMBaLMIO
ONIOKMPOBAHNA  MHOIOYUCIIEHHbIX  (PEPMEHTHbIX
CUCTEM, OTBETCTBEHHbLIX 32 (POTOCUHTETUYECKOE
doTopochopunnpoBaHne, BOCCTAHOBIIEHNE Yr-
JNIEKNCNOTbI NPU POTOXUMUYECKUX PEaKLINSAX B XJ10-
ponnactax [YepHoOpoBkuHa, 2001]. HawnbGonee
SIPKO 3TO MPOSABASAETCHA NMPU JIMMUTUPOBAHUN Of-
HOrO WM HECKOJNbKUX (aKTOpPOB Cpedpbl, Hanpu-
Mep OCBELLEHHOCTW.

M3mepeHne CoOJSIHEYHOW pagnauuun, npose-
[eHHOEe C NMOMOLLbIO LUTAHIV JaT4yMKaMn B LIEHTPe
yyacTtka 1, nokasano cnaboe Bo3pacTaHue ocBe-
LLIEHHOCTM NO Mepe NPUOIMXKEHUS LITAaHIU OT 3eM-
N K KpOHaM OepeBbeB. B npocTpaHCTBE Yy HUX-
HUX BETBEI KPOHbl 3KCMEepUMeHTaNlbHOro gepesa
cpepfHue 3HadeHns QAP B nongeHb 6bIM HA ypo-
BHe 50 mkmonb-M2.c' (Tabn. 1). B 1,5 M oT nosepx-
HOCTM 3EM/IN CPEeOHSSi CyMMapHasi OCBELLEHHOCTb
coctaBnana 108 +22 mkmonb-mM2c', a QAP -
45 £ 13 mkmonb-m2-c'. TlpyM M3MEPEHUN LUTAHIOM
noA, KPOHaMM Y HUXKHUX BETOK AaTyunky rnonaganm
Ha MpsMOe ConHuUEe 3a 3 MUHYThI B 5-7 % u3me-
PEHUN, TO eCTb KONNM4EeCTBO OGIMKOB ObINIO AocTa-
TOYHO BEJINKO WU OHW MOIAU 3HAYUTENbHO YBEeu-
4tk nornoweHve CO, nucTbamu. B To xe Bpems
mMexay onukamu AP cocTaBisino nofd, KpoHamu
30-35 MKMonb-M2c''. B 3HaA4YNTENbHOM CTeneHu
HUXHME BETBU CYLLLECTBOBaNM 6naroaapsi CoHeu-

HbIM BJIMKaM.
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Ta6sivua 1. CpefHue 3HadeHns GakTopoB BHeLWHeW cpenbl 1 BenuumH CO?-rasoobmeHa y epeBbeB Kapenbckom

6epesbl Ha yqacTkax 11 2

H T D DAP Ph R K,
% °C Ma MKMOJIb-M2-C™"
yyacTok 1
3aTeHeHHble HXXHVE BETBY AEPEBLEB, PACTYLLMX B LIEHTPE y4acTka
60 20 1078 47 1,22 -0,43 43,4
o 12,5 3,9 214 15 0,43 0,12 18,2
OcBelLeHHble BETBU AEPEBLEB, PACTYLLUMX Ha 10-3 FpaHuLLEe yyacTka
58 19 1102 14583 7,17 -1,54 6,4
o 2,3 2,1 170 180 0,95 1,02 1,5
y4acTokK 2
3aTeHeHHble BETBU KOPOTKOCTBOJIbHbIX AEPEBLEB B HUXKHEM SpyCe
58 15,5 796 65 2,31 -0,66 53,1
o 5 4,8 337 35 1,23 0,12 24,2
3aTeHeHHble HUXHME BETBM JOMUHMPYIOLLErO AepeBa
58 15,5 796 60 2,74 -0,69 59,3
o 5 4,8 337 31 1,11 0,14 22,1
OcBelLeHHble BETBY AEPEBLEB, PACTYLLMX Ha I0XKHOW rpaHuLe y4acTka
M 54 21 1142 1771 8,16 -2,63 6,1
o 1 3,1 157 18 0,95 1,55 1,4

lMpumeyanme. H, T, D — oTHOCUTENbHAsA BAAXHOCTb, TeMnepartypa 1 geduumTt BOASHOro napa Bo3ayxa CoOTBeTCTBEHHO; Ph n R —
HETTO-OOTOCUHTES U TEMHOBOE AbIXaHWe JINCTa; Kp - nokasaresib ncrnonb3osaHua PAP npu potocuHTese (Mkmonb CO,/MMONbL
doToHOoB). 3aeck 1 ganee M — cpegHee 3HavyeHue, O — CTaHAaPTHOE OTK/IOHEHME.

B 20 M OT 10ro-BOCTOYHOrO Kpas y4acTka
B COJIHEYHbI [eHb OCBELLEHHOCTb Oblna Bblle,
4eM B LEHTpe, 0COBeHHO Ha BbicoTe 7 M. [pu
9TOM KPOHbl OEPEBbEB HAYMHANMUCb MPUMEPHO
Ha 0,5 M HMxe, yem B UeHTpe yyacTka. KopoTko-
CTBOJIbHbIE BGepesdbl, a Takke OTCTaBLUME B POCTE
NPSIMOCTBOJIbHbIE YCOX/IM 30€Cb MO3OHEee, 4Yem
B UeHTpe y4yacTka. OCBELLEHHOCTb y4acT-
ka 1 ¢ ceBepo-3anagHor CTOpoHbl B 20 M OT Kpasi
Oblna o4eHb 65M3Ka K OCBELLEHHOCTU B LIEHTPE
y4dacTka. [log KpoHaMm OCBELLEHHOCTb Masio U3Me-
HAINacb C BbICOTOM M HA YPOBHE 3EMAV COCTaBAS-
na npumMmepHo 94 % OT OCBELLEHHOCTN HENOCpe.-
CTBEHHO Nof, kpoHamu. o ro-3anagHoMy Kpato
y4acTka Yy HU3KOCTBOJIbHbIX AEPEBLEB KAPEIbCKOW
OGepe3bl BEpXHME BETBM OCBELLANINCE COJIHEYHbLIMU
Jly4amMy B TEHEHME NMATU HACOB, HUXXHME BETBU Yac-
TUYHO 3aTEHSANNCb HaxXOOVBLUMMCS Mepen HUMK
onbwaHnkom. lMpu nonagaHun mx B TeHb PAP
OonbLUYI0 YacTb BpeMeHu konebanack B anuanaso-
He 150-250 mkmonb-m2-¢c' (Tabn. 1), 4TO cocTas-
naet 8—12 % oT MakcMManbHO BO3MOXHOM PAP.

B Hambonee TemHbIXx MecTax  y4yacT-
ka 2 AP B COJIHEYHbIA [eHb He TpeBbllwa-
na 40 Mkmonb-m2c'. HekoTopble nMCTbA Ha-
xoounucb 6o0sbly0 4acTb AHA npu QAP 25-
30 wmkmonb-m2c'. Ha nuctess 6GonblUMHCTBA
KOPOTKOCTBOJIbHbIX AepeBbeB B rNybuHe yyacTtka
COJIHEYHble 6MKM Nonagany 4oCTaTo4HO Penko.

Mpu ®AP=50 wmkmonb-m2c' CO,-ra3oo6-
MEH B HMXHEN 4aCTu KPOHbl EPEBLEB B LIEHTPE

yyacTka 1 coctasun 2,6 mkmonb CO,-m2c, y 3aTe-
HEHHBbIX HUXXHUX BETBEN KOPOTKOCTBOJIBHOIO 1 A0-
MUHUPYIOLLLEr0 AepeBa yHacTka 2 — COOTBETCTBEH-
HO 3,6 n 4,5 mkmonb CO,Mm2c™. lNpueeneHve
K onpeneneHHoMy 3HadeHuio AP B guanasoHe
40-100 mKkmonb-M2c' pgonycTMO, MOCKOJSbKY
B HayasibHOM 4acCTW CBETOBOW KPWUBOW 3aBUCWU-
MOCTb (POTOCUHTE3A HOCKAA MPAKTUYECKU fn-
HelHbI xapakTep. M3-3a o4yeHb 60MbLLON Bapua-
6€eNbHOCTM OCBELLEHHOCTM Ha Pa3fINyHbIX BETBSX
KOPOTKOCTBOJILHOIO AepeBa y4yacTka 2 3Ha4MMbIX
pasnuumMin nony4ntb He ypanocb (p > 0,05). Ha
NIOAOPOAHONM MOYBE CONIHEYHAs paguaumst uc-
Nnosb3yeTcsl TeHeBbIMU NUCTbAMM Oonee addek-
TUBHO, N CKOPOCTb (POTOCUHTE3A KOPPENMpPOBa-
na C KOHLEHTpaumMen a3oTta B NOYBE N B JINUCTbSIX,
Kak 9TO OTMe4aeTcs B LesioM psage padbot [Ovaska
etal., 1993; Hoogesteger, 2006 n gp.].
MamepeHnsa NnpoBOANINCE B OCHOBHOM Mpu XO-
poLUen OBOOHEHHOCTM MOYBbI, NpU Temnepartype
M OTHOCUTEJIbHOM BNAXHOCTM BO34yxa, ONNIKNX
K onTuMasnbHbIM. [py NOYBEHHOIM 3acyxe Ha y4acT-
Ke 1 ®OTOCMHTES Yy BETBEWN B HMXHEN 4aCTU KPO-
Hbl CHWXasncs 6onee 4yem B ABa pasa. Ha yyact-
Ke 2 CHuxXeHne OblI0 3HAYUTENIbHO MEHbLUMM (Ha
20-30 %). 9Tomy crnocobcTBOBANM Npexae BCero
NMOYBEHHbIE YC/I0BUSA: 60/1ee MOLLHbIA F'YMYCOBbIM
CJ/IOM Ha CYMMUHUCTOM rpyHTe. JoMuHmpyollee
[epeBO Ha yyacTke 2 MMEeNo MOLLHYIO KOPHEBYIO
CUCTEMY, [OOCTUralOLLyl0 BOLAOHOCHbBIX CJOEB,
1 cHmxeHne CO,-ra3soobmeHa ero HUXHVX BeTBe
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He npesbiwano 10 %. Takum o6pa3om, Npu BbICO-
Koli 06ecrneyeHHOCTU nuUTaTeslbHbIMK BeLlecTBa-
MU yMeHbLUleHne GOTOCUHTE3A NPU HU3KOW Biax-
HOCTW MOYBbl ObIIO MEHEee 3HAYUTEeSIbHbIM, YEM
Yy pacTeHuin, nponspacTaBLUMx Ha 6eagHOoMN no4yse.
Habniopaemoe B HEKOTOPbIX paboTax B NogoOHOM
cutyaumm [Wang et al., 1998] cHuxeHmne yctbmy-
HOW NPOBOAMMOCTU N TPaHCNUPaLMN roBOpPUT 06
yBennyeHnn 9@pE@EKTUBHOCTM  UCMNOJSIb30BAHUA
BOObl MPU O0CTAaTOYHOM KOJIMYecTBe a30Ta, Y4To
MOBbILLIAET XN3HECNOCOOHOCTL KapenbCcKoi bepe-
3bl B 3KCTPEMaJIbHbIX YCII0BUSIX.

Mpn oguHakoBOW TemnepaType BO3ayxa Be-
JINYMHBI TEMHOBOIO [AbIXaHUS Y TEHEBbIX JINCTb-
€B [OBYX Y4acCTKOB pasfiMyanvcb HesHauynTesb-
Ho. Bonee 3HauYMMble pPasnMuUsa MNOJlydeHbl Npu
CPaBHEHMWN 3ATEHEHHbIX M OCBELLEHHbIX COJIH-
LEM INCTbEB HA KaXAOM M3 y4acCcTKOB. dddek-
TUBHOCTb MCMOJIb30BaHUSA CBETa Bo3pacTana Mo
Mepe YXyOLIEHUA CBETOBbIX YC/IOBUN. [bixaHue
Xe, HanpOTMUB, CHUXaNocb U B amnana3oHe AP
20-50 mkmonb-m2-¢c'coctasnsno 0,5-0,7 MKkMob
CO,m2c’', B TO Bpemsa kak B AnanasoHe 1200-
1800 MKMOJIb-M2-C™! BblNIO B HECKOJIbKO Pas3 BbllUe
(tabn. 1).

Hanbonee TwartensHo obcnenoBaHbl AepeBbsi
Ha yyacTke 2. MamepeHus ¢GoTocuHTEe3a, npoBe-
OEHHbIe Ha NNCTbAX HUXHNUX BETBEWN BbICOKUX Oe-
pPEBLEB 1 KOPOTKOCTBOJILHOIO AepeBa KapesbCKoi
6Gepesbl B YCIIOBUSX CWUJIbHOW 3aTEHEHHOCTU, Mo-
Kasasnu, 4YTO OHM OblIM CNOCOOHBI NOrIoWaTh yrie-
KWUCNIOTY MpY O4YeHb Masblx 3HaveHusx DAP. Jluc-
Tbl Y HUX UMENM NoNoxuTesbHbln CO,-razoobmeH
naxe npu @AP, pasHoit 10 MKmonb-M2c'. 3Ta
BennumnHa coctaenana meHee 0,5 % OT 3Ha4YeHUA,
nony4yaemblX Mpu OCBELLUEHUWN Aatymka MpsMbIMU
COJIHEYHbIMM Jlydamu. Y HEeKOTOpPbIX JIMCTbEB MNpu
®AP, paBHOI 7 MKMOJSIb-M2C™!, Mbl UKCMPOBaIM
¢dotocuHTes okono 0,5 mkmonb CO,m2c'. UH-
TEHCUBHOCTb OCBELLLEHMSI BOKPYr OMbITHLIX Oepe-
BbEB OLIEHMBANN NPU PasdHbIX CLEHapusx noroapl:
B COJIHEYHbIV OeHb 6e3 061akoB, Npu NepemMeHHon
061a4yHOCTU, NPU CMJIOLIHOM BbICOKOW 0651a4HOC-
TV U NpU HU3KOM obnadvHocTn. CpeaHss BennymHa
®AP B yCNOBUSIX TEHU Y OMbITHLIX 0OHLEKTOB B COJ-
HeYHbI OeHb cocTaBuna 47 =23 mkMonb-M2c.
OpHako ¢ ceBepo-BOCTOYHOW CTOPOHbLI OMbITHOIO
HN3KOPOCIIOro AepeBa KapenbCckoi 6epesbl cpen-
Hee 3HadeHue AP 6bino 78 £ 11 mkmonb-m2c.
Manasi UIBMEeHUYNMBOCTb NOCcneaHeln BennymHbl 0byc-
noBfieHa HebOoNbLWMM MPOCBETOM C CEBEPHONA
CTOpPOHbI. DPOTOCUMHTE3 Yy TakuX JINCTbEB Obl HA
30-40 % BbilWwe, 4EM Y NIMCTLEB, HAXOOMBLUMXCS HA
NPOTMBOMONOXHOW CTOPOHE Aepesa B TeHn npm 20—
25 MKMOnb-M2-c"'. BO3MOXHO, 9TO Oblnia ogHa n3
NPUYMH, NO3BONSAIOLLMX AAHHOMY OEPEBY CYLLECT-
BOBaTb B CTOJIb CTECHEHHbIX CBETOBbIX YC/IOBUSIX.

Mpn cpegHUX MakCUMasbHbIX  3HAYEeHUsIX
AP, cocTaBnsBLUNX Y WCCNedyemMbiX BeTBel
65+ 35 MkMonb-M2-c!, cpegHVe BennyYuHbl do-
TOocuHTe3a Obinn HeBennkn — 2,31 £ 1,23 MKMOJb
CO,m2ct (tabn. 1). TMNpu aTOM KOIDDULMEHT
K, (nokasatenb ucnonb3osaHua GAP npu ¢o-
TOCMHTE3€) MMeNl OYeHb 6osblloe 3HayYeHue —
53,1+ 24,2 mkmonb CO, - (MMOJIb POTOHOB), 4TO
6onee 4yem B 8 pas npesblwano NoAobHbIA KO-
3pdUMUMEHT Yy CaxeHLEeB KapenbCckoin Oepesbl
Ha OTKPbITbIX yyacTkax [BonoHguHckuin, Bunn-
karHeH, 2014]. Y nepeBbeB, KOTOPbIE POCAN Ha
rpaHuLLEe yyacTka 2 M HEeKOTOpOEe BpPEeMS XOpOo-
o ocsewanncs, K, coctasun 6,1 mkmonb CO, -
(Mmonb doToHOB)'. DTa BenuuMHa xapakTepHa
Ons 6onblUMHCTBA OOBLEKTOB HA OTKPLITLIX Mec-
Tax, KOTopble Mbl uccnenosann paHee [Bonow-
OnHckmin, BunukainneH, 2011]. TeHeBble NUCTbS
XapakTepunaoBasncb U ropasgo 6osiee HU3KUMU
Be/IMYMHAMN TEMHOBOIO AbixaHusa — 0,66 MKMOJb
CO,m?2.c™!, B TO BpeMS KaK Y OCBELUEHHbIX COJIH-
LEM NUCTbEB HA KPaAKO y4acTka OHO COCTaBAsIo
2,63 mkmonb CO,m2c'. B pesynbrarte, x0T 0C-
BELLEHHOCTb paanuyanacek 6onee yem B 30 pas,
OpyTTO-POTOCMHTES Y TEHEBLIX JINCTLEB Obl1 BCE-
ro B 3,7 pasa HuXe, 4eM Yy OCBeLleHHbIX. [1oao0-
Hble aganTaumm K CBeTYy XapakTepHbl 4715 TEHEBbI-
HOCnMBbIX pacTeHuii [Larcher, 1995].

Mopenn CBeTOBbIX KpMBLIX (GOTOCUHTE3A
y Kapenbckmx 6epes, NMOCTPOEHHbIE MO Hayaslb-
HOMY y4acTKy CBETOBOW kpuBoW (Tabn. 2), nopa-
TBEPXOAIOT BbICOKYID CMOCOOHOCTbL KapesibCKOW
6epe3bl MCMoNb30BaTb MaJsible [03bl CONHEYHOM
pagnauumn. ADanTaLMOHHbIM NPU3HAKOM SBASIOCH
HM3KOE 3HadeHne KoadpopuumeHTa a, xapakTepu-
3YIOLLLEr0 TEMHOBOE [ApbIXxaHne. 3HayeHne acum-
NTOTbl runep6onsl (b,) — MakcUMasnbHO BO3MOX-
Hbli GOTOCKMHTES MPU OYEeHb BONbLUMX 3HAYEHUSAX
®AP — coctaBuno 12,8 mkmonb CO,M2c'. 310
noytn B 2,3 pasa MeHbLUe, YEM MakKCUMaslbHblE
BENINYMHBI, NOJTy4EHHbIE HAMW Y CAXEHLIEB, PACTY-
LKMX HA OTKPBbITOM MECTE B NEPUOL MHTEHCUBHOIO
pocTta [BonoHamHckuin, 2014]. Takoe CHWXeHune
0T4yacTn 0OYyCNOBMIEHO TEM, YTO MOAESIbHbIE pac-
4yeTbl caenaHbl N0 JaHHbIM, MOJly4EHHBIM B MEPBYIO
NOJIOBMHY aBrycTa, KOraa MHTEHCUBHbIA POCT UC-
cnegyemMbix 4ePEBbEB 3aKOHYNIICS.

Bce napameTpbl CBETOBbIX KPUBBIX UMEIOT TEC-
HYIO CBSI3b C YPOBHEM COJIHEYHOW paamauumn, npu
KOTOpOW npomnapacTanu aepesbsi. OCO6EHHO APKO
3TO NPOSABASANOCH HA y4acTKe 2, rae no Mepe yxo-
[a C OTKPbITOro MecTa B rflybb Jieca yMeHbLIanmchb
BCE MapamMeTpbl U UX NPOU3BOAHbIE, HANpPUMEp,
KOMMEHCALMOHHbIN NYHKT (puUC. 2).

CBeTOBOM KOMMNEHCAUMOHHbIN NyHKT (CKI)
Yy TEHEBbIX NNCTbEB OblN1 O4EHb HU30K — B Npeae-
nax 5,91-8,83 mMkmMonb-M2-c', B TO BpeMs kak
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Puc. 2. 3aBMCMMOCTb CBETOBOIO KOMMEHCALUWOHHOIO
nyHkTa (CKTIT) ot ypoBHs PAP, npu KOTOPOM npoun3pac-
TaloT OepeBbS Kapenbckon 6epesbl, Ha yyacTke 2

Y KOHTPOJbHbIX OEPEBbEB HA CBETy ero cpen-
HA9 BeNMYMHA B  MIONe—aBrycte pocturana
52+ 14 wmkmonb-m2c'. CHuXeHMe CBETOBOro
KOMMEHCALIMOHHOr0 MyHKTa 4O OYE€Hb HU3KUX 3Ha-
YEHUI SIBASIETCS BaXHbIM afanTaLMOHHBLIM MPU-
3HAaKOM KapesibCkol Gepedbl, MO3BONSIOWMM el
CcyLlecTBOBaTb MO MOMOroM feca A0CTaTO4HO
anntenbHoe BpeMs. [1acTU4HOCTb 3TOW U ApYyrnx
XapakTEPUCTUK B 3HAYUTENBbHOM Mepe CBsA3aHa
C CoEep>XaHMEM a30Ta B MOYBE, KOPHHAX N INCTbSIX
[Reich et al., 1996].

MpoBegeHHOe Hamu paHee [BoONoOHOMHCKUNA,
BunukariHeH, 2014] cpaBHeHME napamMmeTpoB CBe-
TOBbIX KPUBLIX Y 6epe3bl MOBUCIION U KapesbCKOi
Oepesbl BbISBUIIO Lenbl pag, pasnmyanii. DoTocuH-
TETMYECKMIA annapaTt CaXXeHLEeB kKapenbckoi be-
pesbl NpU NEPEHOCE NX C OTKPbLITOrO MECTA B TEHb
nydlie aaanTMpoBancs K HA3KOW OCBELLEHHOCTU,
4yeMm y caxeHueB 6epe3bl NoBucon. beinm nony-
YeHbl LOCTOBEPHbIE PA3NNYNSA BENNYNH CBETOBOIO
KOMMEHCALIMOHHOI0 NyHKTA M KOHCTAHTbI HACbILLLE-
HUs. Y kapenbckoi 6epesbl Habnwganacb NoBbl-
LLIEeHHas Mo CpaBHeHMIO ¢ 6epe30il MoBMCONM crno-
COOHOCTb NepeHOCUTb 3aTeHEeHMe.

XOoTsa 1 He yaanoch nokasaTb 3HAYMMbIX Pa3nun-
Y, cogepxaHne NUrMeHTOB Yy TEHEBbIX JIMCTLEB
Oepesbl NoBuCoN Obo 6onblle, YeM Y Kapesb-
ckoli 6epesbl. B pabote 0. J1. LenbHukep [1978],
roe uccneposancs GOTOCUHTE3 CaXeHLUEB psaa
nopoa (ocuHbl, ayda, MBbI, €n1n, Kapenbckon de-
pesbl), pacTyLLMX NoA NnosioromM neca, oo obHa-
PY>XEHO, YTO YroJfl Hak/I0Ha CBETOBbIX KPUBbIX NpU
pacyeTe poToCUHTE3a Ha 1 MI xnopodunna y kKa-
penbckoii 6epesbl Obl1 NPUMEPHO B 2 pasa Bbille,
4YeM y OPYrmMx IUCTBEHHbIX NOPOA. DTO yBenmye-
HME MNPOMCXOOMNO 3a CYeT BO3pacTaHus Yucna
$OTOCUHTETMYECKUX eauHML, Ha 1 aM? naowaan
JINCTAa, a He 3a cyeT 6onbLuero nornoweHms PAP.

Y TeHeBbix JNUCTbEB KapesbCckon 6Gepesbl
Ha ydacTke 1 copgepxaHue xnopodwunna Obino

HECKOJIbKO MOBbILIEHHbIM, @ KapPOTUHOUAOB — 3a-
HVUXXEHHbIM MO CPAaBHEHWUIO C XOPOLUO OCBELLEH-
HbIMU CaXeHLLaMU1, BbICAXEHHbIMU Ha Mnone, rae
cymma X1 (a+b) coctaBuna 1,47 mrr'!, a kapoTtu-
HouaoB — 0,35 Mr-r'. JInb Ha KOXXHOW YacTn y4ac-
TKa, roe LepeBbsl B TEYEHME HECKOJIbKMX 4aCOB
Haxoouancb Ha cosnHue, cymma X (a+b) cocta-
Buna 1,54 mr-r'!, yto O6bI10 6GAM3KO K OTKPLITOMY
ydacTky. Ha yyactke 2 BenuinHbl X1 a u X1 b yBe-
NINYMBANUCL MO CPaBHEHUO C y4actkom 1. TMpwu
3TOM BeNnYuHbI XJ1 (a+b) 6blnv BbICOKUMW oS oe-
PEBBLEB, PACTYLLMX KaK MO IOXHOMY Kpaw y4acTka
N OCBELLEHHbIX COJIHLEM, Tak 1 B rnyoOuHe y4yacT-
Ka, Fae MHCONSUMs He npesbiwana 2 % OoT NOSIHOro
ocBelleHnst — cootBeTcTBEHHO 1,71 1 1,95 mrr'.
CopepxaHue X1 a B 9TUX ABYX BapuaHtax 6bisio
Ha ypoBHe 1,3-1,4, a cooepxaHue X1 b Bce-Taku
OblJI0 MeHbLUE Y OCBeLeHHbIX AepeBbeB. CTOSb
HebonbLlOE yBenuyeHne cyMmbl X1 (at+b) y ka-
penbckoi 6epesbl Npy Npon3pacTaHnn B YCIOBU-
SIX O4EHb HN3KOWM OCBELLLEHHOCTWN HE BMOJIHE SICHO.
Y GONbLUMHCTBA XBOWMHbLIX U HEKOTOPLIX JIMCTBEH-
HbIX MOPOA coAepXaHue xnopodunna y TEHEBbIX
NNCTbEB, MO NUTEPATYPHbIM [OAHHbIM, YBEINYU-
BaeTca mHorga B 1,8-2,1 pasa [Larcher, 1995].
B kakoi-To Mepe npuyrHa CTosib HEOONbLUMX U3-
MEHEHUI coaepXaHus Xnopodunnos, 0Co6eHHO
X1 a, MOXeT OblTb 0ObsICHEHA TEM, YTO BEC €AUNHU-
Ubl NIOLLLAAN INCTLEB B YCNOBUSAX TEHN Obi Ha 30—
40 % meHbLUEe N0 CPABHEHMIO C XOPOLLO OCBELLEH-
HbIMU NUCTbsIMU. Ha caxeHuax, npoM3pacTasLUmnx
Ha OTKPbITbIX y4acTkax, rge BHOCUAU yaobpeHus,
OH OblS1 faxe B [ABa pasa Bbille. YMeHbLUEHME TO-
LMHbI IMCTBEB MOXHO pacCMaTpmMBaTh Kak CBOEro
pofa aganTauMoHHbIA 3POEKT B YCI0BUSAX O4EHb
HN3KOWM OCBeLLEeHHOCTU. Ecnm Bbl Mbl paccymThbl-
BaNn coaepxaHue xaopodua He Ha CbIPO BeC,
a Ha eguHULy niowann, To OHO 6bino 6bl HUXeE
y TeHeBbIx nMcTbeB. Ecnn CO,-razoo6meH name-
pSATb HE Ha nnowaap, a Ha 1 Mr xnopodwunna, Kak
3TO Oenanocb B yXe ynomsiHyto pabote [Llenb-
Hukep, 1978], To GOTOCNHTE3 Yy TEHEBbLIX JINCTLEB
3HAUYUTENbHO yBeNuYuncsa Obl 1 pasHuLa Mexay
CBETOBbLIMW U TEHEBbLIMU NINCTbAMM cTana 6bl He
CTONb CcyLlecTBeHHOM. OTBET Ha BOMNPOC, SABNSIeTCA
1 3TO cneumdunyeckon agantaumen KapesabCKon
6epesbl UK NpUcyLLE APYrMM JIMCTBEHHBIM NOPO-
ham, TpebyeT JONONHUTENbHBIX UCCNEeL0BaHNA.
[nsyyacTtkoB 11 2 NonyyYeHbl BbICOKME BEMNYU-
Hbl OTHOLIEHUA X1 (a + b) /¢ — 8,41 9,4 Mr-r'cooT-
BETCTBEHHO. DTO NMPMMEPHO B NOATOPA pasa npe-
BblLLAeT 3HA4YeHUs [N CaXeHLEB, pPacTyLmnX
B none. lpun BO3pacTaHum copepXxaHus Xxaopo-
GUNNOB KOMMYECTBO KApPOTMHOWAOB HECKOJIbKO
CHMXANOCb, 4YTO BENIO K YBEIVNYEHUIO OTHOLLUEHUS
CYMMbI XJ10POPUNAO0B K KAPOTUHOUAAM. DTO BNO-
He 0OBbSACHMMO, Tak Kak KapoTUHOMAblI B NepByto
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Tabsvua 2. CpefHue 3Ha4yeHus napamMeTpoB MOAENeli CBETOBbIX KPUBbLIX HOTOCUHTE3A Y NEPEBLER KapenbCKown
Gepesbl, PacTyLMX B TEHN U HA FPaHMLLE YHaCTKOB

a, b, b, r2 e | R P CKI
MKMOJIb-M2-C"" % MKMOJb-M2-C™"
yyacTok 1
3aTeHeHHble HXHVE BETBY AEPEBLEB, PACTYLLMX B LIEHTPE y4acTka
-0,51 6,4 114,3 90,7 67 -0,51 1,9 12,1
o 0,18 2,47 32,6 5,3 43 0,12 0,27 1,92
OcBelLeHHble BETBY [ePEBLEB, PACTYLUMX Ha 10-3 FPaHMLE y4acTka
-1,7 10,4 210 91,6 1550 -1,6 7,2 41,2
o 0,19 2,14 49,6 4,4 151 0,07 0,84 5,83
ydacTok 2
3aTeHeHHble BETBM KOPOTKOCTBOJIbHbIX AEPEBLEB B HUXHEM Sipyce
-0,57 9,3 421 94,8 80 -0,43 29 5,91
o 0,15 2,18 15,8 5,3 42 0,13 0,51 1,77
3aTeHeHHble HUXHVE BETBY AOMVHUPYIOLLEro AepeBsa
-0,62 7,19 95,4 92,9 85 -0,71 2,79 8,83
o 0,16 2,23 35,6 4,3 52 0,02 0,34 1,83
OcBelLeHHble BETBU IePEBLEB, PACTYLLMX HA IOXXHOW rpaHuLLe yyacTka
M -1,8 12,8 280 94,1 1805 -2,4 8,4 45,8
o 0,21 2,49 45,6 4,7 82 18 0,94 3,83

Mpumeyarne. a,, b,, b, — 3Ha4eHNa NapPaMeTPOB MOAENEe CBETOBbIX KPUBbIX (CM. OOBbACHEHNS B TEKCTE); r? — KOapOULMEHT ae-

P

max’ " "max

TepmMmuHaumu; |

max’

R__ — COOTBETCTBEHHO MakCumaJsibHble 3HaYeHuss PAP, doTocnHTE3a 1 aBCONIOTHON BENMYVIHBI AbIXaHUS B

MOMEHT CHATUSA CBETOBOW KpnBOWN, CKIT — CBETOBOW KOMMEHCALMOHHbIN MYHKT.

oyepenpb MrparoT 3alUTHYIO POJib NMPU N30bITOY-
HOM CONHEeYHOW paguaumn. B TeHeBbIX yCnoBusax
NINCTbSA B TAKOro poda 3alimTe HyXOaamcb mMarno,
0OHaKO KOHLEHTpauus KapoOTUHOWAOB YMEHbLUA-
nacb Bcero Ha 10—15 %, 4TO rOBOPUT O BaXXHOCTU
3TUX NUIMEHTOB O/ NINCTLEB, PACTYLMX NPU NO-
HUXXEHHOM OCBELLEHHOCTW.

[MpoBeneHHOE napannenbHO C UCCnegoBaHu-
eMm CO,-razoobmeHa TEHEBbIX JIMCTLEB Ha y4acT-
Ke 2 n3MepeHme BblaeneHns yrnekmcnoTbl ¢ no-
BEPXHOCTU BeTBeN [bonoHanHckmin, BunukanHeH,
2015] nokasano, 4TO OHO, Tak Xe Kak U AblIXaHue
NINCTbEB, 3HAYUTENIbHO HWXE, YEM Yy OEPEBLEB,
pacTywmx Ha cBeTy. [lpubnnamtenbHas OLEH-
ka GanaHca CO, y BETBEN, HAXOOALLMXCH B TEHW,
BbIIBMNA, 4YTO OH AOCTATOYHO HaNpPsXXEHHbIA Mo
CpaBHeHM0 ¢ OanaHcoM BeTBEW, HaxXOAALLMXCS
Ha cBeTy. [1p1 HN3KOM OCBELLEHHOCTU MOroLLle-
HMEe BETBbIO YrNEeKNCNOTbl CTAHOBUTCA CPaBHUMO
C ee BblaeneHnem.

CpenHass WHTEHCUMBHOCTb [AblXaHUsi BeTBeEN
coctaBmna B Hadane wuona 1,1+£0,3 MKMOnb
CO,m2c'. CpenHenHeBHas BeNMYMHA POTOCUH-
Tesa cocrtasnana okono 2 mkmonb CO,m2c.
BeTBb ¢ 23 nuctbamm obLwen nnowanbio 184 cm?,
TONWMHON y OCHOBaHMA 1,2 CM 3a CYTKW MNOro-
wana 2119 mkmonb CO,. JInCcTbss 3a HOYb Bbl-
aenann 158 mkmonb CO,, a ckenetHas 4acTb 3a
cyTkn — okosio 1356 mkmonb CO,. BanaHc Ta-
KOW BETKM COCTaBfs/ C TOYHOCTbO okosio 10 %
604 mkmonb CO,. Boigensanock npumepHo 71 % ot

nornoweHHoro CO,. Taknum 06pasom, BETBb [0-
BOJIbHO 3HAYUTEJNIbHYID 4acCTb BblipabaTbiBa€MbIX
JINCTbAAMWN CaxapoB OTAaBasia Ha HyXnapl gepesa.
PaccunTtaHHble BenunyumHbl 6anaHca B nepuog de-
NbIX HOYEN ABNSATCA MakCUMalbHbIMU O OaH-
HOW BeTBW. B KOHLE niong npy HEM3MEHHbIX Cpes,.-
HUX BEeNMYMHAX AblXaHUs U GOTOCKHTE3a B CBA3U
C YMeHbLLUEHVEM ONMHbI AHS f0Ns BbiaeneHns CO,
OT BeNMYMHbI nornoweHmnsa Bo3pocna go 80 %,
a B KOHUe aBrycta oo 85 %. lNpu 9T0M y4ynTbiBa-
JI0Cb CHUXEHME Kak CpeHNX BeNNYNH GpOTOCUHTE-
3a, Tak 1 abixaHusa. Takum ob6pa3oMm, BETBb, HAX0-
asawasaca npu 40-45 mkmonb-m2-¢c! QAP, nmvena
BCeraa nosioXuTesbHbli 6anaHc 1 Morna nocTas-
NTb HEKOTOPOE KOJINYECTBO CaxapoB Ha HyXAbl
nepeBa. B uenom BenmurHbl OTTEKAOLLMX CaxapoBs
HeBennkn, 1 OepeBo CyLlecTByeT B OCHOBHOM 3a
cyeT 6onee OCBeLLEHHbIX BeTBEN. INpu eLLe MeHb-
wen oceeleHHOCTU (PAP <25 MKkMonb-M=2.c)
cpenHue BenuunHbl GoTOoCuHTE3a OyayT MeHb-
we 1,5 MkMonb-M2c' 1 BblaeneHne yrnekmcno-
Tbl OyOeT o4eHb ONM3KO K BEINYMHE MOrJIOLLEHNS
(>90 %). B aTom cnyyae 6anaHc BeTBM CTAHOBUT-
¢S GNIN30K K HYJIHO M BO3HUKAET ONacHOCTb ee YCbl-
XaHWS, 4TO Mbl HacTO 1 HabgaNu.

MmMeeTcs elle ogHa NpuYmMHa yCbixaHUs BETBEN.
B TOoM cnyyae, ecnu ¢putodaru (6epe3oBblin ce-
BEPHbIN NUNUbLLNK, 6epe3oBas nageHnua n ap.)
YHUYTOXAT B KOHLE WMIOHS XOTa Obl 25 % NUCTBbI
Hallein BeTBU, BennunHa GanaHca npu Hem3meH-
HOCTU CPeOHUX BeNMYMH GOTOCHHTE3A N AblXaHWS
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coctaBuT 114 mkmonb-M2, a BbigeneHne — 92 % ot
BENMYMHbBI NOrnoweHus. B aTtom cnyyae nonoxe-
HME B 1I0JIe CTAHET KPUTUYECKUM, N €CNN BETBb HE
BOCCTAHOBUT XOTS Obl HaCTb NOTEPSAHHbIX JINCTLEB,
OHa MOXET 3aCOXHYTb.

3aknoyeHue

B cuny aHOManbHOCTM POCTOBbLIX MPOLLECCOB
OonbWMHCTBO HOPM Kapenbckor Gepesbl He Mo-
ryT BblaepXaTb KOHKYPEHUUN C NPSIMOCTBOJIbHOM
dopmoii BGepesbl 1 0Ka3bIBAOTCA BO BTOPOM SPY-
Cce, B CTECHEHHbIX CBETOBbIX ycnoBusx. CyLecT-
BYET onpeeneHHas B3auMoCBS3b Mexay coaep-
>XXaHMEM B MoYBe OOCTYMHOro a3orta v Apyrux Mu-
HepasbHbIX BELECTB M MOPOroM OCBELLEHHOCTH,
[0 KOTOPOro HU3KOpOoCblie GpOpMbl MOTYT pacTu,
pa3BMBaTbLCA M B KOHEYHOM CYeTe gaBaTb TOBap-
HYl0 y30pyaTylo OpeBecuHy. DTO BO3MOXHO Ona-
rogapss MopdonorMyeckum aganTtaumsam, OCHOB-
HOW 13 KOTOPbIX ABMASIETCHA YMEHbLUEHNE TONLMHBbI
NnNCTa MO Mepe YXYALWEeHUa NecopacTUTENbHbIX
yCnoBuin. Ho Ha NepBOM MecCTe CTOAT PU3N0N0rn-
yeckue agantaummn, KoTopble Hanbosee SPKo Npo-
SABUINCb B MNocadkaX C OTHOCUTENIbHO BbICOKMM
cofepXaHMem B KOPHeEOOUTaeMOM CJl0e MO4BbI
OCHOBHbIX MUHEpPasbHbIX BELWECTB, NMpexne BCero
asora (Ha ypoBHe 0,5 %). Mo mepe CHuXeHnsa oc-
BELLEHHOCTM BO3PACTaN0 KOMMYECTBO XN10podu-
naHa 1 r ceiporo Beca nucta. CpegHue BENMYHbI
OTHOLEHUS x/1 (a + b) / ¢ y TEHEBLIX INCTLEB ObINN
nocTtoBepHo B 1,5 pasa 6onblue, 4eM y CBETOBbIX.
Mokasatenu ncnonb3oBaHus AP npu GOTOCUH-
Te3e y CBETOBbLIX M TEMHOBbLIX JIMCTbEB Yy4acTka
c b6onee BbicokMM copepxaHnem NPK cocta-
BUIM cooTBETCTBEHHO 6,1 1 53,1 mkmonb CO,
(MMonb ¢OTOHOB)™!, TEMHOBOro AObixaHus —2,63
1 -0,66 mkmonb CO,-M2-C™', CBETOBOIO KOMMEHca-
LMOHHOro nyHkTa 45,8 1 5,91 mkMmonb-m2-c™'.

Mpwn BO3pacTaHum conepxaHusa aso-
Ta B 5-15-cm cnoe nousel ¢ 0,19 po 0,42 %
cpefoHMe  BenMdYMHbl  HOTOCUHTE3a  TEHEBbIX

nnucTbeB Bo3pacTtanu ¢ 1,22 po 2,74 MKMOSNb
CO,m2c’', TemMHOBOro gpixaHna — ¢ 0,43 no
0,69 mkmonb CO,-M2-.c™'. BennuuHbl GoToCHHTESA
CBETOBbIX JINCTLEB CYLLECTBEHHO HE Pa3sinyanmcb
(p >0,05), a gpixaHme Bozpactano ¢ —-1,54 po
-2,63 mMkmonb CO,-m2c™'. Tlo Mepe Bo3pacTaHus
naogopoans MoYBbl M3MEHSINCE U MapamMeTpbl
MoZenen CBETOBbIX KPUBbLIX GOTOCUHTE3A: YMEHb-
Wwanncb KOHCTaHTa HacbiweHus co 100-120 go
40-60 mKmonb-M2c!', CBETOBOW KOMMEHCALUNOH-
HbIi NyHKT ¢ 12-20 go 6-8 mkmonbe-m2c'. B pe-
3ynbTate Ha No4yBax ¢ coaepxaHvem aszota 0,16-
0,18 % kapenbckass Gepes3a HauyuMHana ycbixaTb,
He OOCTUrHYB TOBApPHOI 3PEenocTu, NMpu cpenHnx
ypoBHsx PAP ot 100 po 120 mkmonb-m2c'. Mpun

copepxaHun asota 0,40-0,50 % pepesbs co-
XPaHsiIM CBOO XN3HECnocobHocTb npu AP 50—
60 MKMoib-M2-c™'. CTapeloT 3TK AepeBbs paHbLUe,
4yeM AOMUHUMPYIOLLME, HO, KakK MPaBUIIO, UX PaHHASA
rméenib NPONCXOAMT HE N3-3a OTPULATENbHOMO Yr-
nepopgHoro 6anaHca, a no Apyrum npmuyinHam. Bos-
MO>HOCTb aCCMMUASLMOHHOIO annapara agpdek-
TMBHO WUCMNOJIb30BaTb Crabblii CBET NMO3BOSIET UM
noanepXviBaTb YrnepoaHbli 6anaHc Ha npuemMne-
MOM YPOBHE NMpu NOCTENEHHOM YyXyALleHUU CBe-
TOBbIX ycnoBui. OgHako HECNOCOOHOCTb B Takmx
YyCNIOBUSIX CO34aBaTb AOCTATOYHbIE 3anachkl acCu-
MUJISITOB NOBbILLAET BEPOSATHOCTb r’MOenu aTux ge-
PEBLEB, HANPUMEP, B TEMYIO 3UMY, KOrAa UMetoT
MeCTO OTTENENN 1 BbICOKME NOTEPU HA AbIXaHNE.

Takmm obpasom, Gnarogapss Mopdonormyec-
KUM 1 PU3NONOTMYECKUM adanTaumsaM Ha Mou-
Bax C OTHOCUTENIbHO BbICOKMM MI0A0POAVIEM
B HWXXHEM fipyce ANUTENbHOE BPEMS MOFyT Mpo-
n3pactatb U AOCTUraTb TOBAPHOIO BUAA KOPOTKO-
CTBOJIbHbIE HGOPMbI KapeNbCkom 6epedbl C N0THO-
y30p4aTON CTPYKTYPOWN APEBECUHDI.

ABTOpPbI BbipaxatoT rs1ybokyo 61arogapHOCTb
H. A. rannburoui, C. M. LLpenepc, W. H. Co-
¢poHoBoni, T. . banlwHVUKOBOV 3a MOMOLLb
B r1orotoBKe 06pa3LioB 1 NMpoBEaeHNEe XMMUNHec-
KUX aHaJsIn30B.

Pabota BbINO/IHEHA B paMkKax rocyaap-
cTBeHHoro 3apaHus WJ1 KapHL PAH (tema
Ne 0220-2014-0001).
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KPATKOBPEMEHHOE OXJIAXAOEHUE MPOPOCTKOB
WU KOPHEN MNLWEHULbI BbI3bIBAET USBMEHEHUS
B YJIbTPACTPYKTYPE KJIETOK MESO®UJIJIA JIUCTA

0. B. BeHxuk, A. ®. Tutos, B. B. TanaHoBa

UHcTuTyT Grnosnorum Kapesnbckoro Hayd4Horo ueHTpa PAH, NeTpo3aBoack

B ycnoBusix KOHTpoONMpyemMol cpenpbl U3yyanu BAUSIHUE KPaTKOBPEMEHHOIO oxnaxnae-
HUs (2 °C, 10 MMHYT) NPOPOCTKOB NweHnubl (Triticum aestivum L.) nnn TonbKo 1X Kop-
HEBO CUCTEMBbI Ha XOJIOA0YCTONYMBOCTb U YNIbTPACTPYKTYPY KIIETOK Me3odwuina nucTa.
YCTaHOBMEHO, YTO X0N040YCTOMYNBOCTb KIIETOK NNCTbEB B nocneaenctsum 10-MuHyT-
HOrO OXJTXAEHNS NMPOPOCTKOB WM KOPHEN HAYMHAET YBENNYMBATLCSH COOTBETCTBEH-
HO 4yepe3 1 1 5 y, pocTmras makcumyma yepes 24 4. [pn 3aToM B kneTkax mesodunna
JINCTBEB YXE B MEPBbIE MUHYTbI 1 4ackl MOC/E OXNAXAEHUS MPOUCXOAMT LENbIA psajg,
YNIbTPACTPYKTYPHBIX MEPECTPOEK, BbIABASEMbIX C MOMOLLBIO 3NEKTPOHHOW MUKPOCKO-
nun. K HAM OTHOCATCS M3MEHEHMS GOPMbI 1 MIIOTHOCTM XJI0POMNIACTOB, MUTOXOHAPWIA
1 NEPOKCMCOM, YBENNYEHNE PA3MEPOB MUTOXOHAPWIA U XNOPOMNIACTOB, MOSIBIEHNE B HUX
BbIDOCTOB W MHBarvHaumii, CKOMJeHNe MUTOXOHOPWUIA M NEPOKCMCOM OKOJSIO Miactup,.
MoMnmMo 3TOro, KPaTKOBPEMEHHOE OXJIAXAEHME MPOPOCTKOB WAN KOPHEWN BbI3bIBANO
B XJlOponiacTax JIMCTbEB U3BMEHEHNS B TUNAKOUOHOW cucteme. Tak, yepes 24 4 nocne
oxnaxaeHnst MPOPOCTKOB B MX XoporiacTtax 3adukCMpoBaHO YBENNYEHNE NMPOTSXEH-
HOCTU POTOCUHTETMYECKUX MEMOPaH 1 KO3 durLMeEHTa rpaHanbHOCTL (3a CHET OJINHBI
TUNAKOWAOB rpaHasbHbIX MemMOpaH). Moa BAMSHUEM NTOKANIbHOMO OXNTaXAEHNS KOPHEN,
HaobopOoT, yMeHbLLaNnachb AavHa GOTOCMHTETUYECKMX MEMOPAH, 04HAKO KO3PPULIMEHT
rpaHanbHOCTV 3aMEeTHO BO3pacTas BCNEACTBME YMEHbLUEHUS ANVHbI MEMOPAaH TUNako-
naooB CTpoMbl. ConocTaBneHne ynbTPacTPYKTYPHbIX Npeobpas3oBaHnii, NPONCXOASALLNX
B KJIETKaX JINCTHEB MPU KPATKOBPEMEHHOM U AJINTENIbHOM OXJTXAEHUN NMPOPOCTKOB MLue-
HULbI NN TONBKO MX KOPHEBOWM CUCTEMBbI, MO3BOJIUIO 3aKJTIOYUTb, YTO B 3aBUCUMOCTU OT
xapakTepa (Tvna) HU3KOTEMMNEPATYPHOro BO3AENCTBUS B PACTEHUSIX Peanm3yloTcs pas-
JIMYHbIE aAanTUBHbIE NPOrpPaMmbl, KOTOPbIE MOMYT BK/IOYAaTb B CEOS Kak CXOAHbIE (OAHO-
TUMHbIE), TaK U PA3HbIE U3MEHEHWS B YNIbTPACTPYKTYPHON OPraHmM3aLmm KNeToK JIMCTLEB.

Kniwouyesble cnoBa: Triticum aestivum L.; KpaTKOBPEMEHHOE OXNaXOeHNEe; XONo40-
YCTOMYMBOCTb; XJI0OPOMNNACTbl; MUTOXOHAPUN; MEPOKCUCOMbI.

Yu. V. Venzhik, A. F. Titov, V. V. Talanova. SHORT-TERM CHILLING OF
WHEAT SEEDLINGS OR ROOTS AFFECTS THE ULTRASTRUCTURE OF
MESOPHYLL CELLS

The effects of short-term chilling (2 °C, 10 min) of seedlings or roots of wheat (Triticum
aestivum L.) on the cold tolerance and ultrastructure of mesophyll cells were studied un-
der controlled conditions. The results indicated that the cold tolerance of leaf cells started
to increase respectively 1 and 5 h after short-term chilling of seedling or roots, reaching
a maximum after 24 h. In addition, a number of ultrastructural rearrangements in meso-
phyll cells were detected by electron microscopy during the first minutes and hours after
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short-term chilling. These included changes in the shape and density of chloroplasts,
mitochondria and peroxisomes, enlargement of mitochondria and chloroplasts, emer-
gence of protuberances and invaginations in chloroplasts, accumulation of mitochondria
and peroxisomes near plastids. At the same time, short-term chilling of wheat seedlings
or roots caused changes in the thylakoid system of leaf chloroplasts. Thus, the extent
of photosynthetic membranes and the index of grana stacking of chloroplasts increased
24 h after short-term chilling of seedlings (due to the extent of appressed membranes).
Local chilling of roots, on the contrary, caused a reduction of the length of photosynthetic
membranes, but the index of grana stacking increased as a result of decreasing length
of non-appressed membranes. A comparison of ultrastructural changes occurring in leaf
cells at short-term and long-term chilling of wheat seedlings or only the root system sug-
gested that a number of different adaptive programs depending on the character (type)
of low-temperature treatment are realized in the plants. They can include both similar (of
the same type) and different changes in the ultrastructure of leaf cells.

Keywords: Triticum aestivum L.; short-term chilling; cold tolerance; chloroplasts; mi-

tochondria; peroxisomes.

BBepeHune

TemnepaTypa SBNSeTCA OOHUM U3 Haubonee
BAXXHbIX 9KONOrMYyeCcknx pakTopoB, OKa3bIBAKOLLNX
NOCTOSIHHOE BMsIHME NPAaKTUYECKM Ha BCE CTOPO-
Hbl XU3HeLEeATeNIbHOCTU pacTeHuin. Hecny4anHo
ee [OeliCTBUIO Ha PaCTEHUS NOCBALLLEHbI MHOMO4YUC-
NeHHble nccnepoBanma [Tutos v ap., 2006; Tpy-
HoBa, 2007; Tutos, TanaHosa, 2009; Heidarvand,
Maali Amiri, 2010; Ruelland, Zachowsky, 2010; Ya-
dav, 2010; Theocharis et al., 2012; Crosatti et al.,
2013]. Mpn 3TOM O4YEeHb OOAr0 CYUTANOCb, 4TO
KpaTKOBpeMeHHbIe (CeKyHbl, MUHYTbI) BO3OENCT-
BUSI HEONArOMpPUSTHBLIX TEMMNepPaTyp He CNOCOOHbI
Bbl3blBaTb TMJlyOOKMX W3MEHEHWIA B CTPYKTYPHO-
GYHKUMOHANIBbHOW OpraHM3aunm pacTteHuin, no-
DOOBHbIX TeM, KOTOpbIE MPOUCXOOAT Npu ee 6onee
NPOAOMKNTENBHOM (4ackl, cyTkn) aencteum. Oa-
HaKO B MocnefHue rodbl, MO Mepe MosiBAEeHUs U
HaKOMJIEHNS HOBbIX 3KCMEPUMEHTANbHbIX JAHHbIX,
9Ta TOYKa 3pPEeHVs MNOABEPrfaCb CYLLECTBEHHOM
Kkoppekumun. Tak, Oka3anocCb, YTO HU3KME Temmne-
paTypbl, OENCTBYS B TEYEHWE BCEr0 HECKOJbKUX
MWHYT, CNocOOHbl BbI3blBAaTb 3aMeaJieHne pocTa
[Becenos n gp., 2002], ¢poTtocuHTesa [Li et al.,
2004], nameHeHus B BogHoM oOmeHe [Wilkinson
et al., 2001] n aKTMBHOCTM aHTUOKCUOAHTHOW CU-
ctembl [Li et al., 2013] n gp. bonee Toro, gaxe
€CN1 KPaTKOBPEMEHHOE OXNaxAeHMe HOCUO N0~
KanbHbIM XapakTep, TO eCTb EMY NOABEPranoCh He
BCE pacTeHue, a TONbKO ero OTAeJfibHble OpraHbl
WM 4acTu, TO U B 3TOM CJly4ae npomcxoamnm on-
peneneHHble GyHKUMOHaNbHble (dranonoro-6mo-
XUMUYECKNE) NBMEHEHMS, B TOM YUCIE B OpraHax
M 4YacTaX pacTeHusi, KOTOpPblE HENnOCPeaCTBEHHO
He UCMbITbIBANIN BO3AENCTBUSA HeEGNaronpuaTHON
Temnepatypbl [Al-Hamdani, Thomas, 2000; Vese-
lova et al., 2003; Lee et al., 2004; Tutos, TanaHo-
Ba, 2011]. YuntbiBas, 4To NogoOHblIE N3MEHEeHUs

MOTyT COMPOBOXAATbCA TEMU WU UHLIMU CTPYK-
TYPHbIMU NMPeobpazoBaHMSMU, Mbl UCCNenoBau,
Kak BAusieT kpatkoBpeMeHHoe (10 MuH) oxnaxae-
HVE NMPOPOCTKOB MLUEHULLbI MU TONIbKO NX KOPHEN
Ha X0N040YCTOMYMBOCTb U YNIbTPACTPYKTYPY Kile-
TOK Me3odwuna nucra.

MaTtepuanbl u meToAabl

OnbITbl MPOBOAMAN C HEAENbHbIMU MPOPOCT-
Kamuy nweHuupl (Triticum aestivum L.) MOpo030-
cTonkoro copta MockoBsckasa 39, BbipaLLLEHHbIMU
B pyJioHax GpunbTpoBanbHOM Bymarn Ha nuTaTenb-
HOM pacTBOpe B KaMepe NUCKYCCTBEHHOro Kinma-
Ta Npu Temnepartype Bo3ayxa 25°C, ero oTHO-
cuTenbHOM BRaxHocTtn 60-70 %, ocBeLeHHOCTU
180 Mkmonb/M2-c 1 doTtonepmoge 14 4. 3aTem
NPOPOCTKM MM TONbKO MX KOPHW noaseprann B
TeyeHne 10 MUH BO3aencTBUIO TeMnepaTtypbl 2 °C.
Bce un3mepeHus npoBOAWAM HA MNEPBOM JINCTE
NPOPOCTKOB B MOCAEAENCTBUM OXNAXAEHNS B Te-
YeHne CyTOK.

O x0nogooycTom4ymBOCTM KIETOK NucTa Ccyau-
1 Mo TemnepaType, Bbi3biBatowwen rnoens 50 %
nanucagHbiX KIETOK JIMCTOBbIX Bbicevek (J1T,))
nocne nx 5-MvH NPOMOPAXVBaHUS B TEPMOJJIEK-
TpuyeckoM  MukpoxonogunbHuke TXXKP-02/-20
(«MHTEPM», POCCKA) Npu nocnenoBaTelbHOM CHU-
XeHun TemnepaTypbl ¢ UHTepeanom 0,4 °C [bana-
ryposa v ap., 1982]. )XnaHecrnocobHOCTb KEeToK
OLUEHMBaNM NO Koarynauum uMTonnaasmbl U Oe-
CTPYKLUMN XJTIOPOMAACTOB C MOMOLLbIO CBETOBOIO
Mukpockona Mukmean-2 (JJOMO, Poccusi) ¢ 06b-
ekTneom 40x.

Ana TpaHCMMCCUOHHOMN 31EKTPOHHOW MUKPO-
CKOMUK BbICEYKN U3 CPeaHEN YacTn nucta GUKCu-
poBanu 3%-mM rnyrapanbaernaomMm Ha GocdaTHOM
oydepe (pH 7,2) ¢ noctdukcaumen B 2%-m pac-
tBope 0sO, n 06e3BoxuBann B cepun CnupToB
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M aueToHa no CTaHOapTHOW npoueaype. Ynotpa-
TOHKME Cpe3bl NUCTa Noayyann Ha MUKPOTOME
Ultracut E (Reihert, ABcTpus), KoHTpacTuposanm
ypaHunaueTaTtomMm 1 UmMTpaTtoM CBMHLA U MPOCMaT-
pvBanu Ha 3A1EKTPOHHOM Mukpockone Hitachi 600
(AnoHuns). MopdomeTpuyeckmuin aHanma ynbTpa-
CTPYKTYpbl NMPOBOAUAM Ha kneTkax 1-ro cybanu-
AepManbHOro cnost Mmedodunna no CTaHAAPTHbLIM
metogukam [Kutik et al., 2004; Garbero et al.,
2012]. O6wyo oanHy GOTOCUHTETUYECKUX MEM-
OpaH B X/0pONjacTte paccyuTbiBanM Kak CyMMy
OJIMH MmeMbpaH TUNakouaoB B rpaHax U CTpoMalib-
HbIX Tunakonaos. KoadpduumeHT rpaHanibHOCTU
XJI0POMN1IaCTOB OMNpPeaensnv Kak OTHOLLIEHNE ONn-
Hbl MeMbBpaH TUIaKkoWAOB B rpaHax K AJvHE MeM-
OpaH TUNakonaoB, KOHTAKTUPYIOLLMX CO CTPOMOIA.

Buonormnyeckas nNOBTOPHOCTb B Npeaenax of-
HOro BapuaHTa OTAENbHOrO OMbiTa MPU OLLEHKE

Tabayuya 1. OuHamuka XOnOA0YyCTOMHMBOCTU KNETOK
nncTbeB B nocnenencteum 10-MUHYTHOMO OXNaXxaeHus
(2 °C) NpOpOCTKOB NN KOPHEN MLLIEHULbI

XonopoycrondmeocTs (J1T, ), °C
3kcnosnums npu
25°C, y oxnaxaeHune oxnaxneHune
NPOPOCTKOB KOpHel
KoHTponb -5,2+0,1 -5,2+0,1
1 -5,8+0,1* -5,4+0,1
5 -6,2+0,1* -6,1+£0,1*
24 -6,4+0,1* -6,2+0,1*

lNpumedanve. 3pecb 1 B Tabn. 2 n 3: *0TAN4MSA OT KOHTPOJIbHO-
ro BapuaHTa goctoBepHbl npu p < 0,05.

YCTOMN4YMBOCTM COCTaBASNa 6, a kaxablii OnbIT NOB-
TOopsSNM HEe MeHee 3 pa3. AHanu3 ynbTPacTPyK-
Typbl B K&XZAOM BapuaHTe OnbiTa NPOBOAUIN HA
20-25 kneTtkax mesodunna. B tabnuuax npuse-
OeHbl cpefHue apdMeTUyYeckne 3Ha4YEHUs N nUx

Puc. 1. YnbTpacTpykTypa KneTtok mesodwunna nucrta B nocnenemnct-
BUn 10-MuHYTHOro oxnaxpaeHus (2 °C) NpopocTKOB MiLEeHULbl: A —
KOHTPOSbHbIN BapuaHT; B n B — cpady nocne oxnaxageHus; I — yepes
1 4 nocne oxnaxaeHus. Xn — xnoponnact, Mx — mutoxoHapus, llc —
nepokcmucoma. MacwitabHasa nuHerika 0,5 Mkm
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cTaHgapTHele owmnbkn. B crtatbe obcyxpatoTcs
TONbLKO BENMYMHBI, OCTOBepHbIe npu p < 0,05.

MccnepoBaHns BbIMOAHEHBI C WUCMNOJIb30BAHU-
eM HayydHoro obopyaoBaHusa LIKIM HO NHcTtuTtyTa
ovonorum KapHL, PAH «KomnnekcHble dyHOa-
MEHTasIbHble N MPUKIagHble UCCNenoBaHUS OCO-
OeHHOoCTen PYHKLUMOHMPOBAHUSA XUBbIX CUCTEM B
ycnosusix Cesepa».

Pe3ynbTaTtbl

[MpoBeneHHblE MCCNeooBaHUsS Mokasann, 4To
XON1040YCTONYMBOCTb K/IETOK NUCTbEB B MOCHe-
nenctBum  10-MuHYTHOro  oxnaxgeHus (2 °C)
NMPOPOCTKOB M KOPHEN MLeHnLbl BO3pacTtana yxe
yepe3 1 n 54 cootBeTcTBEHHO (TAabn. 1). B manb-
Henwem oHa npogosikana yBennyimBaTbCH, A0-
cTuras MakCMmMyma K KOHLLY MepBbIX CYTOK nocrne

&

by ' .
Puc. 2. YnbTpacTpykTypa KieTok mMe3odunna nnucrta B Nocnenenct-
BN 10-MUHYTHOro oxnaxaeHus (2 °C) NpopoCTKOB MeHuupl: A 1
B — yepe3 5 4; B n T — yepes 24 4 nocne oxnaxaeHus. X — Xnopo-
nnact, Mx — mutoxonapus, lc — nepokcucoma, Vxmn — nHBarmHaums

oxnaxaeHuns. CywecTBEHHO, YTO BENMYMHA U ON-
HaMuMKa NpMpocTa yCTOMYMBOCTM B 0O0MX BapuaH-
Tax onbiTa Ob1a NOYTM OA4MHaKOBOM (Tabn. 1).
YnbTpacTpykTypa KIeTok mesodunna nucta
HeeJsIbHbIX MPOPOCTKOB MLUEHULBI KOHTPOJIbHO-
ro BapmaHTa (BblpalleHHbix npu 25 °C) 6bina tn-
nn4Hom (puc. 1, A): B xnoponnaactax npaBuiibHOM
JINH30BMOHOM @OpMblI YETKO npocMarpuBanach
pasBuTag TunakougHas cuctema, MnorpyxeHHad
B MEJIKO3EPHUCTYID CTPOMY. B OKpyr/ibix MUTO-
XOHOPUAX BblM 3aMeTHbl KPUCTbLI, a HebosbLune
OKpYrjible NepokCUcoMbl nmenn 6onee MNAOTHYHO
CTPYKTYpY, Yyem mutoxoHgpum (puc. 1, A). Cpa-
3y rnocrie oxaxaeHus nPopoOCTKOB B KJeTKax Mx
NIMCTbEB OOHapyXeHbl M3MEHEHMUs, Npexae Bce-
ro kacawowuecs GopMbl 1 MIOTHOCTU OpPraHessl.
B yacTtHOCTWM, xnoponfacTtbl KNeTok me3odwnna
HEeCKOJ1bKO okpyrnsanuce (puc. 1, B), a HekoTopble

xnoponnacta. MacwTabHasa nuHerika 0,5 Mkm
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MUTOXOHOPUN NpuobpeTann ©Oosiee BbITAHYTYIO
dopmy (puc. 1, B), MmeHanack Takxke n ¢opma ne-
pokcucom (puc. 1, B). MNMpu aTOM NAOTHOCTb MUTO-
XOHOPWUI N NEPOKCUCOM YBENNYMBanNachb, BChen-
CTBME Yero KpUCTbl B MUTOXOHOPUAX CTAHOBUIINCH
noyTn HesameTHbiMu (puc. 1, B). NoBcemecTHO
BCTpPeYanucb CKonneHus opraHenn (puc. 1, B),
HexapakTepHble S5 KNEeTOK Me3oduiiia Heoxsax-
JasLimxcs npopocTkoB. Cnycta 1 4 nocne oxnax-
JeHNa CTpomMa XJIOPOMnacToB YIJIOTHANACbL U B
Hen naoxo npocmarpusanacb TUNAKoOUAHas CUC-
Tema (puc. 1, I'). BoigBneHHble N3MEeHeHns coxpa-
HANUCb U 4epesd 5 4, U CMyCTa CYTKM MNOCne X0J0-
[OBOro BO34ENCTBUA, NpU 3TOM B XJioporuiacTtax
NOSIBNISSINCb MHBarnHauum, copepxaiwime opar-
MEHTbI LMTOMNa3Mmbl (puc. 2).

MIamMeHeHna B CTPyKType KJeToK me3odunna
JMcTa NPOPOCTKOB OBHApYyXeHbl M Mocne Kpat-
KOBPEMEHHOIO OXJIaXAEHUSA TOJIbKO KOPHEBOM
CUCTEMbI, HO OHW TMPOSABASANUCH MO3XEe, YeM B

nocnefencTBum OXNaxaAeHUsa BCero npopocTka.
B yacTHOCTH, cpasy Xe nocse 10KasbHOro oxiax-
OeHNA KOpHer 1 B Te4eHue NnepBoro yaca nocne
Hero (puc. 3, A) B ybTPacTPyKType K1eToK Me30-
dunnna naMeHeHun He npoucxoauno. Cnycta 5 4
MIOTHOCTb XJI0POMJacToB, MUTOXOHAPUA U Ne-
POKCUCOM B KJIeTKax Me3oduiia ysenmyimsanach,
a B nyiactnaax nosaBAsINCbL MHOMOYMUCIEHHbIE Bbl-
POCTbl M MHBArnHaumu ¢ y4actkamu LUUTOMNIasmel
(puc. 3, B). AHanornyHble U3MEHEHUS B yNbTpa-
CTPYKTYpE KJIETOK JINCTA NPOPOCTKOB OTMEYEHbI U
yepes CyTkM MOCNe OXNaXOeHUs KOpHen (puc. 3,
B). Kpome TOro, B knetkax mesodpunna scrpeya-
JINCb MHOMOYUCSIEHHbIE CKOMJIEHUS MUTOXOHAOPWIA
1 NEePOKCUCOM, HepeaKO N3MEHEHHOW POpPMblI, J10-
Kann30BaHHbIE OKOJI0 Xn1oponiacTos (puc. 3, IN).
Hannune ynbTpacTpPyKTYpPHbIX WU3MEHEHUN B
KneTkax mesodunna amcta 'y NnpopoCcTKOB MNLUEHN-
Lbl, 0OYCNOBNEHHbIX KPATKOBPEMEHHbLIM OXNlaxae-
HVYEM BCEro rnpopocTka WM TOJSIbKO ero KOpHEWN,

Puic. 3. YnbTpacTpykTypa KNeTok mesodunna nucta B nocnenemncr-
BN 10-MUHYTHOrO oxnaxaeHus (2 °C) kopHel nuweHuubl: A — yepes
14, B —u4epe3 54; Bul —yepes 24 4 nocne oxnaxaeHns KOpHEN.
Xn — xnoponnact, Mx — mutoxoHgpwus, [1lc — nepokcucoma, Mxmn — nH-
BarnHaums xnoponnacta. MacwTtabHas nuHelika 0,5 MKm
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Tabnyuya 2. YnbTpacTpykTypa KIeToK
(2 °C) NpOpOCTKOB UM KOPHEW MLLEHULbI

mesodunna

nmcta B NOCNEeaencTeum 10-MMHyTHOI’O oxnaxpeHus

MNMokasaTenb KoHTpornb 2;2?;2@?22: OxnaxpeHve KopHei
Mnowanpk cpesa xnoponnacra, MKm? 10,0+£0,7 13,5£1,1* 12,7 £0,5*
Mnowanb cpesa MUTOXOHAPUM, MKM? 0,4+0,03 0,5+0,03* 0,6 £0,04*
Mnowanb cpesa NepoKCUCOMbI, MKM? 0,5%0,1 0,5%0,1 0,7x0,1
Yncno xnoponnacToB Ha Cpese KNEeTKM, LUT. 9+1 81 101
Yncno MUTOXOHAPUIA Ha CPe3e KNEeTKN, LWT. 8+1 8+1 101
Yncno NepokCUcoM Ha cpese KNeTKu, LWT. 2+0,3 2+0,3 3+x0,4

lMpumedaHme. 30echk 1 B Tabn. 3: Bce napamMeTpbl ybTPACTPYKTYPbl N3MeEPSM Yepes 24 4 nocsie oxIaxaeHus.

Tabnuuya 3. YnbTpacTpykTypa XJI0pOMniacTtoB B KieTkax me3odwunna nmcta B nocnegenctsum 10-MUHYTHOrO

oxnaxaeHus (2 °C) npopoCTKOB UM KOPHE NLIEHNLbI

lMokasaTennb KoHTponb 2;2?(;‘2?22: OxnaxneHue KopHem
Yucno rpaH Ha cpese, LWT. 28+2 28+2 27+2
JnameTp rpaHbl, MKM 0,38 £ 0,01 0,36 = 0,01 0,36 = 0,01
BbicoTa rpaHbl, MKM 0,13+£0,01 0,18+ 0,01~ 0,15+ 0,01
[OnvHa MembpaH rpaHasibHbIX TUNaKkonaoB, MKM 95,6 £ 10,2 127,0 £ 4,9* 86,4+4,5
O6was omHa GOTOCMHTETUYECKMX MEMOPaH, MKM 175,3 + 15,1 208,7 +5,6* 129,5+7,5*
KoadpunumeHT rpaHanbHOCTU 1,2 1,6* 2,0*

Tabsmua 4. ISMeHeHNst X0NnoA0yCTOMYMBOCTM U YIIbTPACTPYKTYPbl KNeTok Me3odusna nucta B 3aBUCUMOCTM OT
xapakTepa (Tvna) Xxof040BOro BO3AENCTBMS Ha NMPOPOCTKM MLIEHULLbI

lMokazatenb OnuTtenbHoe oxnaxaeHne* KpaTkoBpemeHHoe oxiaxaeHve
pacTeHui KOpPHen pacTeHuin KOpHen
X0noaoyCTON4YMBOCTb YBenunumBaetcs YBenuyuneaetcs YBenuumBaeTtcs YBenuumeaetcs
dopma xnoponnacTos,
N N3mensieTcs N3mendaeTcsa N3meHsieTcs N3menseTcs
MWUTOXOHAPWI, MEPOKCUCOM
MNOTHOCTbL XI0PONIACcTOB,
. YBenuyumeaeTtcs YBenununeaetcs YBenunymeaeTcs YBenuymeaeTtcs
MUTOXOHAPWI, MEPOKCUCOM
Pa3mepbl xnoponnactos YBenuymealoTcs YBennumpaioTcs YBenunumealoTcs YBenuymealTcs
BbIpOCTbI M MHBArnHaumm B
MosiensoTCH MosiBnsaoTCS MosinsitoTCH MosiensoTCH
xfoponnactax
CKonneHnst MUTOXOHAPUIA U
MosiBnsaoTCH MossnsioTcs MosiensitoTCH MosiBnsaoTCH
NepoKCMCOM OKOJSIO NnacTmg,
Pa3mepbl nepokcrucom YBenuumeatoTcs YBenuumearoTcs He namensiorcs He namensiorcs
Pasmepbl MUTOXOHOPWUI He nameHsaiorca YBenuumBaloTca YBenuyumeatotcs YBenuumBatoTca
TunakongHas cmctema CHuxaeTtcsa YBenuymBaetcs YBenuyneaetcs YBenuumBaeTtcs
XJ10pOniacTos rpaHanbHOCTb rpaHanbHOCTb (3a rpaHanbHOCTb (3a rpaHanbHOCTb (3a
CYeT yBeNIN4eHns CYeT yBeNn4eHus CYET YMEHbLUEHUS
[NHbI MeMbpaH ONVHbI MeMbpaH ONMHBI MeMbpaH
TUNAKOWAOB rpaH) TNNAaKOWAOB rpaH) TUNAKOWA0B CTPOMbI)

anMe’-IaHMe. *Mokazatenu XOHO,EI,OYCTOVI'-II/IBOCTI/I N yNbTPACTPYKTYPbI KJIETOK MeSOd)I/IJ'IJ'la npun annTenbHOM OoXiaxaeHunn npo-
POCTKOB MNLUEHULLbI NN IOKAJIbHOM OXJTaXOEHUM UX KOPHEN NPUBOASATCA HA OCHOBaHMN Pe3y/ibTaToB NPeablayLnX NCCeaoBaHnin

[Berxuk n gp., 2008, 2012; Venzhik et al., 2014, 2016].

NOATBEPXAAT U pe3dynbTatel MOpPdOMETPUYEC-
KOro aHanuaa, nNpoBeAeHHOro 4yepes 24 4 nocne
XONOO0BOro Bo3aenctema (Tabn. 2). B oboux Ba-
puvaHTax onbiTa K 3TOMY MOMEHTY MPOUCXOANIIO0
3aMeTHOe YBENMYeHMEe Pas3MepPoB XJIOPOMIacToB
N MUTOXOHAPWIA (Tabn. 2), XOTs JOCTOBEPHbIX U3-
MEHEHUI B pa3mMepax NepoKCUCOM, a Takke B KO-
NM4eCTBE OpraHesn Ha cpesax kneTok mesodunna
He BbISiBNIEHO (Tabn. 2). MomMumo aToro, Yepes 24 4
nocne oxnaxaeHus NPOPOCTKOB B XJI0ponaacTax

MX INCTbEB 3adUKCUPOBAHO YBENNYEHME NPOoTH-
XEHHOCTU (POTOCUMHTETUYECKMX MeMOpaH U KO-
adduumeHTa rpaHasbHOCTX XJI0POMJacToB 3a
CYET AJIHbI TWUNAKOWAOB rpaHasibHbIX MeMOpaH
(tabn. 3). MNpu 3TOM yBENMYMBaANacb M BbICOTA
rpaH, HO MX KONMYECTBO Ha cpes3e xJoporsacTa
OoCTaBasoCcb HemaMeHHbIM (Tabn. 3). MNocne no-
KasbHOro BO3OENCTBUS HU3KOW TEMMepaTypbl Ha
KOpHM B Xnoponnactax Mme3oduina nmcra, Haobo-
pPOT, yMeHbllanacb gavHa @OTOCUHTETUYECKNX
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MemOpaH (Tabn. 3), ogHako KO3pDULMEHT rpa-
HaNbHOCTM XJIOPOMJIacTOB 3aMEeTHO Bo3pacTas
BCNeACTBME YMEHbLUEHUS OJIMHbI MeMbpaH Tuna-
KOMZ0B CTPpOMbI (Tabn. 3).

OOGcyxaeHune

PegynbTatel NpoBEeAEHHOrO  MCCREeOOBaHUS
nokasdanu, 4yto 10-MuHyTHOE OxnaxaeHue (2 °C)
NPOPOCTKOB MLUEHULbI UAU TONIBKO MX KOPHEBOM
CUCTEMbI Hapsay C YBENYEHMEM YCTOMYMBOCTU
KNEeTOK JINCTbEB K KPATKOCPOYHOMY MPOMOPaXM-
BAHMIO BbI3bIBAET B HUX LENbI P yAbTPACTPYK-
TYPHbIX M3MEHEHU, YacTb U3 KOTOPbIX BbISIBAS-
nachb yXxe B NepPBbl€ MUHYTbI U Yacbl NOC/E XO0N040-
BOro BospgencTeus (puc. 1-3; Tabn. 1-3).

ConocTaBneHne 3TUX AaHHbIX C MOJSTYYEHHbI-
MU paHee npu OaUTeNnbHOM (00 7 CyT) oxnaxnae-
HUM NPOPOCTKOB MLUEHMULBI UKW TObKO NX KOPHEN
[Benxunk n gp., 2008, 2012; Venzhik et al., 2014,
2016] no3BONSET rOBOPUTL, HTO HEKOTOPbLIE N3 Ha-
OnogaeMblx Nog, BIMSIHUEM HU3KOW TeMnepaTtypbl
YNbTPACTPYKTYPHbIX U3BMEHEHWUI ABNSIOTCS 00LWLM-
MU (OZHOTUMHBIMK) (Tabn. 4). K HUM, B 4acTHOCTH,
MOXHO OTHECTU M3MeHeHue GOpPMbl U MAOTHOC-
TN XN10POMNNACcTOB, MUTOXOHAPUIA N NEPOKCUCOM,
yBENUYeHne pasmMepoB MnacTua, MNOsABAEHVWE B
HUX BbIPOCTOB M WHBArvHauuii, CKOMIEHME MU-
TOXOHAPUA U NEPOKCUCOM OKOJIO XJI0POMnaacToB
(tabn. 4). C opyroil CTOPOHbI, NMPOsIBNIEHNE YIib-
TPACTPYKTYPHbIX WU3MEHEHWUI, KacaloLUXCs, Ha-
npuMep, pa3MmepoB MUTOXOHAPUIM N NEPOKCUCOM,
a Takke TUIAKOWAHOW CUCTEMbI XJI0POMIacToB,
HaxXoAMNOChb B 3aBUCUMOCTU OT NPOAOIKUTENBHO-
CTW XONOA0BOro BO3aencTans (Tabn. 4). YuutoiBas
OOHOTUMHBIA XapakTep W3MEHEeHUs XO0n0A40YyC-
TOMYMBOCTU (Tabn. 4), BbISIBIEHHbIE CTPYKTYPHbIE
NepecTporikn, O4EBUOHO, MOXHO paccMaTpuBaTtb
KaKk ajanTuBHble, COMPOBOXAAawLwme QyHKLMO-
HanbHble (DU3NONOro-6UoxMMmyeckme) n3meHe-
HUS B pacCTEHUsIX, BbI3BAHHbIE KAK OJUTESbHbIM
WM KPaTKOBPEMEHHBIM OXNIaXAEHNEM, OENCTBY-
IOLMM HenocpencTBEHHO, Tak U OOYC/IOBNEHHbIE
CUrHasoM O BO3AENCTBMM X0N104a, NOCTyNnaloLLmMm
13 KOPHEeM B JINCT.

Tak, «pa3byxaHune» nnactug (T. e. Ux okpyrie-
HUE) Hapsay C yBENMYEHUEM PAa3MepPOB CUYUTAIOT
YHUBEPCAbHbIM  MAapKEPOM  XOJI040BOr0  BO3-
nencteusa [Kratsch, Wise, 2000; TpyHosa, 2007;
Yu et al., 2011; Vella et al., 2012; Nonos u ap.,
2016], koTopoe Habnwganu y X0J1040CTOMKUX
[Ristic, Ashworth, 1993; Yu et al., 2011; BeHxuk
n op., 2012; Vella et al., 2012] u TennontoobmBbIX
pacteHunn [Ishikava, 1996; Kratsh, Wise, 2000;
Monos n ap., 2016]. Kak npaBnno, U3aMeHeHns Ta-
KOro poga COnpoOBOXAAIOTCS yBENNYEHNEM MNOT-
HOCTU CTPOMbl U CBUAETENbCTBYIOT O ObICTPbIX

nepecTporkax B €e XMMMUYEeCKOM COCTaBe, B TOM
yucne 0b6 ycuneHHOM cuHTe3e OeNikoB U pepMeH-
ToB [Kaplan, Guy, 2004; TpyHoBa, 2007; Li et al.,
2011; Vella et al., 2012], n oHn BbICTYyNalOT B Ka-
YeCcTBE KOCBEHHOIro nokasarens uHteHcudukaunm
depmeHTaTUBHbIX Npoueccos [Kratsh, Wise, 2000;
Cuietal., 2012].

dopma MUTOXOHOPUI TakKe CHMTAETCS BbICO-
KOOVHaAMWYHbLIM CTPYKTYPHbIM nokasatesnem [Lo-
gan, Leaver, 2000; Van Gestel, Verbelen, 2002; Lo-
gan, 2006, 2010]. Y TennontobuBbIX pacTeHWi 13-
MeHeHne GOopMbl MUTOXOHAPUN CONPOBOXAAETCH
«BbICBEYMBAHNEM>» MaATPUKCA U UCYE3HOBEHMEM
KPUCT, 4TO pacCMaTpMBAETCs B KA4yeCTBE CUMI-
ToMa noBpexaeHus [Ishikava, 1996; Krasch, Wise,
2000]. Y x0nonooCTOMKUX pPacCTEHWUM, Takmx Kak
apabugoncmuc nnm nweHnua, naMmeHeHne Gopmbl
MUTOXOHOPUA Ha BbITAHYTYIO, «FAHTENEeBUOHYIO»
UNn Jgaxe «4yalleBUOHYH» HOCUT obpaTuMbI Xa-
paktep [Yu et al., 2011; Vella et al., 2012]. MNpea-
nonaraeTtcsl, 4To Takas opmMa opraHessn crnocob-
CTBYET YBEIMYEHMIO MOLLAAN UX MOBEPXHOCTU U
obneryaet o6MeH meTabonuTamm ¢ LUTOMIa3MOoM
[Yuetal., 2011; Vella et al., 2012]. Kak noka3aHo B
HaLUMX UCCneaoBaHnsx, nameHeHne GopMbl MUTO-
XOHOPUI 1 HabgaemMoe yrjaoTHEHNE UX MaTPUK-
ca noj, BNusiHnemM HebnaronpusTHbIX TeMneparyp
MOXET COMNPOBOXAATbCSH YBEIMYEHNEM PA3MEPOB
MUTOXOHOPUI (Tabn. 4), 4To CBUAETENbCTBYET O
MOBbILIEHNN AblXaTefIbHOW CrnocobHOCTU pacTe-
Hui [Kucniok n gp., 1995; Armstrong et al., 2006].
VIHTEpeCHO, 4TO Npu AAUTENbHOM OXIaXAEHUN
NPOPOCTKOB MLUEHWLpBl HE 3adUKCUPOBAHO yBe-
JIN4EHNST Pa3MepoB MUTOXOHAPWIA (Tabn. 4), Ho
Ha Cpe3ax KNeTOK OTMEYEHO yBENIMYEHNE NX KO-
yecTBa [BeHxuk n gp., 2008].

BaXXHbIM CBOMCTBOM MNEPOKCUCOM CHYUTaETCS
MX BbICOKAs1 MJACTUYHOCTb, MO3BONLAOLAA U3ME-
HATb GOpPMY M Nokanna3aumio B knetke B Hebnaro-
npuaTHeix ycnosusax [Del Rio et al., 2006; PeyHos,
2014]. VIMeHHO nMepoKCUCOMbI ABMSIIOTCS OCHOB-
HbIMW reHepaTopamMu akTUBHbIX GOPM K1ucnopona
(ADK), HO C opyroli CTOPOHbI, OHW Xe y4acTBYIOT
B HenTpanmzauum ADK c nMomMoLLbld aHTMOKCU-
DaHTHbIX pepmeHToB [Nyathi, Baker, 2006; Palma
et al., 2009]. Noatomy nameHeHme GoOpMbI, NNOT-
HOCTU M Nlokanusauum nepokKCUCcoM, OTMEYEHHOE
Hamu (Tabn. 4), MOXHO paccmaTpuBaTb Kak WH-
OVKaTOp U3MEHEHUIM B OKUCIUTENbHO-BOCCTAHO-
BUTENbHOM OanaHce kneTtok [Rodriguez-Serrano
et al., 2009; PeyHoB, 2014]. OgHako TO, 4YTO yBe-
nn4yeHne pa3mMepoB MEPOKCUCOM MNPOUCXOANI0
TONbKO MNPV OJNTESIbHOM OeNCTBUU HU3KON TEM-
nepatypbl (Tabn. 4), MOXeT KOCBEHHO yKa3blBaTb
Ha 6Oonee akTUBHYlO pPabOTy aHTUOKCUAAHTHOM
CUCTEMBbI MPU AANTENBHOM OXNXAEHNN PACTEHNI
NO CPaBHEHUIO C KPATKOBPEMEHHbBIM.
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MHOro4yncneHHole CKOMJIEHUS MNepPoOKCUCOM U
MUTOXOHOPWUIA OKOJIO XJIOPOMIacToB, 3adUKCUPO-
BaHHble BO BCEX BapumaHTax OXJaxAeHus, cBuae-
TeNbCTBYIOT 00 YCUIEHNN KOHTaKTOB MeXAy 3TUMMU
opraHennamu. BbIpoCTbl M MHBarMHaumm, MosiB-
NalowmMecs npu 9ToM B xJlopornnacTtax, crnocob-
CTBYIOT YBEJIMYEHMIO MOBEPXHOCTW MNactui wu, B
CBOI0O o4epenp, obneryaioT ooOMeH meTabonmuramm
C UMTONNA3MON N APYrvMU OpraHennamm KneTku
[Buchner et al., 2007; Holzinger et al., 2007; Litz,
Engel, 2007].

NMNoMMMO MEepeYmCrEeHHbIX Bbille CTPYKTYPHbIX
npeobpasoBaHnii 1 ONUTENbHOE, U KpaTkoBpe-
MEHHOEe oOxnlaxaeHne MNPOPOCTKOB WU TOJbKO
KOPHEN MLWeHULbl BbI3bIBASIO M3MEHEHUSA B TU-
nakoungHor cucteme xJoponnacTtos. [lpn npo-
LOMMKUTESIbHOM  OEWNCTBUM HU3KOW Temrepary-
pbl HA MPOPOCTKN B UX TNCTbAX HOPMUPOBATNCH
XJI0PONAacTbl CO CHUXEHHBbIM KO3(DPULMEHTOM
rpaHanbHocTn (Tabn. 4), B KOTOpbIX MeMOpaHbl
TUNaKoMOoB CTPOMbI Npeobnanany Hag rpaHaib-
HbIMKW MemOpaHamn. Takoro poga MembpaHHas
nepecTporika ABNSeTcs NPOSAB/IEHWEM 3aLUUTHO-
NPUCNOCOBUTENbHBLIX PeakLmii, HanpaBeHHbIX Ha
coxpaHeHne GYHKUMOHANbHOM akTUBHOCTK Bonee
X0s0404yBCTBUTENBHOM poTocucTemsl Il [Kratsch,
Wise, 2000; TpyHoBa, 2007; Benxuk n gp., 2012;
Vella et al., 2012], nockonbKy B rpaHasnbHbIX MEM-
OpaHax COOTHOLUeHME nunuapl/6enkn noy4Tn B
2 pasa Hwxe, Yem B MemOpaHax Tuiakouaos
cTpoMbl [MokpoHocoB un gp., 2006], a cnepno-
BaTesbHO, OHW Bosniee NNOTHble U BbICTPEe MoB-
pexgatoTca xonoaom. Kpome Toro, ymeHbLUeHne
pa3MepoB rpaH B xJIOporsiactax pacTeHuin, noa-
BepraembixX OJIUTENIbHOMY OXJIaXAEHWUIO, Hanpas-
JIEHO Ha 3aluTy MemOpaH OT U3ObITOYHOWM reHe-
paumm ADK B cTpeccoBkix ycnosusix [[onos v ap.,
2016].

B oTmnnume OT 3TOro KpaTtkoOBPEMEHHOEe OX-
naxgeHune rnpopoCTKOB UM KOPHEWN MLIEeHULbl He
BbI3blBaNlo GOopMMpoBaHMS MoAdobHoN, npeano-
NoXuTenbHo Oonee aganTUPOBAHHOW K XOMOAY,
CTPYKTYpbl X10pOMJacToB, a HaobopoT, NpUBO-
anno K GopMMpPOoBaHUIO NiacTug, C NOBbILLEHHOW
«rpaHanbHOCTbIO» (Tabn. 4). 3amMeTM, 4TO aHaso-
rMyHasa nepecTponka TUNAKOULHOW CUCTEMBI 3a-
durKCnpoBaHa B XJ1I0pOnjacTax JIMCTbEB MLLIEHULbI
M Npv 4JnUTenbHOM OENCTBUN HU3KOW TeMrepary-
pbl TONLKO Ha KOpHU (Tabn. 4). OgHako noayepk-
HEM, 4YTO Npouecc GOPMUPOBAHUSA XJIOPOMNIACTOB
C MNOBbLIWEHHOW «IPaHaJIbHOCTbIO» MPOUCXOONS
B Pa3HbIX BapuaHTax OMbITOB HEOAVHAKOBO — 3a
CYET yBeNNYeHUs ASIMHbl MeMOpaH rpaHasibHbIX
TUNakougos (rnocne KpaTKOBPEMEHHOIro Oxax-
JeHNs MpPOpPOCTKOB, a Takxe Mnpu AJNTESIbHOM
[eNCTBUM HU3KOM TeMNepaTypbl TOSIbKO HA KOPHU)
WNn B pe3ysibTaTe YyMEeHbLUEeHUS OAVHbI MeMbpaH

TUNaKoMOoB CTPOMbI (MOCne KpaTKOBPEMEHHOrO
OXNaXAEeHUs KopHeit) (Tabn. 4).

B HacTosilee BpemMs 3HayeHMe TakoW CTPyK-
TYPHOW TpaHchOopMaL MM X10POnaacToB OCTaeTcs
He BMOJIHE SAAICHbIM. TeM He MEHee MMEHHO Ccro-
COOHOCTb K BbICTPbIM MeMOpPaHHbIM NepecTpoii-
KaM, MO MHEHWI0 HEeKOTOPLIX aBTOPOB, ABMASETCS
BaXHbIM 3JIEMEHTOM YCTOMYMBOCTU pPACTEHUM
kK HebnaronpuaTHelM dakTtopam [Hudak, Salaj,
1999], a BOBMOXHOCTb «3anyckaTb» Takoro poga
N3MEHEeHUNs1 B XJloporniacTax CYNTaeTcs OA4HMM U3
MEXaHM3MOB, CHUXAIOLMX BEPOATHOCTb POTOUH-
rméupoBaHns 1 obecrneyvmBaloLnX ONTUMU3ALNIO
nporecca GOTOCUHTE3a B CTPECCOBbLIX YCIOBUSX
[Pribil et al., 2014].

3aknio4yeHue

B uenom nposefeHHble MCCnegoBaHUs noka-
3anu, 4TO [axe KpaTKOBPEMEHHOe oxnaxaeHue
NPOPOCTKOB WM KOPHEN NWeHuUbl UHOYLUpyeT
yBeNMYeHne Xosi000yCTONYMBOCTU KIETOK JINCTb-
€B, KOTOPOe COMNpOBOXAAETCH KOMIJIEKCOM YIlb-
TPACTPYKTYpPHbIX  M3MeHeHun. ConocTasneHne
YyNbTPACTPYKTYPHbLIX NpeobpasoBaHuii, Habnwoaa-
€MbIX B KJIeTKax JIMICTbEB MPU KPaTKOBPEMEHHOM U
OJIUTENBHOM OXJIXXAEHUN MPOPOCTKOB MLUEHNLbI
WJIN TOJIbKO MUX KOPHEBOW CUCTEMBbI, MO3BOJIUIIO YC-
TaHOBUTb, YTO YACTb U3 HUX ABNAIOTCS OOLLMMW ANIS
3TUX BUOOB XOJIOLOBOro BO3AencTBudA. K HUM, B
4YaCTHOCTU, OTHOCATCH N3MEHEHUS POPMbI 1 MOT-
HOCTM XJIOPOMIacToB, MUTOXOHZAPUA N MEPOKCU-
COM, yBe/IMYeHne pa3MepoB nnacTtug, nosisneHme
B HUX BbIPOCTOB N MHBArnmHawmi, CKOnJjieHme MmnTo-
XOHAPWIA U Nepokcncom okono nnactua. C gpyrom
CTOPOHbI, MPOSABNIEHNE OPYrux YNbTPAaCTPYKTYp-
HbIX M3MEHEHUN, TaknxX KakK yBeNn4eHne pasme-
POB MUTOXOHOPUI U MEPOKCUCOM, MepecTponka
TUNAKOWAHOM CUCTEMbI XJIOPOMJacToB, 3aBUCENO
OT MNPOAOJIKUTENIBHOCTU OXNaXOeHNd 1 OT TOro,
HOCWJI0 OHO OBLLUMIA NN NoKasbHbIN XapakTep. Mo-
BUAMMOMY, B 3aBUCMMOCTU OT xapaktepa (Tuna)
HU3KOTEMMNEpPaTypHOro BO3AEUCTBUA B KJeTKax
pacTeHnn peanmnayloTca pas/ivyHble afanTUBHbIE
nporpamMmel, KOTOpble MOIYT BKJtoYaTb B cebs kak
CXOOHble (OAHOTUMHbIE), TaKk N pPadHble U3MeHe-
HUS B YNbTPACTPYKTYPHOM OpraHm3auumn KieTtok
NNCTbeB. Hannyme pasHblx aganTuUBHbIX MPOrpamMm
M pa3HbIX aaanTUBHbIX CTPATErMin MOXET paccmar-
prBaTbCH KakK CBMOETESIbCTBO HaIMYMA Y XON040-
CTOMKMX PaCTEHUA 3HAYUTENIbHOro afanTUBHOIMO
noTeHumana, KoTopbli chopMmnpoBascs B NpoLec-
ce 1x apoJioumn 1 bnarogapst KOTOPOMY OHM CMo-
COOHbI YCMELUHO NepeHOCUTb Kak KpaTKOBPEMEH-
HOe, Tak 1 ANInTeNbHOEe BO3OEeNCTBME X0104a B Ne-
pvoL aKTMBHOM Beretaumu, T. e. B Nepmon, korga
pacTeHns K 3TOMY HaMeHee NOArOTOBJIEHbI.
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duHaHcoBoe obecriedeHne uccaenoBaHui
OCYLLIEeCTBJIS/IOCh U3 CPeAcTB enepaabHOro
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COOEP>XXAHUE PETUHOJIA U a-TOKODEPOJIA
Y NETYYUX MbILLEN B NEPUOA TMBEPHALUN

T. H. UnbuHa, U. B. bBauwuHukoBa, B. B. BenkuH, A. E. flkumoBa

UHcTuTyT Grnosorum Kapesnbckoro Hayd4Horo ueHTpa PAH, NeTpo3aBoack

3VMHAS cnfyka, NO3BONSIOLWAS XMBOTHLIM BbIXXMBATb B YCNOBUSIX HU3KUX TEMMepaTtyp
N HepocTaTka Kopma, sBnsieTcs GrU3nonornieckor agantaumei, npym KoTopon Habnaa-
eTCs CHUXeHMEe YPOBHSA MeTaboM3mMa, 4acToTbl CEpALEONEHNS N 3HAYNTENTbHOE YMEHb-
weHne notpebneHus kucnopoga. CyMTaeTcsi, YTO OCHOBHbIM (akKTOpOM ajanTtaumu,
CNOCOOHbLIM 3aMLLAaTb KIIETKM OT aKTUBHbIX HGOPM KMCNOPOAa, MOXET OblTb yCUNEHME
AHTUOKCUAAHTHbIX MexaHM3MoB. OrpaHNYeHHOCTb CBEAEHUIN 06 aHTUOKCUAAHTHOW CUC-
TemMe PyKOKPbUIbIX Onpeaenuna Lwesb nccnenoBaHnii, Kotopas 3akioyanach B U3y4eHnu
B nepuop, rubepHaLmm coaepXkaHns peTuHona n a-Tokodeposa B TKaHsX NeyYeHu, novek
N CKENETHOW MbILLLbI Y NATU BUOOB NETYYUX MbILLEN, 0OUTAIOLLMX 1 3UMYIOLLLMX HA CEBEP-
HOM nepudepnn nx apeana. YCTaHOB/IEHO, YTO CoAepXaHue peTnHoaa n Tokodepona
Y NIETYYUX MbILLEN HA MPOTSXEHUN CMAYKUN ObINO OCTATOYHO BEICOKMM U MO3BOINIIO AJU-
TeNbHOE BPEMS BbIAEPXNBATL OTCYTCTBME MOCTYMNNIEHUS 06UraTHbIX aHTUOKCUOAHTOB,
COXpaHss Npu 3TOM pPe3epBbl, HeobxoauMble ANst penpoaykumn. Hanbonee BbicOokoe
copepxaHune a-Tokopepona n peTnHona COXPaHAETCH K BECHE Y CEBEPHOro KOXaHKa,
CHWXXEHME Macchl Tena 3a nepuog, rmbepHaLmm y Hero 6b110 MEHEE 3HAYNTENbHBIM, YHEM
y opyrux BunaoB. CyllecTBeHHbIE 3anacbl BUTAMUHOB Obli 0GHapY>XEHblI B BECEHHUIA
NepmMoa 1 B TKaHAX CaMOK APYrvx BUAOB, B YHACTHOCTWU, HOYHULUBLI BpaHaTa. AHanus nH-
AMBMAyasibHbIX JAHHbLIX NOKa3as, YTO COAepXaHne peTnHona n Tokodepona y netyymx
MbILLIEN MMEET 1 MOJI0BbIE Pa3NnNynA — y CaMOK OHO BbILLIE, YEM Y CaMLLOB. Y BCex uccne-
[OBaHHbIX BUAOB HabntogaeTcs 3HaunTeNnbHas BapnabenbHOCTb NokasaTenei, KOTopyto
MOXHO 0OBSACHUTbL Kak BUAOBLIMU, Tak U MHAUBUAYANbHBIMU PA3IMYUSMUN MO CTEMEHU
HaKOMJeHNa BUTaAMUHOB NepeL, Crsa4yKon.

Knio4yeBble CNoBa:a-Tokopepos; PETUHON; NeTy4ymne MbllK; CraYka; aHTUOKCUOAH-
Thl.

T. N. llyina, 1. V. Baishnikova, V. V. Belkin, A. E. Yakimova. CONTENT
OF RETINOL AND a-TOCOPHEROL IN BATS DURING THE PERIOD OF
HIBERNATION

Hibernation, which allows animals to survive when exposed to low temperatures and lack
of food, is a physiological adaptation involving reduced metabolism, heart rate and sig-
nificant decrease in oxygen consumption. It is believed that the main factor for this ad-
aptation, which enables cell protection against ROS by lowering their generation, may
be intensification of antioxidant mechanisms. Still little is known about the antioxidant
system of bats. Our aim was to study the retinol and a-tocopherol content in the tissues
of 5 species of hibernating bats that live and spend the winter in the northern periphery
of their distribution ranges. These data suggest that the retinol and tocopherol content in
bats during hibernation was high enough to enable their survival despite the prolonged
deprivation of obligate antioxidants, while maintaining the reserves necessary for repro-
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duction. The residual content of a-tocopherol and retinol by spring was the highest in the
northern bat, who lost less weight during the period of hibernation than other species.
At the same time, females of other species also had quite significant reserves of these
vitamins in their tissues in spring, especially so in Brandt’s bats. Analysis of individual data
showed that the content of retinol and tocopherol in bats was sex-specific — it was higher
in females than in males. There was significant variation of the indices in all the species,
which can be explained both by species- and individual differences in the degree of vita-

mins accumulation before hibernation.

Keywords: a-tocopherol; retinol; bats; hibernation; antioxidants.

BBepeHune

OtcytctBME WM gedpuumT NUWM B 3UMHUNA
nepuoa sIBNSIeTCs rnaBHOM yrpo3on ans 6onb-
LUMHCTBA BUOOB MJIEKOMUTAIOLLMX CEBEPHON 30HHI,
OQHaKO MHOrme 13 HUX UMEKT MexXaHU3Mbl, MNo-
BblLLIAIOLLME BbDKMBAHME B XOJIOOHOM KiMMmare.
3VMHSA cnsyka, NO3BOMSIOLLAS XUBOTHLIM BbIXXU-
BaTb B YCJIOBUAX HU3KMX TEMIMepaTyp 1 OTCYTCTBUA
KopMma, siBngeTcs Gusnonornyeckon agantaumen,
npu KOTOpOW HabnogaeTcs CHUXEHWE YPOBHS
mMeTabonm3ama, COMpoBOXAAlOLLEEeCs 3amMenne-
HMWEM [AbIXaHWUS, CHUXEHMEM 4acTOTbl cepaLebu-
€HUS1 U 3HAYUTENbHBIM YMEHbLUEHMEM NoTpebne-
HUS KMcnopoga. Bnagatouwime B Crsyky XXMBOTHbIE
B nepuvog rmbepHaumm HEeOOHOKPATHO MPOXOAST
LMKIbl OoueneHeHns 1 BO30YyXAeHWs, BO BpPeMS
KOTOPbIX psg GUoXMMUYeckux 1 ¢Guanonornyec-
KMX rnapamMeTpoB BOCCTaHaB/MBAETCA OO HOpP-
MaJIbHOro 3yTEPMUYECKOro YPOBHSA 32 KOPOTKWUM
nepuon BpemMeHun 6e3 BUAUMBIX MOBPEXOEHUI
[Mdller et al., 2007]. Mpwn rmbepHaunm reHepaums
akTuBHbIX popm kncnopoga (ADK) noHmxkeHa, HO
OHa 3Ha4YMTEeNbHO YBENNYMBAETCSH MNpu nepnoau-
4yeckux NPoBYXAEHMSX U COKPATUTENIBHOM TEPMO-
reHese BO BPEeMS pPas3orpeBaHus XMBOTHbIX, TakK
KaK rnapajiesibHo C 3TUM MOBbILWAETCH YPOBEHb
oKMcnuTenbHoro metabonuama. CuuTtaertcs, 4To
OCHOBHbIM akTOpOM aganTaumm, CnocobHbIM 3a-
wmwatb kneTkn ot AOK nyTeM CHUXEHUS YPOBHS
NX reHepaummn, MoxeT OblTb YCUNEHNE aHTUOKCU-
JaHTHbIX MexaHn3moB [KonbTosep, 2009].

HedepmeHTaTMBHbIE aHTUOKCUAOAHTbLI, K KOTO-
PbIM OTHOCATCH PETUHON N TOKOMEPOs, urpatoT
BaXHYIO posib B METabonM3Me XMBOTHbIX. BuTa-
MUH A xapakTepun3yeTcs PasHOCTOPOHHUMU PU-
3nonornyeckumMmn apdekTamm n BUOXMMNUYECKUM
JencTememM, oH uMeeT ocoboe 3HaveHue B Mpo-
Lecce BoCMNpuUATUS cBeTa, Heo6XoOouM Oas Hop-
MaJibHOro pasBuTUS Nao4a, perynaumm nponuoe-
pauun u guddepeHumnaLnm KNeTok B TeYeHne Bce-
ro XXM3HEHHOro uukna n ap. Tokodepos B TKaHAX
BbINOJIHAET POJib BMONOrMYECKOr0 aHTUOKCUOAH-
Ta, MPEnaTCTBYIOLLEro pas3BuUTUIO CBOOOAHOpPA-
OMKanbHbIX NPOLECCOB MNEPEKNUCHOIO OKUCIEHUS

HeHachbILWEeHHbIX TKaHeBbix nunupos (MOJ1) mo-
NeKynspHbiM Kncnopoaom [MeHbwmkoBa n gp.,
2006]. Cuumtaetcq, 4To TOKODEPON sBNSeTCH pe-
ryniaTopoM SHepreTunyeckoro metabonmama. Ha-
KOnjieHne B OCEHHUI nepuon Tokodepona, aBns-
IOLLEerocss MHrMbuTopoM OOMEHHbIX MPOLECCOB,
XapakTepmdyeT MOArOTOBKY XXWBOTHbIX K 3UME,
a NpoLecC BnageHus B CMSYKy U BbIXOOa U3 Hee
paccMaTtpuBaeTCs Kak pe3ynbTaT BAUSHUS TOKO-
depona [CnoHum, 1979; Kanabyxos, 1985].
Mexay pazmepamu Tena n NnPOAOIKNUTENBHOC-
ThiO XM3HU MJIEKOMUTAIOLLMX CYLLECTBYET npsimMas
3aBUCUMOCTb, WUCKIIIOYEHNEM U3 KOTOPOW ABNS-
I0TCS NeTy4me Mbiln. B cpegHemM OHM XUBYT B TpU
pasa nofblie, YEM HeneTalLme MaekonuraroLwme
COMOCTaBMMbIX Pa3MepoB U YPOBHSA MeTabonma-
ma [lMonos, Kosanes, 2010]. Beicokyto npomon-
XUTENMbHOCTb XU3HU NIETYYUX MbILLEN MHOIME UC-
cnepoBaTenv CBA3bIBAOT CO CHMXXEHNEM OOMeHa
B nepwuog rmbepHaumm [Xputankos, Osogos, 2001;
Brunet-Rossinni, Austad, 2004; Opnos un ap.,
2012; Seim et al., 2013]. BoisBneHa oTpuuaTenb-
Hasa Koppenauus Mexay BUAOBON MPOaOIKUTENb-
HOCTbIO XWN3HU 1 YPOBHEM NMOTPEOIEHUS KNCOPO-
ha, 9BNgaLWaacs yHneepcasabHOM 3aKOHOMEPHOC-
TblO KOJIMYECTBEHHOW repoHTonorum [KonbtoBep,
2009]. o cux nop HEMHOro M3BECTHO 00 aHTU-
OKCUOAHTHOW CUCTEME JIeTy4YMX MblLLEn, KoTopas
MOXeT OblTb OAHMM N3 MexaHu3MoB, obecrneyn-
BaloWmx Oonee MendJIeHHOe CTapeHue opraHus-
ma [Filho et al., 2007; llyukha et al., 2015]. Lenbto
paboTbl ObLIO MCcnenoBaHME 3aKOHOMEPHOCTEN
coaepXaHns HU3KOMOJIEKYNSIPHBIX aHTUOKCUOAH-
TOB PETUHOMA U a-ToKOodEepona B TKaHAX NeTy4mx
MbILLIEN, OOMTAIOWMX U 3UMYIOLLMX HA CEBEPHON
nepudepumn nx apeana, B nepnon SMUMHen CAs4ku.

MaTtepuanbl u meToAabl

Ob6bekTaMn unccnenoBaHusa ObinvM NpeacTaBu-
TENN NATU BUOOB NAAKOHOCHIX NETYYMX MbILLIEN:
CeBepHbI KOXaHOK (Estesicus nilssonii) (n=22),
HouyHuua BpanaTa (Myotis brandtii) (n=12), 6y-
pbii ywaH (Plecotus auritus) (n=6), BoasiHas HOY-
Huua (M. daubentonii) (n=7), ycatas HO4YHWMLA
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(M. mystacinus) (n=3), OTNOBAEHHbIE HA 3UMOB-
Kax B MOA3EMHbIX COOPYXEHUSX PA3NNYHOro Tuna
B OXHOW 4Yactm Pecnybnukun Kapenua (61—
63° c. w., 30-36°B. A.). BctpeyaeMocTb 1 OTHOCU-
TenbHoe obuave NeTyumx Mbiwer 3umoin [Ctpen-
koB, NnbnH, 1990] onpenenanncs B 14 noa3eMHbIX
ybexuiiax, a OTHOCUTEeNbHOEe 0OuaMe M OTHOCU-
TenbHas ymcneHHocTb netom [Russ et al., 2003] -
Ha MapLpyTax C YAbTPa3BYKOBbIM [AETEKTOPOM
Song Meter SM 2 BAT+ n nporpammMHbiM obecre-
yeHnem Kaleidoscope. PazpelueHus ong oTnosa
BbldaHbl YNpaBfieHWEM OXOTHUYbEro XO39MCTBa
MuHMCTEPCTBA CENbCKOro, PbIGHOrO U OXOTHUYb-
ero xo3sncTtea Pecnybnuku Kapenusa. Nccneposa-
HWS BbINOJIHEHbI C COB0AEHMEM MPaBW NpoBeae-
HUS paboT C UCMNONIb30BaHUEM 3KCMEPUMEHTaslb-
HbIX XXMBOTHbIX [OTUYeckada akcnepTnaa..., 2005].

ConepxaHve  BuTamuHOB A (peTuHOn)
n E (a-tokodepon) onpenensnn B TKaHAX (ne-
YeHb, MOYKU, CKENETHAs MbILLILA) METOAOM BbICO-
KO3(MDEKTUBHON XUAOKOCTHOM Xpomartorpadpum
[CkypuxuH, OBuHckas, 1989]. Ce3oHHasa auHamu-
Ka mMacchl Tena Oblna onpeaeneHa rno 67 aka. Mc-
cnefoBaHvs MPOBOAMAUCH B TPWU 3Tana: OCEHbIO
(okTi6pb) B Nepuoa NoaroToBkM 1 Havana rmbep-
Hauuu, 3umoli (despanb) B dasdy rnybokoro cHa
M BECHOW (MapT) Ha no3gHem aTtane cngayku. lMo-
Jly4eHHble AaHHble obpabaTbiBanv 0OLWENnPUHATDI-
MU MeTo4amMu BapuauyiOHHOM CTaTUCTUKN. Tak Kak
BaprabenbHOCTb M3y4yaemblx Mnokasartesnen Obina
BbICOKOW, TO KpOMe cpefHero B Tabnvuax npueo-
OATCA TakkKe MUHUMAsbHOE U MakcumasibHoe ab-
COMIOTHbIE 3HA4YeHus. MiccnenoBaHus BbIMOAHEHbI
C 1UCnoJib30BaHNeM HayyHoro obopyaoBaHus LIKIM
HO NucTtutyTa 6uonorum KapHL, PAH.

PesynbTaTtbl M 06CyXXaeHue

CopnepxaHue petnHona u a-tokodepona B Tka-
HAX JIETYYNX MbILLEN UMESIO KaK MeXBUL0BbIE, TaK
M 3HaYUTESIbHblE BHYTPUBUAOBbLIE Pasnuyuvs. Y py-
KOKPbIIbIX, K&K 'y MHOIMMX OPYIUX XUBOTHbIX, OC-
HOBHbIM OpraHoM, [OEernOoHUPYIOWMM  BUTaMUH
A, aBnsieTcs neyeHb. B oceHHuit nepuog y Oypo-
ro ywaHa, BOOAHOM U ycaTon HOYHWUL, copepxa-
HMe BUTamMuMHa A B nedvyeHu Obio 3HAYUTESIbHO
BbllLle, 4YeM Y HOYHULULI BpaHaTa v ceBepHOro Ko-
XaHka, a y NocnefHero oHo OblI0 MUHMMaSIbHBIM
(tabn. 1). 3Mmoli ypoBeHb PETUMHONA B MEYeHU
Obl1 BLICOKMM Yy BCEX BUOOB, K BECHE €ro coaep-
XXaHne B TKaHAX CHUXaNoCb, HO OCTaBaloCh B 3Ha-
YUTENbHOM KOJINYECTBEe, a Yy OTAENbHbIX 0cobelt
€ero 3anacbl HaMHOro npeB.bIlWaNN cpegHee And
BUAA 3HAYEHMe.

Y MHOMMX MIEKOMUTAIOLLMX B MOYKaX, KOTOPble
ABNSOTCH MECTOM 006pa30BaHNS 1 yaaNeHUst KOHEeY-
HbIX NPOAYKTOB 0OMeHa BUTaMUHa A, cofepxaHue

peTrHoNa OblI0 3HAYNTENBHO HUXE, YEM B MEYEHMU,
a B OPYrnx TKaHAX OH WM HaxOOWUTCS B OYEHb He-
B0NbLUMX KONMYECTBaX, UM BOBCE He 0OHapyXmBa-
eTcs. B noykax um CKeneTHoOM Mblue NeTy4mx Mbl-
e ypoBeHb peTMHONa Takxke Obli CYLLEeCTBEHHO
HUXE MO CPaBHEHWMIO C MEeYeHbl0 BO BCE Mepuoabl
ncenenosaHna. BecHow B ne4eHn caMok 3anachl BU-
TamuHa A ObINN CYLLLECTBEHHO BbILLE, YEM Y CaMLOB.

O cogepxaHnu 1 TpaHCNOpPTE PETMHOA B TKa-
HAX NEeTYy4MX MbIlLen U3BEeCTHO o4eHb Masio [Filho
et al., 2007; Muller et al., 2007]. Tak, npn nccne-
OOBaHNM MA040AAHbIX U BCESOHbIX BMOOB NeTy-
4ynx Mbillen, obuTtaowmx B LleHTpanbHOM Amepun-
Ke, BbISIBJIEHO, YTO KOHLEHTpaumsa peTnHona B nx
KpOBU Oblfla HEe3HAYUTEsNbHOM. MNpUYem y HekoTo-
pbIX N3 3TUX BUOOB B NnjasmMme KPoBU KapOTUHOUAbI
N peTuHon He 6blIM obHapyxeHbl [Miiller et al.,
2007]. B 1O e BpeMsa PETMHON MMEET BaXHOEe
3HayeHVe 019 HOPMasIbHOrO QYHKUMOHMPOBAHUSA
pPenpoayKTUBHOM CUCTEMbI KaKk CaMOK, Tak 1 caMm-
LOB, — ero geduumt ConpoBoXaaeTca LeCTPyK-
umMer TEeCTUKYJIOB U SANYHUKOB, MNpeKpaLleHnem
crnepmaroreHesa. ButamumH A HeobOxooum Ons
HOpMaJibHOr0o 3MOPUOHANIBHOro Pa3BUTUS opra-
HM3Ma, a ero He4OCTaTOK NPUBOANT K HAPYLLEHNIO
npoueccoB ambpuoreHesa [Hayaxapu un gp., 1977,
Ross et al., 2006]. ToT dakT, 4TO BECHOW 3anachbl
peTuHona B NeYeHn NeTy4rx Mblwen 6bin gocra-
TOYHO BLICOKMMMW, yKa3blBaeT Ha CMOCOOHOCTb Op-
raHu3amMa nsimTenbHOe BpeMS BblAepPKMBATb OTCYT-
CTBME MOCTYrNIEHNsT OBAMraTHbIX aHTUOKCUAAH-
TOB, COXPaHsAs Npy 3TOM pe3epBbl, HEOOX0ANMbIE
ONa penpoaykKumn.

CopnepxaHue a-tokodepona B UCCNeaoBaHHbIX
TKaHSAX NeTy4ymx Mblleli 6bi10 40CTaTOYHO BbICO-
KuM. B HauvanbHbIn nepuop rmbepHaumm Hambo-
Jlee CyLleCTBEHHbIEe 3anackl TOKodeposa B rnede-
HX OblNN Yy CEBEPHOrO KOXaHka, y ApYrux BUOOB
copepxaHue ButaMmnHa E 6b110 HUXe (Tabn. 2).
MakcumanbHOe  coaepxaHue  a-Tokodepona
BbISIBJIEHO B MO4YKax cCamua CEeBEepHOro KOXaH-
ka, a y camok 6yporo ywaHa 1 BOASHOM HOYHULbI
3HauYUTENbHbIE 3anackl 0OHapPYXXeHbl B CKENIETHOM
MblwLle. B 3MMHUA 1 BECEHHMI NepUoabl B TKAHAX
NPOLOKAN COXPaHATLCA [OOCTATOYHO BbICOKUM
ypoBeHb TOkodepona. VccnenoBaHHble BECHOMN
camMKu nmenn 6osee BbICOKOE cofepXaHme TOKOo-
depona, 4em camubl. YPOBEHb pPeTuHONa U TOKO-
depona B TKaHAX JIETY4NX MbILLEN NMES BbICOKYIO
BapmabesibHOCTb BO BCE Nepuoabl NCCefoBaHus,
4TO 0OYC/IOBNEHO PasdnnNyHbIM GU3MOIOrMYECKUM
COCTOSIHMEM XMBOTHbIX 1 PSAOM APYrUX MPUYNH —
y4yactne B CrapusBaHuKW, BpeMd rnepexona B CO-
CTOsiHME rnMbepHauuun, BO3PacT XUBOTHbIX, HaNN-
yme 9KTOMNapPasnUToOB, BHELLUHUX MOBPEXAEHUA 1 Op.

VIHTepeCcHO OTMETUTb, YTO LOBOJSIbHO 3HAYu-
TenbHOe copepXxaHve Tokodeposia obHapyXeHo
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Ta6svua 3. JuHamuka Maccbl Tesa () CeBepHOro KoxaHka B YC/IOBUSIX rMGepHaumm

OxTs6pb deBpasnb MapT-anpenb B cpenHem 3a nepuop,
camMku (n=3) camupl camkm (n=5) camupbl camku (n=12) camupl camku (n=20) camupbl
(n=2) (n=7) (n=9)
11,27 12,0 10,51 - 9,78 7,92 10,19 8,83
11,56 + 0,88 10,51 £ 0,81 9,09 +0,32 9,76 £ 0,32

B CKEJIETHOM MbILULE NIEeTYYMX MbILLEN, B KOTOPOM
CUHTE3 6GenkoB perynmpyetcs dakTtopaMmn pocTa,
ropMOHaMW, MexaHM4Yeckom Harpy3kon Mnodpmob-
punn, a Takxke HyTpveHTamu [AcTpaTeHkoBa, Po-
roskuH, 2014]. Jedvunt ButammnHa E Bbi3bIBaET
akTueaumto NMOJ1 n HakonneHne NPoaykKTOB 3TOro
npoLecca B CKeNIeTHOW Mbille, Nno3ToMy Mnoa-
aepxaHve ee OYHKUMOHANIBbHOrO COCTOSHUS OIS
rMOEPHUPYIOLLMX XUBOTHLIX BECbMa akTyaslbHO.
Y rpbi3yHOB U1 YenoBeka gantensHoe 6e3aelictene
NPMBOAUT K aTPODUM MbILLLL, KOTOPas OTCYTCTBYET
Yy NIETYHMX MbILLEN, HAXOASLLMXCHA NPOAOIKNTENb-
HbI Nepunon B HEMOABWMXHOM COCTOSIHUK. Tak, npu
NccnenoBaHumM cnsyku measeneit 6blo ycTaHoB-
JIEHO, YTO OHM CMOCOOHbLI BbipabaTbiBaTb MOLLHbIA
NPOTEONNTUYECKMA  UHTUOUTOP, BGIOKMPYIOLLNIA
aTPOOUIO MbILLUL, CBA3AHHYIO C MMMOOMUNM3aum-
en [Fuster et al., 2007]. MoXxHO NpPeanoNoXnTb
HanMyne NogobHOro MexaHnama u 'y neTy4mx M-
wen. CneacteBMeM pPe3Koro yMEHbLUEHUS aKTUB-
HOCTU MbILLIEYHbIX TKAHEN ABASETCS COKpaLleHne
noTpebneHns opraHM3mMoM KuUcropoda 1, kak pe-
3yNbTaTt, NOHUXEHNE aKTUBHOCTU aHTUOKCUOAHT-
HoM cucTembl. O4eBUAHO, YTO CHUXEHME MeTabo-
nnM3ma No3BONSIET COKpaLlaTb 3aTtpaTbl SHAOMEH-
HbIX PECYPCOB, B TOM YUCI1E€ 1 BUTAMUHOB.
CopepxaHue B TkaHsX BUTaMnHOB A 1 E onpe-
JensaeTtcs npexae BCero NoCTyrnjiEHMEM C MULLEN,
KOTOPOE MpeKpallaeTcsd B Nepuof Cnsyku, Koraa
Y XMBOTHBIX MPOUCXOAMT MEPEKoYeHne C yrne-
BOOHOro meTtabonuama Ha nunuaHbiii [Kanabyxos,
1985; Seim et al., 2013] 1 HaKOMNEHHbIE XUPbI CIY-
XaT OCHOBHbIM WCTOYHUMKOM 3Hepruu. Y Haxons-
LLMXCS B CMNSIYKE XMBOTHLIX MeTabonM3m B 3Ha4K-
TENbHOW CTEMNEHN 3aBUCUT OT TEMNEepPaTypbl cpeapbl.
B Kapenuu Temnepartypa B MecTtax 3MMOBOK JleTy-
4ymx Mblllen onyckaetcsa oo —2,8 °C [benkuH 1 gp.,
2016]. B 10 X€ Bpemsa MOHWXEHME TemMnepaTtypsbl
Bosayxa Ha 10° npmMBOAMT K yMeHbLUEHNIO obme-
Ha npumMepHo B 2-2,5 pasa [Konomuiuesa, 2011].
Mpn 3TOM NUNUABI UFPAOT BAXHYKO POJSib B TEMME-
paTypHOM agantauuv MAEKONUTAKLWMX C NO3nLumn
MX 3HAYNMMOCTU B PUIUKO-XUMUYECKUX N DYHKLIN-
OHaNbHbIX CBOMCTBax ©Ouonornyeckmx membpaH
1 perynsaummn metabonmama. Y ru6epHMpYoLLmX Xn-
BOTHbIX MHTEHCUBHOCTb NIUMNOAM3a NOAOEPXMBAET-
Csl Ha YPOBHE, HEOOXOAMMOM AJ151 MOCTOSAHHOI O, HO
CHMUXEHHOIro CHabXeHus TkaHel aHepruein. Hau-
OonblUee KOMMYECTBO CBOOOAHLIX XUPHbLIX KACOT
0N CBOEN XU3HEAESATENbHOCTU NpU rmMnoTepMmnn

NnoTpebnAoT NeYeHb 1 CKeneTHas Mbillua, Ha AOJ0
KaXXA0M M3 KOTOPbIX MPUXOAUTCS MPUMEPHO MO
TpeTn Bcero 3anaca xuvpa. Kpome T0ro, MMeHHoO
XUPOBas TKaHb ABASIETCS OCHOBHbIM AEMO BUTAMMU-
Ha E B opraHuame, n no3TOMy OXMUPEHMEe coyeTa-
€TCH C HakomnneHnem Tokodepona, sBASIOLLLErOCa
WHrMOMTOPOM OOMEHHbIX MPOLLECCOB. YBenuye-
HMe copepxaHus Tokodepona npuv rmnoTepMmnn
CNocOoOCTBYET MOBbLILEHNIO AHTUOKUCINTESNbHOM
AaKTVMBHOCTW NMNMOOB a4anTUPOBAHHbIX K X004y
XU1BOTHbIX [Konocosa v ap., 1995], a npouecc Bna-
OEHNs 3MMOCALWMX XUBOTHbBIX B CMASIYKY U BbIXOS,
N3 HEe CYMTAEeTCs Pe3ynbTaTtoOM BAUSHUSA BUTAMU-
Ha E [Kanabyxos, 1964, 1985; CnoHum, 1979].

Y PyKOKpbIbIX, KaK WU Yy OPYrUX 3UMOCHSILLMX
MJIEKOMUTAIOLLMX, OCHOBHbIM PE3EPBHBIM BELLECT-
BOM SIBJIIETCS XMP, 3@ CHET KOTOPOro NpoOUCXOauUT
noTeps Beca BO Bpems cnsiyku [Speakman, Row-
land, 1999]. 3T noTepn MOryT COCTaBNAaATb A0 O4-
HOM TpeTn nepBOHaYasbHOM MacCChbl >XMBOTHOMO
(tabn. 3). Cuntaetcs, 4TOo OOMbLLUME 3anackl Xupa
K 3umMe HakannmealoT camku [Mocusw, 1985], ono-
HaKO Ha VMeEIOLLEMCS MaTepuane 3TO yTBepxae-
HWe npocneauTb He yaanock. OT okTa0psa K anpe-
JIl0 Macca Tena CeBepHOro Koxanka (n=29) nagaer
Ha 21,4 %, npuyem y camLoB Bonee pe3ko (34 %),
yem y camok (13,2 %). Ta e TeHaeHUNsA CE30HHOIO
CHWXXEHNS MaCChbl TENa NPOCNEXMBAETCH U 'y APYrnX
BMIOB: Y HOYHUUBI BpaHaTa (n=13) Ha 12,2 %, y 6y-
poro ywaHa (n=7) Ha 29,5 %, y BOASHON HOYHULbI
(n=12) Ha 17,2 %. Takue 3anacbl 1 pacxogoBaHue
X1pa MOXHO paccMaTpuBaTb Kak pesdynbTaT Hau-
GonblUel YCTONYMBOCTM K rmnoTepmMmmmn, obecneyn-
BaIOLWMIA 3TUM BUAAM YCMELLHYIO 3MMOBKY 1 Aaslb-
Hewnwee pa3sMHOXeHne. MOXHO NpeanonoXuTb, 4TO
GonblUME XMPOBbIE 3anachbl OKa3blBAKOT BAMSHUE
Ha BbDKMBAEMOCTb BUAA B NEPUOL 3UMHEN CNAYKN.
YCTaHOBNEHO, YTO CMEPTHOCTb JIETYYMX MbILLen Ha
3umMoBkax B Kapenuu B cpegHeM 3a psig, neT cocTaB-
naet 4,7 % [BenkuH n gp., 2015]. Mpu aToM rnéens
CEBEPHOro KoxaHka coctasuna 5,1 % ot Bcex y4-
TEHHbIX 0Cco0el OaHHOro Buaa, HOYHMUbI BpaHa-
Ta — 5,3 %, BogsHOM HoYHMUBl — 10,0 %, nornbLumnx
OypbIX YLLIAHOB M yCcaTbIX HOYHWL, HE OTMEYEHO. Xa-
PaKTEPHO, YTO CEBEPHbIN KOXAHOK AOMUHMPYET Kak
Ha 3MMOBKax, Tak 1 B COOBLLLECTBAX JIETYHNX MbILLEN
B NEPVOL NNIETHEl akTUBHOCTM (Tabn. 4).

OpHoi N3 ocoBEHHOCTEN M3YyHaeMbIX XXNBOTHbIX
ABNSIETCHA CE30HHOCTb UX XWU3HEHHOIO LKA, BKIIO-
yaloLLasa NPUypo4YeHHOCTb Nepnoaa PasMHOXEHNS
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Tabnvuya 4. BUOooBOW COCTaB M YNCIIEHHOCTb NIETY4MX Mbllel Ha Tepputopun Kapenuwn [no: Belkin et al., 2017,

C A0NONHEHNAMM]
Bug, OTHOCUTENbHOE 0bunue, BcTtpeyaemocTtb OTHOCUTENbHAas
% paHHOro Buaa oT 06LWero yncna Ha 3MMOBKaXx, YNCNEHHOCTb JIETOM,
YHYTEHHbIX NIETYYMX MbILLIEN 4YncNo MecT 9K3./KM MapLupyTa
Ha 3mMoBKax* Ha NIETHNX HaxopoK B %
MapLupyTax
CeBepHbIi KOXaHOK 64,3 68,0 78,6 0,457
BopagaHasa HouyHMua 9,4 2,9 21,4 0,023
BypbIit yLiaH 6,1 6,6 28,6 0,007
HouyHnua Bpanara 8,9 0,5 28,6 0,002
Ycatas Ho4HMLA 3,8 21,4
Mpynosas HOYHMLA 1,4 0,007
Pbixas BeyepHuua 16,2 0,031
JBYLBETHbIN KOXaH 4.1 0,025
HouyHnua Hattepepa 0,3 0,003

lMpumedaHme. * B TOM Yncne HOYHMLLBI YCNOBHOM rpynnbl BpaHarta/ycatas n 6nmxe He onpeneneHHble (7,5 %).

K ornpenenieHHoMy BpEMEeHU roga M CBA3aHHble
C 3TUM N3MEHEHNA B paae GrU3nonornyecknx CUc-
TeM. Ha npoTsXeHun 3uMHEN Crnsayky nponcxoauT
nocTerneHHas NoAroToBka opraHn3ma, 1 B Nepsyto
oyepepb MoJSIOBON CUCTEMBI, XXMBOTHbLIX K Pa3MHO-
XeHuto. CyLecTByeT B3aMMOCBA3b MEXAY COCTOSA-
HVYEM CUCTEMbI Pa3MHOXEHNSA 1 BPEMEHEM BbIXO4a
XUBOTHbIX 13 cnsukn [AHydpues, 2008]. EBponeii-
CKue BuAbl PYKOKPbIIbIX B €CTECTBEHHbIX YCIOBU-
X CNapuBalOTCH Kak BECHOW, TaK M OCEHblO. Tak,
B Kapenum n3a 20 0CMOTPEHHbIX C OKTAOPS MO KOHeL,
MapTa CaMOK CEBEPHOro KoXaHka oka3asmcb MokK-
pbiTbiMK ceMb (35 %), a 13 wecTn camok Byporo
ywaHa — ogHa (16,7 %). duanonormyeckoin oco-
OGEHHOCTbIO NIETYUYNX MbILLEN ABNSIETCA BPEMEHHOE
TOPMOXEHVE reCTaLMOHHON JOMUHAHTBI HA CaMblX
paHHMX cTagusix 6epeMeHHOCTM, KOTopoe Mpouc-
XOOUT B CBSA3N C HEOOXOAMMOCTbIO aaanTUBHOM Nne-
PEecTpolik1 opraHMama caMKkm K HeGnaronpuUsATHbIM
YCNOBUAM Cpeabl.

ButammH A HeobxoouMm Ons HOPMasibHOro
OYHKUMOHMPOBAHNSA PENPOAYKTUBHOW CUCTEMBI
CaMOK M CaMLOB, Urpaet BaXHyl POSb B MpO-
uecce ambpuoreHesa. XOpOLIO M3BECTHO, 4TO
nepnunt ButamnHa E B opraHu3ame BbI3blBaeT
HapyweHns OQOYHKUMKM  Pa3MHOXEHUS, MO3TOMY
[0CTaTo4YHbIN YPOBEHb TOKOMEPOa ABNFETCH Cy-
LLLEeCTBEHHbIM YCJIOBMEM HE TOJIbKO AJ19 NepeHece-
HUS NETYYUMUN MbILLAMU 3UMHEN CMSYKU, HO N UX
OGnaronoflydHoro pasmHoxeHusi. OcobeHHO 3To
BAXHO O/ CAMOK, MMEIOLMX NPOAOIKNTENbHbIN
NaTeHTHbI nepuon 6epeMeHHOCTU. AHanmM3 WH-
AVBUAOYanbHbIX AAHHbBIX NOKa3as, YTO KOHLEHTpa-
UMa peTnHosna 1 Tokodepona y NeTy4nx Mbillen
VIMEEeT MOoJIoBble Pasyindmsa — y cCaMOK OHa Bbllle,
yeMm y camuoB. OTMETUM, 4TO NMPU NUCCNeaoBaHNN
KOHLEHTpauum peTuHona U Tokodepona B naasme
NAOA0SAHBIX U BCESAHbBIX BUOOB NIETYYUX MblLLENn

cybakBaTopuasibHOM 30HbI Pa3HULLI Mexay noJja-
MM 0OHapyxeHo He 6bino [Miiller et al., 2007].

B nepwviop, cBoeli akTMBHOCTU NleTy4Me Mbln
06nagaloT 04eHb BbICOKMM YPOBHEM NOTPeBNeHNs
kucnopopa. Yem 6osblue NOABUXKHOCTb U Bbllle
ypoBeHb MeTabonuama, TeM ObiCTpee uayT pe-
akLMN OKNUCNEHUSI U HAKOMJIEHUS NMPOOYKTOB pac-
naga B TKaHsX, KOTOPble MHULUMMPYIOT akTUBALMIO
aHTUOKCUAAHTHOM cucTtembl. CHMXEHME YPOBHS
mMeTabonuama, Habnogaemoe npu rmbepHaumu,
COMpPOBOXOAETCA 3aMenieHNEM [AblXaHUs, CHU-
XEHNeM 4acToTbl cepauebureHns N 3HaUNTENbHbIM
YMEHbLUEHMEM TMOTpebneHus kucnopopa. Tak,
cepAue akTUBHOW NneTydyeil Mbilln CrOCOOHO CO-
KpawaTbcs ¢ Yyactoton 6onee 400 yoapoB B MUHY-
Ty, TOrga Kkak B COCTOSIHMM CMSIYKM OHO OenaeT 3a
TO Xe Bpems nvwb 16 ynapos [Kanabyxos, 1985].
MoTpebneHne kMcnopopa B CrsiYKe Yy CEBEPHOro
KOXaHka noHmxaeTtcs B 25 pas [AHydpues, 2008].

FeHepaums ADK, noHmxeHHass npu rnbepHa-
UMW, 3HAYNTENIbHO YBENIMYMBAETCS NpU Nepuoamn-
4eckux NPOoBYXAEHMAX U COKPATUTESIbBHOM TePMO-
reHese BO BpPeEMS pa3orpeBaHust XUBOTHbIX, Tak
Kak mnapasiefisHo C 9TUM MOBLILWAETCSH YPOBEHb
okucnutenbHoro metabonuama. Camopasorpe-
BaHME NIETYYMX MbIWEA OO COCTOSHUSA aKTWUBHO-
CTK TpebyeT 3HaUYNTENbHbIX 3Hepro3aTpar, korga
3a KOpPOTKOE BpeMsl NMofHMMaeTcs Temrepartypa
Tena un yeenuymMBaeTcs NoTpebrieHne KMCnopo-
pa. Mpu yBenuyeHnn notpebneHns Kucrnopoja
MJIEKOMUTAIOLLMMM NPOUCXOAUT YCUSIEHUE KUC-
NIOPOA-TPAHCNOPTHON QYHKUMM KPOBW, A& COOT-
BETCTBEHHO, M 00ecneyYyeHne OpraHoB U TKaHel
KWCJIOPOAOM, YTO MPUBOOMT K akTuMBauuu BCeEW
aHTUOKCUOAHTHOW CUCTeMbl. HYeM yalle netyyas
MbIlb 32 3UMY MPOCLINAETCS, TEM MEHbLUE CTa-
HOBUTCS KOJINYECTBO XMUpa, SIBNSOLLErOCs UCTOY-
HWKOM 3HEpPrun BO BPEMS CNsiYku. PasaMHoXeHne
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B BECEHHWI Nnepuo 4acTO HaydMHaeTcs BCKOpe
nocrie OKoH4YaHus rubepHaumMKn, NO3TOMYy coxpa-
HEHME JSHepreTnyeckMx pPe3epBOB MOXET [aTb
penpoaykTMBHOEe npeumMyllecTtso [Speakman,
Rowland, 1999]. BO3MOXHO, LOCTaTO4YHO BbICOKOE
coaepxaHune Tokodeposa 1 peTuHona, COXpPaHsio-
LLleecs y CEBEPHOro KOXaHKka K BeCHe, MOXET OblTb
CBSI3aHO C TeM, 4YTO 006Lias NpPoaO/IKUTENbHOCTb
CNSAYKM N MEPUOOOB OLLENEHEHUS Y HUX OONbLUE,
yem y gpyrux Bugos [AHydpues, PesuH, 2006],
a [OIUTENbHOCTb aKTUBHOIO COCTOSIHUS, Tpebyio-
wero 60/bLINX SHEPreTUYEeCKNX 3aTpaT, MeHbLUE.
06 aTOM XXe CBUAETENbCTBYET U TO, YTO CHUXEHME
Macchbl Tefla y caMOK 3Toro Buaa 6bi10 0gHUM U3
CaMbIX HN3KKMX. B TO e BpeMs 40BOJIbHO CYLLECT-
BEHHbIE 3anacbl BUTAMMHOB 0OHapYXeHbl BECHOW
N B TKaQHSIX CaMOK ApYrux BUOOB, KOTOpble Hanbo-
Jlee 3Ha4uTeNbHbI ObIN Y HOYHULLI BpaHaTa.
CoxpaHeHuto 6anaHca aHTUOKCUAAHTOB Y NeTy-
4YMX MblLLE MOXeT CrocobCcTBOBaTh TOT GaKT, HYTO
cnsiyka, Tak Xe kak 1 60nbLlas 4acTb UX aKTUBHOM
XWU3HW, NPOXOAUT B TeMHoTe. doTonepuop 3Ha-
YNTENIbHO BJIMGET Ha COoAepXaHue B OpraHnsme
HenporopmoHa anudursa MesiaToOHUHA, CUHTE3
KOTOPOro OCYLLUECTBISETCHA B TEMHOE BPEMSA Cy-
TOK. OHAOMEHHbIV MENATOHVH ABASETCS CUbHbBIM
aHTUOKCUOAHTOM, MPEnATCTBYIOWMM YCKOPEHHO-
My CTapEHUI0 OpraHn3ma, COMpsXXeHHOMY C yBe-
NIM4eHVeM NPOAYKTOB MEPEKNCHOr0 OKUC/IEHUS
NUNMOOB, N ero ypoBeHb OKa3blBaeT BJ/INAHME Ha
COCTOSIHME aHTMOKCUOAHTHOM CUCTEMbI B LIENIOM,
GYHKUMOHMPOBaHNE BCEX 3BEHLEB KOTOPOW CBSI-
3aHO Mexay cobon [MeHbwukosa 1 ap., 2006].
MenaTtoHMH MOXEeT CnocoOCTBOBATbL CHUXEHUIO
NnoTpebHOCTN B APYrnx aHTUOKCUAAHTax, KoTopas
3HAUYNTENIbHO MOoBbIWAeTcs npu reHepaummn ADK
1 vHTeHcmndukauum npoueccon MOJ1 npu nepuro-
Onyeckumx NpobyxaeHnsaxX BO BpeMsi pa3orpeBaHms
XMBOTHbIX, TaK Kak BMECTEe C 3TUM MOBbILLAETCS
YPOBEHb OKUCNUTENBHOro MeTabonmnama.
CopepxaHve 1 COXpaHeEHME pPEe3epBOB pPeTU-
HoMa 1 Tokodepona y JIETy4mMx MbllLEN sBNSeTCH
oTpaxeHneM Bugocneunounyecknx 4ept. B temne-
paTypHOM TONEPAHTHOCTU XUBOTHbLIX Pa3HbIX 30H
o6uTaHns mmeloTcs siBHble pasnuuns. CyulecT-
BYET MOJIOXKUTESIbHAA KOppenauus mexny Tem-
nepaTtypHOM YCTOMYMBOCTLIO BMAa U Temneparty-
poii cpenpbl obutaHua [LUmunar-HuenbceH, 1982;
Boyles et al., 2007; WnbuHa, BanwHukosa, 2015].
CnocoBHOCTb K OLENEeHEHMIO 1 HaKOMeHUo ne-
pen 3TMM XMPOBbLIX 3arnacoB — OOHO U3 CYLLECT-
BEHHbIX OT/IMYMI NIETYYMX MbILLEN 30HbI ceBepa OT
BUZOB TPOMUYECKOro U 3KBATOPUASIbHOrO MNOSCOB
Halen nnaHeTbl, KOTOPbIX OTHOCAT K «MPUMNTUB-
HbiM» (POpPMaM C HEeCOBEPLUEHHON TepMOperyrs-
umen [KonbtoBep, 2009]. Buabl, NnpoaBMHyBLUNE-
CS Ha ceBep pasblue ApYrux, ABASIOTCS U CaMbIMU

YCTOMYMBBIMM K X0no4y. Y 3MMOCnSLWmMX BUAOB TEM
6onee BblpaxXeHa rMnoTepMUsl, YeM HUXe Temne-
paTypa okpyxawuien cpegpl. C npoaBmKeHnem
B BbICOKME LUMPOTbI CEBEPHbIA KOXAHOK B CO06-
LLecTBax PyKOKPbIbIX Bce bonee npeobnagaeTt Ha
31MMOBKaxX 1 B Nepuoj, NeTHer akTMBHOCTU [BenknH
n ap., 2015]. Kak camku, Tak 1 camubl 3TOro Bnaa
K KOHLY 3MMbl UMENIN B TKAHSX 3HAYUTESNIbHOE CO-
JepxaHue peTuHona u Tokogdepona. B 1o xe Bpe-
Msi 0COOM 1 OpYrnx BUOOB, NEPEHEeCLLINE 3UMHIO
cnsyky, obnaganu 3anacaMmm BUTAMUHOB B TKaHSX.
Y BCex BUOOB CnefyeT OTMEeTUTb 3HAYUTENbHYIO Ba-
prabenbHOCTb NokasaTesien, KOTOPY MOXHO 00b-
SICHUTb Kak BMOOBbLIMWU, TakK U UHOMBUAOYaASIbHLIMU
pPasNMYNAMM MO CTENEHN HAKOMIEHUS BUTAMUHOB.
KoHueHTpaumsa petuHona u Tokodeporna B nnasme
KPOBU NIETYHMX MbILLEN IOXHbIX BUOOB TakXe nmMena
BbICOKYIO BapunabeslbHOCTb, KOTOPY OOBLSACHSIOT
OVNEeTUYECKMMU 1 BUaocneumdunieckumm pasnnym-
amu [Miiller et al., 2007; Filho et al., 2007].

Takum 06pa3oM, CNOCOOHOCTb JIETYYMX MbILLIEN
K HakanaMBaHWIO PE3EPBOB N X COXPAHEHWUIO OJn-
TeNbHbIA Nepuoa, B TKaHSAX crneayeT, BUAMMO, pac-
cMaTtpuBath Kak HACNEACTBEHHO 3aKpPEernyieHHy
peakumio OpraHnamMa >XWBOTHbIX, BblpabOTaHHYI0
B MPOLLECCE SBOMIOLMN 0151 BbDKMBAHUSA B YCIIOBUSIX
HU3KMX 3MMHUX TEMMepaTyp 1 OTCYTCTBUS KOpMa.
YCTaHOBMEHHbIN B TKAHAX IETYYMX MbILLEN YPOBEHb
BUTAaMNHOB E n A oTpaxaeT noTpebHOCTb nx opra-
HM3Ma, obecneymBaloLLyio 3PPeKTUBHOE PYHKLN-
OHMPOBaHNE MeTabosIMYECKMX CUCTEM, MOAAEPKU-
BalOWMX OMTUMAaJIbHbIA 3HepreTuyecknii GanaHc
B ycnoBusx rmbepHauum M ycrnewiHoe BOCMNpOou3-
BOACTBO BUAA B AasibHelLWeM. 3Ha4NTeNbHOE CHU-
XeHune MeTabosimama rméepHUPYIOLLUX TETYHNX Mbl-
Len no3BONSAET cokpawaTb 3aTpaTbl 3HOOMEHHbIX
3HEepPropecypcoB 1 ABASETCSH OCHOBHbIM (PakTOpPOM
BbDKMBaHUS PYKOKPbISIbIX BO BPEMS 3MOBKM, MO0~
XUTENbHbIA UCX0d, KOTOpo obecneynBaeTcs 6na-
rogaps AencTBUIO OOLWMX 1 crneuyduyeckmnx 3Koso-
ro-du3nonorn4ecknx MexaHm3mMoB 3UMHEN CASIHKN.

duHaHCcOBOE obecriedeHne  uccaenoBaHui
OCYLLEeCTBJISETCS U3 CPEACTB penepasbHoro 6ra-
)XeTa Ha BbIlOJIHeHVEe rocyaapCTBEeHHOro 3aaaHus
(tembl NeN° 0221-2014-0031 n 0221-2014-0037)
n lNporpammsbl Npeavanyma PAH N° 21 (Tema
0221-2015-0004).
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AUNHAMMUKA AKTUBHOCTU CYNEPOKCUAANCMYTA3bI
U BKCNPECCUU KOAUPYIOLLUX EE FEHOB B JINCTbSAX
MWEHUL,bI MPU XONOA0BOW AOANTALUMU

H. C. PenkuHa', A. A. UrHaTteHko', K. M. NMNandpunoea?,
A. ®. TuTtos', B. B. TanaHoBa'

" HcTuTyT Grnonorum Kapesnbckoro Hayd4Horo ueHTpa PAH, NeTpo3aBoack
2 [leTpo3aBoACKMI rocyAapCTBEHHbIV YHUBEPCUTET

MccnepnoBaHo BAUSIHME HU3KOW 3akanuBatollei Temnepatypbl (4 °C) Ha AMHaMuKy ak-
TUBHOCTU pepMeHTa cynepokemnpancmytasbl (COL,) n HakonneHne TpaHCKPUNTOB KOAN-
pytowmx ee reHoB — FeSOD n MnSOD — B ANCTbAX CEMUAHEBHbLIX MPOPOCTKOB 03UMOM
nwenunupl (Triticum aestivum L.) copta MockoBckas 39. [Toka3aHo, 4TO yxe yepe3 14 oT
Havyana AencTBus 3akanmeatoLLeli Temnepartypbl 4 °C npomMcxoauT AOCTOBEPHOE yBEN-
YeHre X01040yCTOMYMBOCTM NPOPOCTKOB MLUEHULb!, KOTOpas 3aTeM MPOLOIKAET MO-
HOTOHHO BO3pacTaTb, 4OCTMras MakCuMyma Ha 7-e CyTKM akcrnepumeHTa. pouecc xo-
NIO0BOV aganTaumm NpopoCTKOB MLUEHNLLbI COMPOBOXAANCS MOBbLILIEHVEM aKTUBHOCTHU
CO/L B nucTbsx, dukcmpyembiM yxe Yyepes 14 oT ee Havyana. C yBenmyeHmem npogosnnxm-
TENbHOCTM XOJI00BOIr0 BO3AENCTBUS HAON04aN0Ch AaNbHENLLIEE NOBbILLEHWNE aKTUBHO-
ctn COJ, koTopas gocturana MakCMmyma Ha 7-e CyTKn akcrnepumMeHTa. [Tommmo aToro
YCTaHOBJIEHO, YTO yBeNMYeHne obwein aktueHocT CO/L conpoBoXaaeTCcs HAKOMIEHNEM
TpaHCKpUNTOB reHoB FeSOD n MnSOD B ANCTbSX NPOPOCTKOB. Npnyem NoBbILLEHNE CO-
nepxaHmna MPHK reHa FeSOD nponcxoamnno 3Ha4nTeNbHO paHbLue (Yepes3 14 oT Havana
BO34ENCTBUSA HNU3KOM TemnepaTypbl 4 °C), yem reHa MnSOD (4yepe3 1 cyTkn), 1 B Teve-
HME BCEro nepmnoaa xoa1040BOr0 BO3OENCTBUS ypoBeHb coaepxxanmsa MPHK rena FeSOD
Obln BbILE, YeM reHa MnSOD. Ha 0CHOBaHMM COBOKYMHOCTM MOMYYEHHbIX JAaHHbIX CAENaH
BbIBOZ, O TOM, 4TO BO3pacTtaHme aktmeHocTn CO/J, n ycuneHue akcnpeccum reHos FeSOD
n MnSOD B ycnoBusix AeACTBUS HN3KOW 3akanunBaloLLell TemnepaTypbl obecrneynBaeT
3P PEeKTUBHYIO HENTPaNM3aUMIo CyNepPOKCUA-paamKana n SBAsSeTCs BaXHbIM 9IEMEHTOM
npouecca agantaunm pacTeHUin 03MMOW MLIEHWLLbI K XONIOAY.

KniouyeBble CoBa: HM3Kaa TeMnepartypa; nueHunua; akcnpeccust reHos FeSOD v
MnSOD; akTUBHOCTb CyNepOoKCUAANCMYTasbl; YyCTONYNBOCTb.

N. S. Repkina, A. A. Ignatenko, K. M. Panfilova, A. F. Titov, V. V. Tala-
nova. THE DYNAMICS OF SUPEROXID DISMUTASE ACTIVITY AND ITS
GENE EXPRESSION IN WHEAT LEAVES DURING COLD ADAPTATION

The effect of low hardening temperature (4 °C) on the dynamics of the enzyme superoxide
dismutase (SOD) activity and the transcript accumulation of its encoding genes — FeSOD
and MnSOD - in the leaves of 7-day-old seedlings of winter wheat (Triticum aestivum L.)
variety Moscowskaya 39 was investigated. It was shown that already in 1 hour from the
beginning of the treatment, the hardening temperature of 4 °C causes a significant in-
crease in cold tolerance of the seedlings, which then continues to increase monotonically,
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reaching a peak on the 7" day of the experiment. The process of cold adaptation in wheat
seedlings was accompanied by an increase in SOD activity in wheat leaves, observed
as soon as 1 hour after the beginning of the treatment. As the cold exposure continued,
there was a further increase in SOD activity, which peaked on the 7™ day of the experi-
ment. In addition, it was determined that the increase in total SOD activity was accompa-
nied by the accumulation of FeSOD and MnSOD gene transcripts in the seedlings’ leaves.
The level of FeSOD gene mRNA rose significantly earlier (1 hour from the start of expo-
sure to a temperature of 4 °C) than MnSOD gene mRNA (after 1 day), and FeSOD mRNA
level remained higher than MnSOD mRNA level throughout the period of cold exposure.
Based on our results, we can conclude that the increase of SOD activity and upregulation
of MnSOD and FeSOD genes under low hardening temperature enable effective neutral-
ization of superoxide radicals and represent an important element in the process of cold
adaptation in winter wheat plants.

Keywords: low temperature; wheat; FeSOD and MnSOD gene expression; superoxide

dismutase activity; tolerance.

BBepeHue

BospeicTBme Ha pacTteHuss HeGNaronpuUsTHbIX
dakTOpOB Ccpedbl, B TOM YMC/ie HU3KMX Temnepa-
TYpP, aKTUBN3NPYET B UX KJIeTKkax oOpa3oBaHue ak-
TMBHbIX popm kmncnopoa (ADPK) [Konynaes, Kap-
ney, 2010], 4TO MOXET NPUBOANTb K HAPYLUEHUIO
CTPYKTYpPbl MakpoMonekysn (6enkoB, HyK/IeMHOBbIX
KMCNOT, NUNNAOB U ApP.) N PasBUTMIO OKUCINTENb-
Horo cTpecca [Pal et al., 2013; Baxter et al., 2014].
B aTon cuTyaumm oOHOM M3 NEepBbIX 3aLUUTHbBIX
peakunii pacTeHun, HanpasfIEHHbIX Ha HeuTpa-
nm3aupio AOK 1 npenoTBpalLeHne OKUCINTENb-
HOrO CTpecca, ABNSeTCa akTUBM3auus aHTUOKCU-
naHTHor cuctemsl [Demidchik, 2015], cBagaHHas,
B YACTHOCTU, C YCUIEHMEM reHepaunmn psga Bbl-
COKO- W HU3KOMOJIEKYNIAPHbIX MPOTEKTOPHbIX CO-
ennHeHnin [Szo6ll6si, 2014]. Cpeau HUX 0cob60 Bax-
HYIO POJib B 3aLUMTE PACTEHUI OT OKUCIIUTENBHOIO
CcTpecca urpalT aHTUOKCUAAHTHble (QEPMEHTHI,
K KOTOpbIM OTHOCUTCSI CynepokcuaanmcMmyTasa
(COA) [Pal et al., 2013]. daHHbIn depMeHT kaTa-
NN3NPYET peakumio AMCMyTaLnn CynepoKCUOHbIX
pagukanoB [bapaHenko, 2006]. B 3aBucumoc-
TV OT MeTasia (MapraHeuy, Xeneso, Medb/UUHK),
PacnosOoXEeHHOr0 B akTUBHOM LIEHTpe (epMeH-
Ta, pasnuyatoTt Tpyu Tuna COL4: Mn-CO/J, Fe-CO/j,
n Cu/Zn-COJ, [Bowler et al., 1994]. Mn-CO/[j, 06-
Hapy>XeHa B MUTOXOHOPUSX U nepokcnucomax, Fe-
CO4 v Cu/Zn-COL npepncrtaBneHbl npakTuyec-
KM BO BCEX KOMMapPTMEHTax KNeTku (uutosone,
xnoponfaactax, MUTOXOHOPUSAX, NEepPOKCMCOMax)
[Sz6ll6si, 2014]. OgHoli n3 ocobeHHocTelr COL,
pacTeHU ABNSETCA HAIMYNE MHOXECTBEHHbIX MO-
nekynapHbix GopM (M30pEePMEHTOB), KONIMYECTBO
KOTOpbIX BuaocneundunyHo [BapaHeHko, 2006].
AdnepHble rexbl, kognpyowme COJL, BbICOKOKOH-
CepBaTVBHbI 1 ManokonuinHel [Scandalios, 1990].

NccnepoBaHma nocnegHux NeT  nokasanu,
yto akTmuBHOoCTb CO/l y pacTeHuin noBbllLIAETCA

B HebGnaronpuaTHbIX YCNOBUSX: Npu gedbuuute
Boabl [Zhang et al., 2007; Sanchez-Rodriguez
et al., 2016], 3aconeHnn [Mandhania et al., 2006;
Yan etal., 2016], YP-06nyyeHun [Tang et al., 2010;
Inostroza-Blancheteau et al., 2016], oencteun T9-
xenbix metannos [Goswami, Das, 2016], BbicO-
kux [Asthir et al., 2012; Chen et al., 2014] n HK3-
kux Temneparypax [Szollési, 2014] n gp. BmecTe
C TeM UMEIOTCH OaHHble N O CHUXEHUU aKTUBHO-
ctn CO/L noa BAUSIHMEM Takux CTPECCOPOB, Kak
Tskenole metannbl [Dandan et al., 2011], Hu3-
ke Temnepatypsl [Lado et al., 2016], 3aconeHne
[Oufdou et al., 2014]. BT0 CBMAOETENLCTBYET O He-
0OHO3HA4YHOCTN OoTBEeTHOM peakumn COJL Ha pas-
Hble CTPECCOBLIE BO3AENCTBUS, KOTOPasi, BUOVUMO,
MOXeT pasnmyatbCsi B 3aBMCUMMOCTU OT UX Tuna,
WHTEHCMBHOCTU N MPOAOSIKUTENBHOCTU, a TakxXe
oT 6uonornyecknx ocobeHHocTel obbekTa. YTo
kacaeTtcs akcnpeccun reHos COJL, y pacTteHuii
B CTPECCOBbIX YC/OBUSIX, TO MMEIOLMECH Ha 3TOT
CYET cBeAeHUs BeCbMa HEMHOIMOYMCIIEHHbI 1 Tak-
xe npotuBopeymBbl [Baek, Skinner, 2006; Gao
etal., 2009; Airaki et al., 2012].

YunTbiBas BbILLEN3NOXEHHOE, LENbo OaHHOM
paboTbl SIBUIOCb MCCefoBaHMe AMHAMWUKM ak-
TnBHocTn COJL v aKCnpeccum KOOAMPYIOLMX ee
reHoB — FeSOD n MnSOD - B nNCTbSAX NMPOPOCT-
KOB O3MMOW MLIEHMLbl B MPOLLECCe MX XONoA0-
BOM agjanTtauun.

MaTtepuanbl u meToAbl

B kayecTBe 06bekTa UccnenoBaHuii UCNoNb30-
BaIM NPOPOCTKU O3UMON MniieHuupl (Triticum aes-
tivum L.) copta MockoBckasa 39. Vx BbipaluyBanm
B py/noHax dunbTpoBasbHOM Gymarm Ha nuTa-
TenbHOM pacTtBope (pH 6,2-6,4) ¢ mobaBneHnem
MUWKPO3JIEMEHTOB B KIIMMaTU4eCKOMN Kamepe npu
TemnepaTtype Bo3gyxa 22 °C, ero OTHOCUTESb-
HOM BnaxHocTn 60-70 %, OCBELLEHHOCTN OKOJIO
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Tabauua 1. MNparimepsbl onsa nposeaeHus MNLP B pexnme peanbHOro BpeMeHu

leH Mpsamoii n o6paTHbI HykneoTuaHas nocnenoBaTensHOCTb NpanmMepa Homep poctyna B 6a3e
npanmepsbl 5..8 naHHbix NCBI
Actin npsimMon GGGACCTCACGGATAATCTAATG AJ579382
obpaTHbI AACCTCCACTGAGAACAACATTAC
FeSOD | npsimon GGGTCTGGTTGGGTTTG JX398977
obpaTHbIl TCGCCTGTCATCCTTGTAATC
MnSOD | npamoii ACATAACTGTAACTGCCACG AY963808
obpaTHbIl TTGCTCATTTCCCAT

10 knk n 14-yacosom doTonepuoge. No gocTmxe-
HUWM HEOENbHOro BO3pacTa MPOPOCTKU MLUEHULLbI
noaBeprany OencTBMIO HWU3KOW 3akanmBaloLlen
TemnepaTtypbl (4 °C) B TeuyeHne 7 CyT, coxpaHss
NpoYne yCNnoBUS HEM3MEHHBIMM.

YCTOMYMBOCTb pPACTEHUA K LOENCTBUID HU3-
KX TemMnepatyp OLEeHMBanM No peakuum KNeTtok
BbICEYEK U3 JIMCTLEB HA 5-MUHYTHOE TECTUPYIO-
ee NPOMOPaxXMBaHME B TEPMOINEKTPUHECKOM
MukpoxonoguneHuke TXXP-02/-20 («MIHTepm»,
Poccuns) npm nocnepoBaTtenibHOM U3MEHEHUU
TemnepaTtypbl ¢ nHTepsanom 0,4 °C [banarypo-
Ba U gp., 1982]. B kayecTBe KpUTepusa YyCTON-
YMBOCTU WCMOMb30BaNM TemnepaTypy rnbenu
50 % napeHxuMHbIX knetok (J1T,), onpenense-
MYIO MO AECTPYKLUMM XJI0POMAacToB M Koaryns-
LMW UMTOMNA3Mbl.

AKTMBHOCTbL cynepokcuaancmytasel (COL, Kb
1.15.1.1) onpegensnn no cnocobHOCTU pepmMeH-
Ta WHrMbmupoBatb GOTOXMMUYECKOE BOCCTAHOB-
JNleHne HuUTpocuHero TeTtpasonus [Beauchamp,
Fridovich, 1971]. ConepxaHue 6enka aHanM3npo-
Banu metogom bpeadopaa [Bradford, 1976].

HakonneHue TpaHckpunToB reHoB FeSOD
n MnSOD ananunaunpoBann metogom [lLP B pe-
XMUME peanbHOro BpemeHu. [ng 3Toro HaBecky
nmcTeeB nweHnupl (50 Mr) pactmpanu B XUAKOM
azote. TotanbHyto PHK Bblaensnm ¢ nomoulbio
Habopa ExtractRNA («EBporen», Poccusa). Ons
yoanenuns octatkoB AHK npenapat PHK o6pa-
6atbiBann AHKason (10 eg/mn) («CuHTON», PoC-
cus). kOHK cuHTesmpoBann, mcnonb3ys Habop
ons obpaTHoi TpaHckpunumn ¢ M-MLV obpaTHoi
TPaHCKPUNTa30M W ciydarHbiMn (random) rek-
canparnmepamn («EBporeH», Poccusa) (tadbn. 1).
KonnyecTtBo 1 kayectBO BblaeneHHon PHK v cuH-
TesupoBaHHOM kKOHK npoBepsiin cnekTpopoTo-
meTpuyeckn (SmartSpecPlus, «bno-Pag»). Amn-
nndukaumo 0dpasLoB nposoannm B npuodope iCy-
cler ¢ ontnyeckon npuctaeskon iQ5 («brno-Pag»),
ncnonb3ys Habopbl Ans aMnanduKaumm ¢ NHTep-
kanupylowmm kpacutenem SYBR Green («EBpo-
reH», Poccus). Cmecb ansa MNUP o6bemom 25 mkn
cogepxana 1 mkn k4AHK (100 Hr), 10 mkn peak-
LIMOHHOM cMecn, no 1 MK MpsmMoro 1 obparHo-
ro npavimepos (10 mMkM) (tabn. 1), 1 mkn MgCl,

n 17 MKk OEeMOHN30BaHHOW BOAOblI, CBOOOAHON OT
Hyknea3. B kadyecTBe pedepeHCHOro reHa wuc-
nosb3oBanu akTuH. MNpotokon MUP: 5 MuH npu
95 °C, panee 45 umknos 15 ¢ npu 95 °C, 30 ¢ npu
56 °C. CneunduyHOCTL MPOAYKTOB amnamoun-
Kaumu nposepanu nnasneHnem [MUP dparmeH-
ToB: 1 MuH npmn 95 °C, 1 muH npu 50 °C, 10 ¢ npu
60 °C (80 umknoB, NoBbILLASA B KAXA0M LMKIE TEM-
nepatypy Ha 0,5 °C). HakonneHne TpaHCKPUNTOB
rEHOB BbIYMCAANN N0 hOpMyne:

HakonneHwve TPAHCKPUMNTOB reHa =

- 2CT (KOHTPObHBIN) — CT (TecToBbIi 06paseL)
3

roe CT — 3Ha4eHMs NOPOroBbIX LMKIIOB.

B kayecTBe KOHTPOJIbHbIX 06pa3uoB OblN Bbl-
OpaHbl kKAHK, BblaeneHHble N3 pacTeHuni, He noa-
BEPrHyTbIX BO34ENCTBUIO HU3KOW TeMrneparTypbl.

[TOBTOPHOCTL NpY oNpeneneHnm XonoaoycTom-
4YMBOCTW MPOPOCTKOB B Mpeaenax O4HOro Bapu-
aHTa onbiTa 6-kpatHas, Npu aHanM3e akTUBHOCTU
COL v nposepeHunun MUP-aHann3a — 3-kpaTtHas.
Ha pucyHkax npuBefeHbl cpeaHne apndpmeTnyec-
KMe 3HayYeHUsd U3 HECKOJIbKMX HE3ABUCUMBbIX OMbl-
TOB U UX CTaHOApPTHble OTK/OHeHud. Pac4yeTt Ko-
aPONUMEHTOB KOPPENSaLMN ONS MasbiX BbIOOPOK
npoBoavM OOLLENPUHATBIM MeTodoM [3aiues,
1984]. B cTatbe 06CyXaatTcs BENNYUHbI, LOCTO-
BepHble npu p < 0,05.

MccnepoBaHust BbIMOMHEHbI HA Hay4yHOM 060-
pynosaHum LIKIMT HO NB KapHL, PAH «Komnnekc-
Hble PyHOAMEHTaslbHbIEe U NMpUKIagHble nccneno-
BaHMS 0CcOBeHHOCTEN PYHKLUNOHMPOBAHUS XUBbIX
cucTtem B ycnosusaix Cesepa».

Pe3ynbTaTtbl

B xope nccnenoBaHWin YCTAHOBJIEHO, YTO yXe
yepes 1 4 OT Havyana OENCTBUS HU3KOW 3akasunBa-
towen Temnepatypbl (4 °C) X0/1000yCTONYMBOCTb
JINCTbEB NPOPOCTKOB MLUEHULbl JOCTOBEPHO YyBe-
NINYMBaETCH, 3aTeM OHa NPOLOo/KAaeT MOHOTOHHO
BO3pacTaTb M JOCTUraeT Makcumyma Ha 7-e CyT
(puc. 1).

DelictBne temnepatypbl 4 °C Bbi3biBaNO MNo-
BblLLleHMEe akTuBHOCTU depmeHta CO/, B NUCTb-
S1X MPOPOCTKOB (puc. 2). B yacTHOCTH, yXe 4yepe3
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1 4 OT Havana oxnaxaeHus NPOPOCTKOB OTMEYe-
HO [OCTOBEpHOe yBenuyeHme aktmBHoctn CO/L,
KOTOpas B AalbHenwem B xo4e ajanTtaumm no-
CTeneHHO MOoBbILWANacb, 4OCTUragd MakCuMyma Ha
7-e cyTkn. [pn 3aTOM KO3DDULMEHT KOpPEeNaumm
Mexnay aktnBHocTblo CO/J, n xonogoycTtom4mBoc-
TblO MPOPOCTKOB OKa3aiCd AO0BOJSIbHO BbICOKUM
n coctaBmn +0,88 (Tabn. 2).

Yxe yepes3 1 4 OT Ha4ana oencTBusa Temrepa-
Typbl 4°C B NUCTbSIX MPOPOCTKOB MPOUCXOONT
nosbiweHne yposHa MPHK reHa FeSOD (puc. 3).
C yBenuyeHneM npoaoIXUTENbHOCTU XON040BO-
ro BO3OENCTBUSA HAKOMNEHME TPAHCKPUMNTOB reHa
FeSOD ycunmBanocb, HECKOJIbKO 3aMeisisiCb Ha
TPETbM CYTKM OKCMEPUMEHTA, HO U B 3TOM Chy-
Yyae ypoBEHb 3KCMPECCUM JAHHOro reHa ocTaBas-
csa BbicOkMM. Hambonblee copepxaHve MPHK
reHa FeSOD oTmedyeHO Ha 5-7-e CyTku onbiTa.
HakonneHvne MPHK reHa MnSOD B nucTbsix npo-
POCTKOB HA4YMHANOCh 3HAYUTENIbHO MO3Xe, 4eM

Tabaua 2. KoappuumeHTbl KOppensummn* Mmexxay Xosno-
[0YCTOMYMBOCTbLIO, akTMBHOCTLIO CO/Jl 1 copgepkaHnem
TPaHCKPUMNTOB €€ MeHOB Y MPOPOCTKOB MLUEHMLLbI, NMOJ-
BEPrHYTbIX AeNCTBUIO TemnepaTypsl 4 °C

e R
1. XonogoycTonumBocTb 1 0,88 0,85 0,75
2. AkTnBHoCTb CO/L, 1 0,89 0,88
3. Okcnpeccusa FeSOD 1 0,84
4. Skcnpeccus MnSOD 1

lMpumedaHne. *Bce npeacTasfieHHble B Tabnuue KoadpdpuumneH-
Thbl KOPPEnsAuUM JocToBepHbI Npu p < 0,05.

FeSOD, — 4yepe3 ogHu CyTkM OT Havyana oencTeus
TemnepaTypbl 4 °C. [anbHellliee MoBbILLIEHNe
YPOBHS OTHOCUTENBbHOW aKkcnpeccun reHa MnSOD
NPOUCXOANINO B Te4eHUe 5—7 CyTOK 3KCMepUMeH-
Ta. OTMETMM, 4TO B TEHEHKE BCErO Nepmnoga xono-
[0BOro BO3OENCTBUSA COAepXaHMe TPaHCKPMNTOB
reHa MnSOD B nUCTbsIX OblfIO CYLLECTBEHHO HUXeE,
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Puc. 3. BnusaHne TemnepaTypbl 4°C Ha coaepXaHue TPaHCKPUMTOB FeHOB
FeSOD (1) n MnSOD (2) B NUCTbsIX NPOPOCTKOB MLLUEHULIbI

yem MPHK reHa FeSOD (puc. 3). KoadpdunumeHTol
KoppensumMm mMexay CoaepxaHnem TPaHCKPUNTOB
reHoB FeSOD 1 MnSOD B nnCTbaX U aKTUBHOCTbIO
CO/L, a Takxe xonogoyCTOMYMBOCTbIO MPOPOCTKOB
OblIN [OBOJLHO BICOKUMU (Tab. 2).

OOGcyxaeHune

M3BEeCTHO, 4TO B 3aluuTe KJIETOK pacTeHUn OT
A®DK BaxHyiO ponb UrpaldT aHTUOKCUAAHTHbIE
depmeHnThl [Pal et al., 2013]. Mpunyem «nepsyio Nn-
HUI0 3aWwmTbl» obecneymBaeT depmeHT CO/L, Tak
KaK B OT/IMYME OT APYrMX aHTUOKCUAAHTHbIX dep-
MEHTOB MMEHHO OH crnocobeH Npeobpas3oBbIBaTb
CynepoKcua-pagmkans ¢ 06pa3oBaHMEM MOJIEKY-
NAPHOro K1ucaopoaa v nepekmcu sogopona [Perry
etal., 2010; Zeinali et al., 2015].

B Hawmx nccnenoBaHusX nokasaHo, 4TO BO3-
JencTBMe HU3KOW 3akanuBaloller Temneparypbl
(4 °C) npuBOANT K ObICTPOMY MOBbLILLEHUNIO aKTUB-
HocTn CO/l, koTopoe 3adMKCUPOBAHO yXe Yepes
14 0T ero Hayana. B panbHenLwem Ha NPOTAXEHUN
BCEro nepuona xono40BOW agantauuv NpopocT-
kOB akTnBHOCTb CO/J], coxpaHsanacb Ha MOBbILLEH-
HOM YpPOBHE, a Mmexay akTmBHocTbio CO/Ll 1 ypoB-
HEM XONI0A0YCTOMYMBOCTU BbISIBIEHA BbICOKast
nonoxutenbHasa koppensauma (r=+0,88). 3710
ykasbiBaeT Ha ydacTtue CO/JL B npoueccax hpopmu-
pOBaHUS MOBLILLEHHON YCTOMYMBOCTU PaCTEHWUN
NLEeHVLbl K HU3KMM TeMnepaTtypam.

MonyyeHHble HaMKn JaHHble 06 M3MEHEHUM ak-
TneHocTn COJ, B LLenoM cornacytoTcs C pesynbra-
Tamu Opyrmx aBTopoB. B 4acTHOCTM, NOBbIWEHNE
aktneHocTn CO/LL npu runotepMmnm OTMEYEHO He
TOoNbKO y nweHuupl [Li et al., 2014], HO n y orypua
[Yang et al., 2011], kapTodensa [HapankmHa v gp.,
2014] v Hyta [Kazemi-Shahandashti, 2014]. Oa-
HaKO He Bcerga BO34ENCTBME HU3KUX TEMMNEPATYP

BbI3bIBA/I0 OOHOTUMHbLIE U3MEHEHUS AKTUBHOCTU
COJ. Mo-snamMmMmomy, CHUXEHNE NN MOBbILLEHNE
aktTnBHoctT COJl cBSI3aHO C WHTEHCUBHOCTbIO
N  NPOAOXUTENBHOCTBIO HM3KOTEMMEPATYPHO-
ro BO3OENCTBUSA, a TakkKe C pas3HOW peakumen
TennonodbmBbIX M XONOAOCTOMKMX PacCTeHU Ha
nencteme xonopa. Hanpumep, y TennontobumBbix
pacTeHuin, B HaCTHOCTU y orypua, 3adukcmposa-
HO CHWXeHue aktmsHocTn CO/L, npu kpaTkoBpe-
MEHHOM JencTBum TemnepaTypbl 2,5°C [Kang,
Saltvelt, 2001]. Y xonogocToikoro apabugoncuca
akTnBHocTb CO/J], HEMHOrO noBbILWIANacb Ha Tpe-
TbW CYTKWN geicTens Temnepatypbl 2 °C, HO 3aTeM
cHmxanacb [CuHbkeBmy 1 ap., 2016]. Y o3umoni
nweHuubl copta Mockosckas 39 aktmBHocTe CO/J],
3aMeTHO YyMeHbllanacb MNpu KPaTKOBPEMEHHOM
nencteum (2-6 4) Temnepatypbl —9 °C [3arockunHa
n ap., 2011]. MNMockonbky aBTOPbLI NOCNeAHeNn pa-
60Thbl HE NMPUBOAAT AAHHbLIX 00 N3MEHEHUN YCTON-
YNBOCTU PACTEHWUN, TO HENb3S UCKKYUTb, YTO
B 9TOM Clly4ae NPOUCXOAMNIO UX MOBPEXAEHUE,
kak 3To OblNO MOKaszaHo HamMu paHee Npu Aei-
cTBUM 6onee 5 4 Temnepatypbl —2 °C [Tonunesa
n ap., 2015].

OueBMOHO, HTO B HaYanNbHbIN NEpNoa, AeNCTBUS
HU3KOM TeMnepaTypbl y MLEHULbI MPONUCXOANUT NO-
BbILLEHME aKTUBHOCTU YXe CYLLECTBYIOLLMX B KNeT-
kax monekyn ¢epmenta COJ. 310 cOOTBETCTBYET
NpPeacTaBfieHNsaIM O Tak Ha3blBAEMOW «MOOYNALM-
OHHOWM» cTpaTernn OMOXMMMYECKOM aganTauuu,
KOTOpas cBA3aHa c perynsaumen GepMeHTaTUBHOM
aKTUMBHOCTU, HE 3aBUCSLLEN OT CUHTE3a PEPMEH-
Ta de novo, n KOTopas B NEpPBYIO0 o4epenb onpe-
JensieTcsa Hanmyinem cybceTtpata m KodakTopos,
a Takxe VX B3aMMOAENCTBMEM C MOAYNSATOPamu
(meTabonutamu) [Xouauka, Comepo, 1977]. B Ha-
LWMX OnblTax Mpu XONoA0BOM BO34eNCTBUN Oblc-
Tpoe noBbileHUe akTuBHocTn COJ, o4yeBmaHoO,
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SABNSINOCb HEMOCPEACTBEHHLIM OTBETOM Ha ycune-
HVE MPOoAYyKUMM CynepoKCuA-paankana, Kotopoe
3adpMKCMPOBAHO HAMM PaHEEe y PaCTEHUN MNLLIEHN-
Lbl B @aHaNOMM4YHbIX ycnoBusx yxe 4yepes 0,5-1 4y ot
ero Havana [PeHbko 1 gp., 2015].

C popyroii CTOpPOHbI, Npogo/KalolWweecs BO3-
Jerncteme xonopa, MNo-BMAVMMOMY, OOCTATOYHO
ObICTPO MNPUBOAUT K CUTyaLMU, KOrga MMeLLnii-
Cs1 B HOpME Nyn Mosiekyn (pepmeHTa okasbiBaeTcs
N3Pacxo40BaHHbIM 1 TPeOYETCS ero BOCMONHEHWE
3a CYET yCUJIEHNs ero cuHTesa. B nonb3y aToro ro-
BOPUT OOHapYy>XeHHast HaMU BbICOKas KOppPensums
Mexnay akTuBHocTbio CO/L, 1 ypOBHEM 3KCNpPEeccum
KoaupyoLmx ee reHoB (FeSOD u MnSOD). Hecny-
yaliHO Haubonbllee copepXaHue TPaHCKPUMNTOB
3TNUX FEHOB OTMEYEHO Ha 7-€ CYyTKU, Korga 3aduk-
CMpOBaHbl MakcumasbHasa akTuBHocTb CO/L, n mak-
cvMasnbHas X0J1040yCTOMYMBOCTb M OOHOBPEMEH-
HO C 3TMM MNPOUCXOOUT CHUXEHMEe CoaepXaHud
cynepokcua-pagmkana [PeHbko n gp., 2015].

B Hawel paboTe nokasaHO, 4YTO YPOBEHb
cofepXaHust TpaHcKpunToB reHa FeSOD 6bin
06nbWKUM, 4yeM MnSOD. B03MOXHO, BKNan KO-
ONPYEMbBIX 3TUMU FeHamMnm K30popM depmMeHTa
B 06wy aktmBHocTb CO/Jl HeoaMHAKOB. YUYMThbI-
Bad, 4to Fe-SOD npeumyLlecTBEHHO noKann-
30BaH B Xjoponnactax, 606nbliee HakonjeHune
TpaHckpmnToB FeSOD MoXxeT ObiTb CBA3aHO C He-
00X0OMMOCTBLIO akTUBM3aLMM OaHHOro n3odep-
MeHTa gns obecrnedvyeHns 3almTbl XJI0POMNIacToB
M 0HOr0 N3 BaXHENLX 1 Hanbonee X0Js10404yB-
CTBUTENbHBIX MPOLECCOB — GpoToCnHTE3a. OaHaKOo
ONs NOATBEPXAEHUS 3TOro MPeanosioKeHns He-
00XxoaMMbl OanbHenmne UccnegoBaHus, B 4acT-
HOCTWN U3yYeHne ONHAMUKU aKTUBHOCTU KOHKPET-
HbIX n3odopm COL.

3aknioyeHue

MNcecnepoBaHme BAMSHUA HU3KOW 3akanmBalo-
wer Temnepatypbl (4 °C) Ha NPOPOCTKM O3UMOM
MweHnUbl NoKasasno, YTO POCT UX XOJ040YyCTON-
YMBOCTM COMPOBOXAAETCH MOBLILLIEHNEM aKTUB-
HocTu COJ n HakonneHnem MPHK reHoB FeSOD
n MnSOD B nUCTbaX, CBUOETENbCTBYOLWMMU 00
aKTMBHOM y4yacTuUM OAHHOro pepMeHTa U Kogupy-
IOLLIMX ero reHoB B NMpoLecce x0i040BOM aganTa-
UMK, Y4nTbiBas, HTO AMHAMMKA HAKOMIEHNS TPaHC-
KPUNTOB 3TUX FEHOB MMEna CXOOHbIA XapakTep,
HO UX cOoAep>XXaHne pasnnmyanocb KOAMYECTBEHHO,
MOXHO npegnonaraTtb, 4YTO pasdHble U30POPMbI
CO/Ll BHOCAT HEOAVHAKOBLIM Bkag B OOLLYO ak-
TUBHOCTb pepmeHTa. COBOKYMHOCTb MOJIYYEHHbIX
OaHHbIX 1 aHaNn3 nuTepaTtypbl NO3BONSET 3aKJItO-
4nTb, 4YTO akTMBU3auua CO/L aBnaeTcsa OaHUM U3
BaXXHbIX 9NIEMEHTOB YCMELUHOM aganTaumn pac-
TEHUM MWeHUUbl K OENCTBMIO XON0o4a, TakK Kak

obecneynBaeT CBOEBPEMEHHYIO HeEWTpanM3aumio
Cynepokcua-paankana v TeM camMmbiM CNOCcOOCTBY-
€T MOBbILLEHUIO XO0N1040YCTONYMBOCTU PACTEHUN.

duHaHcoBoe obecrieHeHne UccienoBaHul
OCYLLECTBJISIZIOCh U3 CPEeACTB ¢enaepasbHOro
6roaxeTa Ha BbIMOJIHEHNE rOCYAapCTBEHHOIO 3a-
AaHus (tema N2 0221-2014-0032).
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COCTAB innaoB N bYHKUMNOHAJIbHOE COCTOSAHMUE
MEMBPAHHbIX CUCTEM STELLARIA HUMIFUSA

E. ®. Mapkoeckaa', H. A. FTanu6una?, M. K. UnbnHoBa?,
K. M. Hukepoga?, H. 0. LLimakoBa?®

" [leTpo3aBoaACKkuii rocyaapCTBeHHbI YHUBEPCUTET

2 MiHcTuTyT Nneca Kapesibckoro Hay4yHoro ueHTpa PAH, MNeTposaBoack

3 MMonsipHO-anbnuiickuii 60TaHNYECKnii cag-nHCTUTYT KosibCKoro Hay4Horo LeHTpa PAH,
Kuposck MypmaHckov 0611.

PaboTta BbinonHeHa Ha Stellaria humifusa, cem. Caryophyllaceae (ANMHHOKOPHEBULL-
Has CTepXHEKOpHeBas nosnukapnuyeckas Tpaea, rmrpoduT, NoYTU apKTUYECKUIA BUL,
C LMPKYMMOJISIPHbIM apeasnoM). PacteHns o6pasyloT Xn3HeHHyto GopMy MaT 1 Npon3s-
pacTaloT Ha CKaslbHbIX BbIXoAax BOMM3M NPUMOPCKOM TeppuTopumn. PacTutensHoe co-
00LEeCTBO COCTOUT M3 OOHOrO BUAA, MOKPBLITO CIOEM OTMEPLUUX JIMCTHEB MPOLLIOrO
roga. ViccnegosaHne nunmnaoB nokasano, 4To S. humifusa B nepmnof akTUBHOW Bere-
TauMm MeeT NUnuaHble Gpakumm B GYHKUNOHANBHO akKTUBHOM COCTOSIHUKW. Ppakuus
HerTpanbHbIX TMNUO0B (CTPYKTYPHbIN KOMMOHEHT KIETKM U ee 3anacHbln GOHA) LOMU-
HUPYET MO MPOLEHTHOMY COLEPXAHUIO HACBILLEHHbIX XUPHBIX kncnoT (XKK). dpakums
dochonunuaoB (ocCHOBHas MemMOpaHHasi cucTema KneTtok) MMeeT Hambosbllee Co-
nepxanne XK, BbICOKME 3HAYEHUSI KOIMYECTBA AMEHOBbIX, TOMEHOBbIX Y HACLILLEHHbLIX
KK. MeHHO aTa dppakumsa coaepXmT MakCMManbHOE KOTMYECTBO JIMHONEBOW KMCNOThI.
Bo dpakuuio rnnkonmnmpos (AMnnabl MemopaH xnoponaactoB) BxoauT okono 32 %
Bcex XK nccnegyemoro Buaa, akTMBHOCTb KOTOPbIX CBA3aHa ¢ pOoToCcMHTE30M. B aTon
dpakuM MeHbLLE coaepXXaHne OUEHOBbIX U HacklWeHHbIX KK, HO 3Ha4YMTenbHO 60nb-
LLIEe MO CPaBHEHMIO C APYrMU rpynnamu TpmeHoBbix XK, B TOM 4ymcne n nMHONEHOBOWA
KMcnoTtbel. iccnegoBaHme akTMBHOCTUM PEPMEHTOB aHTUOKCMAaHTHOM cuctembl (AOC)
B NIUCTbAX Y S. humifusa nokasano HEBbLICOKME 3HAYEeHUS NEePOKCUAA3HON aKTUBHOCTU
(2,2 n 1 MkMO#b TeTpareasikona Ha Mr 6esnka npu pH 5 n 7,8 cooTBETCTBEHHO) Ha poHEe
6onbLIOV KaTanagHoW akTMBHOCTM (366 Mkmonb H,0,/Mr 6enka) no CpaBHEHUIO C Apyrn-
MW TPaBSHUCTbIMU PACTEHUSMU. DTO MOXET CBUAETENLCTBOBATL O MPUCNOCOBIEHHOC-
TV BUAA K YCNOBUSIM cpenpbl. BbICOKMin ypOBEHb COAep>XKaHNsi HEHACBILLLEHHbIX NUMUAOB
B CTPYKTYpe MeMbBpaHHOW cnucteMbl GOTOCUHTETMYECKOrO annapara BHOCUT GOMbLUION
BKMan B NOAAEPXAHNE €0 BbICOKOM PYHKLUMOHANBHOM akTUBHOCTN Y S. humifusa.

KniouyeBble cnoBa: Stellaria humifusa; apkTniyeckme pacTeHus; agantauus; nmnm-
[Obl; XXPHOKMCNOTHbLIN COCTaB; TEMNepPaTypPHbI rPagueHT.

E. F. Markovskaya', N. A. Galibina?, M. K. llyinova?, K. M. Nikerova?,
N. Yu. Shmakova®. LIPID COMPOSITION AND FUNCTIONAL STATE OF
MEMBRANE SYSTEMS IN STELLARIA HUMIFUSA

The object of the study is Stellaria humifusa (Caryophyllaceae) — a polycarpic herb with
a long taproot; an almost Arctic hygrophyte with circumpolar distribution. Plants form
mats and grow on rock outcrops near coastal areas. The plant community consists of only

@




one species, and is covered with a layer of dead leaves from the previous year. The study
of lipids showed that during active growth S. humifusa has lipid fractions in the function-
ally active state. The fraction of neutral lipids (a structural component of the cell and its
emergency stores) dominates in terms of the percentage of saturated fatty acids (FA).
The fraction of phospholipids (the main membrane system of the cell) has the greatest
content of FA with high quantities of diene, triene and saturated FA. This fraction contains
the maximum amount of linoleic acid. The fraction of glycolipids (lipids of chloroplast
membranes) accounts for around 32 % of the plant’s total FA. It indicates a tense lipid
metabolism associated with photosynthetic activity. This fraction contains less of diene
and saturated FA, but significantly more of triene FA, including linolenic acid, comparing
to the other groups The study of AOS activity in S. humifusa leaves revealed relatively low
peroxidase activity (2.2 and 1 umol TG/mg protein at pH 5 and 7.8, respectively) simul-
taneously with high catalase activity (366 pmol H,0,/mg protein) as compared to other
herbaceous plants. This fact possibly indicates the species is adapted to the environ-
ment. The high level of unsaturation of the lipid structure of the photosynthetic apparatus
membrane system contributes a lot to the maintenance of its high functional activity in
S. humifusa.

Keywords: Stellaria humifusa; Arctic plants; adaptations; lipids; fatty acid composi-

tion; temperature gradient.

BBepeHue

YcnoBust APKTUKU SIBASIKOTCA YHUKaNbHbIMU AN14
npouspacTtaHus pacteHuin. dnopa Lnnuybdepre-
Ha HacuuTbiBaeT 164 BMAA BbICLUMX COCYAUCTbIX
pacTeHUn, KOTOPblE NPOXOOAT MOJSIHOE OHTOreHe-
TNUYECKOe pasBuUTME B 9TUX YCNOBUSAX U aganTmpo-
BaHbl K HAM. PacnpocTpaHeHne pacTeHuin no rpa-
OMEHTY YCNOBUI B ADKTUYECKOM pernoHe 3aBuCnUT
OT G1oNornyeckrx ocobeHHOCTeN pacTeHui, reo-
rpacduyeckon Uctopuun, oCoOEHHOCTelr 3KoTorna
N komnnekca $akTopoB cpenpbl, K KOTOPbIM OHM
aganTupoBaHbl.  KnumaTtuyeckme o0cobeHHOCTU
9TOr0 pervoHa BKOYaKT [AJIMHHbLIA NOASPHbIN
[EHb, KOPOTKNI BEreTauMoHHbIV nepmog B coye-
TaHUW C CYTOYHOWM HecTabuNbHOCTbIO TeMneparty-
pbl. Temnepatypa MMMUTUPYET reorpadunyeckoe
pacnpoCTpaHeHne pacTeHuin, BKOYAET MHO-
>XXECTBEHHbIE CTpaTerm onas agantaumm K kamma-
TUYECKMM CTpeccaMm, B TOM 4YMC/ie Ha ypoBHE ¢de-
Honorum, mopdgonornu, Bbibopa MecToodbuTaHun
1 Gr310N0ro-6MOXMMMHECKOro cTaTtyca pacTeHms
[Levitt, 1980; Korner, 1999].

B ycnoBusax apkTnyeckoro kammata B nepuog,
BereTaumu Hapsgy Co CpegHMMM OCTaTOYHO HU3-
KMMW TemMnepaTtypamm CyTOUHbIE Nepenanbl MOryT
nocturaTb AECATKOB rpagycos. Vimewowmecs B nn-
Tepatype OaHHble CBUAETENbCTBYIOT O TOM, YTO
pacTeHus, aaanTUPOBaHHbIE K YCITOBUAM APKTUKN,
no GyHKUMOHAbHBLIM MoKasaTensiM He HaxoaaTcs
B COCTOSHUM cTpecca [Lutz et al., 2012]. Bcraer
BOMPOC, Kak yOaeTcs pacTeHUsM B 3TUX HecTa-
OWJIbHBIX YCNOBUSIX MOAAEPXMBATL MEMOPaHHYIO
cucTemy B pabo4yem COCTOSHUMN.

OOHMM 13 OCHOBHbIX MEexaHM3MOB apjanTta-
UMM pacTEHUIA K TeMNepaTypHbIM YCOBUAM SIB-
ngeTca WU3MEHEHME CTEeneHn HEHaCbIWEHHOCTU
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MeMOpaHHbIX MNNO0B: YBENIMYEHNE NPU HUSKNX
N CHUXEHME MpU BbICOKMX Temnepartypax. JT1a
CMOCOBHOCTb PAaCTUTENBHOIO OpraHn3ma noanep-
XunBatb OYHKUMOHANIbHYIO akTUBHOCTb MeMOpaH
npu mameHeHun Temnepartypbl [Sakai, Larcher,
1987; Wallis, Browse, 2002; Upchurch, 2008]
obecrneymBaeT ycrnewHoe npovspacTtaHnue BUOO0B
B 3KCTPEeMasibHbIX ycnoBuax. B ycnoBuax Apktn-
K1 nopgaepxaHne GYyHKUMOHANIbHON aKTUBHOCTU
MemOpaH BaxHO Kak Mpu agantauum pacTeHui
K OJINTESNIbHO OENCTBYIOLWMM HU3KMM Temnepary-
pam (Hegenu, Mecsilbl), Tak U K 60NbLUIMM CYTOY-
HbIM rpagmeHTam (4acbl, CYTKWM), KOTOpPble MOryT
BKJIOYATb KPOMe O0ObIYHbIX TemMnepaTtyp akcTpe-
MaJ1bHO BbICOKWE U HN3KNE 3HAYEHUS.

JIvnuppsl 9BASIOTCA BaXXHENLIUM CTPYKTYPHbIM,
3anacHbiM 1 @QYHKUVMOHAIbHBIM  KOMIMOHEHTOM
pacTUTENbHbLIX K/ETOK, KOTOpbIA obecneynBaeT
DYHKUMOHANbHYIO akTUBHOCTb MeMOpaH BCex op-
raHOMOoB U JaeT nHpopmMaumio 0 QYHKLMOHASb-
HOI aKTMBHOCTU Pa3HbIX KNETO4YHbIX CTPYKTYp. Co-
hepxaHue NUnuaoB U X XMPHOKNCIIOTHbLIA COCTaB
BapbMpyeT B 3aBUCUMOCTM OT BMAaA, BHYTPU BMaa
1 B OHTOreHese pacteHuin. CTeneHb 9TOro Bapbu-
poOBaHUA onpeaensaeTcs reHoTUNnoM 1 3aBUCUT OT
dakTopoB cpeapl [Jlock, 2001, 2014]. Boigenset-
CA TPW rpynnbl 3TUX COEOAUHEHWN: HeUTpasibHble
navnngsl (H1), dochonunuapl (PJ1) v rnkonunm-
abl ([MJ1), pasnuyarowmecs no OyHKLMOHANbHOW
akTnBHOCTU. HJT — 3TO adupbl ramuepuHa n Xxmp-
HbIX kncnot (XKK). B aTton ¢pakumm oTCyTCTBYIOT
npumMecn cBoboaHbIXx XK M HeomblnsieMbix Be-
wectB. OHM 9BASIIOTCA CTPYKTYPHBIMU KOMMOHEH-
Tamu KNneTku, ee 3anacHbiM poHgom. PJ1 Bkoya-
0T ranuepodochdonunmabl n chuHronnnmabl. OHn
COCTaBASAOT OCHOBY BCcex MeMbpaH knetku. M1 —
CJIOXHbIE NNuAabl, B COCTaBe KOTOPbIX UMEKTCH




MOJIEKYJTbl YT IEBOAHOM rpynnbl. 3TO N(UNnabl MEM-
OpaH XJ0ponaacToB, B KOTOPbIX UAET CUHTE3 NN-
NMOOB U KOTOPbIE BbIMOMHAOT OCHOBHYO OYHKLMNIO
3€e/1eHOro pacTeHns — NOraoLwWeHne 1 3anacaHme
9HEPrvmM COSIHEYHOro CBeTa. JTOT MPOLECC Nnpo-
MCXOOUT B MeMOpaHHbIX opraHM3aumsx apyx ¢o-
TOCUCTEM, DYHKLMOHANBHYIO aKTUBHOCTb KOTOPbIX
noaaepXuBaeT He TONbKO NMNUOHas COCTaBNaAo-
was, HO M uenas cucTtemMa aHTUOKCUOAHTHOW 3a-
wmtbl. OT MX COrNnacoBaHHOCTU U KOOPAUHALNM
3aBUCUT 3PDEKTUBHOCTb pOTOCUHTE3A. N3 nuTe-
paTypbl M3BECTHO, Y4TO €Cnu cam npouecc GoTo-
CMHTE3a — A0CTaTO4YHO yHMBepcCanbHas QyHKUMS,
TO ero MHOroypoBHeBas 3aluuTa oka3blBaeTCs 40-
CTaTO4YHO pasHooOpasHoOn M BUAOCHeUUPUIHON,
Kak 9To OblsI0 NMOKa3aHO Ha HEKOTOPbIX apKTuye-
CKuX pacTteHusx [Lutz et al., 2012].

B cBA3W C BbllLecKasaHHbIM LEesbio padoThl
CTasia OLueHKa HEKOTOPLIX MapamMeTpOB IMNUOHOIO
obmeHa 1 GepMEeHTHbIX CUCTEM aHTUOKCUOAHTHOM
3aWmTbl POTOCUHTETUHECKOIO annapara apkTmye-
ckoro Bupa Stellaria humifusa.

O0ObeKT U MeToAbl UccriefoBaHns

Stellaria humifusa Rottb., cem. Caryophylla-
ceae — [OJIMHHOKOPHEBULLHAA CTEPXHEKOPHEBas
nonvkapnuyeckas Tpasa, rurpoduT, NoyYTm apk-
TUYECKMA BUL C LMPKYMMONAPHbIM apeanom. Bug
LUMPOKO pacnpocTpaHeH no scemy LUnuubepreny
[Ronning, 1996]. PacTeT BOosb MOpckux nobepe-
XWiA, 3a4epHOBaHHbLIX OTMeNiel 6eperos Mopen,
no GeperaMm M noriMam HWUXHEro TEYEHUs pek,
NOABEPXEHHBIX BAVUSHUSIM MOPCKUX MPUIINBOB.
Stellaria humifusa BapbupyeT no GopmMe NUCTbEB
1 rabuTycy.

PaboTa BbINosiHEHA B 30HE apKTUYECKUX TYHOP
B OKpPecTHocTsx noc. bapeHubypr (78°04' c. w.,
14°12' B. .) B Te4eHMe BereTauMoOHHbIX CE30HOB
2013-2015 rr. OnbITHbIE pPaCcTEeHUs HaAXOAWINCH
B ¢daze UuBeTeHus, npou3pacTtanu Bbille MNpu-
OpEeXHOIN 30HbI HA CKaJlbHbIX 3KOTOMax, rae ocobu
Stellaria humifusa dopmMmnpoBanu matbl (pasme-
pom oo 10 M?) Ha pasHbIX GpparMeHTax cKasbHbIX
BbIXOJ0B.

OnpeneneHne cocTaBa INnNvaoB

Ona nccneposaHnsa GpakUUMOHHOIO M XUPHO-
KMCNOTHOr0 cocTaBa NUNuAao0B PacTUTESbHbIA Ma-
Tepunan oukcuposanu B TepMocTaTe npu Temne-
patype 110 °C B TeyeHne 30 MuHyT. CymMapHbie
nunuabl 3KCTparmposanu CMEChbio XJ1opodopma
M METaHona B COOTHOWweHuu 2:1 n dpakunoHu-
poBann MeTOOOM KOJIOHOYHOM Xpomartorpadpum
Ha HJ1, TJ1 u ®J1. OnpeneneHne XUPHOKMUCIIOTHO-
ro cocrasa (XKK) nunugHbix ¢ppakuuin NpoBOANIN

xpomaTtorpadpumyeckum MeTOAOM Ha ras3oxua-
KOCTHOM xpomartorpade «XpomaTak-Kpunc-
Tann-5000.1» (Poccus) npu cnepylowmx ycrno-
BuaAx: kanunnapHas konoHka HP INNOWAX (30 wm;
0,32 mm); TemnepaTypa KOJIOHKM, MCRApuUTens,
NJ1aMeHHO-NOHN3aUMOHHOro getektopa — 205,
240 n 260 °C cOOTBETCTBEHHO; ra3-HOCUTENb —
a30T; CKOPOCTb MPOMYCKaHWUS 4Yepe3d KONOHKY
asoTa, Bogopoaa, sosayxa — 50, 40, 400 ma/MuH
cooTBeTCcTBEHHO. WpeHTndpukauyo XK nposo-
OunM no crtaHgapTHeiM obpasuam (Supelko, 37
KOMMOHEHTOB). OnpegeneHne KOANYECTBEHHOIrO
conepxaHua XK npoBoannu MeToLoM BHYTPEH-
Hero ctaHgapTa (B Ka4ecTBe cTaHgapTa — mapra-
PUMHOBAas KNCNOTA) 1 Bblpaxasan B Mr/r Cyxo mac-
cbl [LWynakosckas n ap., 2014].

KoadppunumeHT HeHackiweHHocTn XK (K) pac-
cunTbIBaNU No popmyne:

K = Z HeHacblweHHbIX XK / Z HacbIweHHbIX XKK.

AKTUBHOCTb auun-nunuaHeix A9, A12 n »® pe-
caTypas, KkaTtanM3vpyloLlmMx BBELEHME [BONHbIX
CBSI3elN B yrnepogHble uenu onenHosom (C18:1),
nnHoneson (C18:2) wn nuHoneHoson (C18:3)
KMCNOT, onpegenann kak ctepoun- (SDR), one-
un- (ODR) n nuHoneun- (LDR) pecaTtypasHbie OT-
HOLLEHWS, pacCYUTaHHbIE HA OCHOBaHWUU copep-
XaHusa komrnoHeHToB C18, kak onncaHo B paboTe
[AnayanHoBa, MupoHos, 2009]:

SDR=(C18:1) /(C18:0 + C18:1)
ODR=(C18:2+C18:3) /(C18:1 +C18:2+ C18:3)

LDR = (C18:3) / (C18:3 + C18:2),

roe C18:0, C18:1, C18:2 n C18:3 — npoueHTHoe
OT CYMMbl KWCNOT COLEPXaHWEe CTeapuHOBOWN,
ONIENHOBON, JIMHONEBOM W JINHONEHOBOW KMUC-
JIOT COOTBETCTBEHHO.

OrnipeneneHve aHTUOKCUAAHTHOV akTUBHOCTU

PacTtutenbHbi MaTepuan pactupany C XNoKum
a30TOM 1 FOMOreHN3MPOBaNn B Cpeae cnenytoLle-
ro coctaea: 67 MM K, Na-dpocdaTtHbin 6ydep (pH
7,8), 0,5 mM B/TA; cooTHOLLEHME TKaHU 1 byde-
pa — 1:10. Nocne 20-MUHYTHONM SKCTPaKLMX Npu
4 °C romoreHaT gsaxnabl LeHTpudyrnposanm npu
10000 g B TeueHme 15 MuHyT (LeHTpudyra Sigma
2-16PK, 'epmaHus). AKTUBHOCTb kaTanasbl B Cy-
nepHaTtaHTe ONpenensnu Ha cnekTtpodoTomMmeTpe
(C®-2000, Poccus) no pepmeHTaTMBHOMY pas-
NOXEHMIo nepekncn Bogopoaa npu 240 HM [Huke-
poBa 1 ap., 2016]. NHkybaumoHHasa cpena coaep-
xana: 67 mM K, Na-dpocdatHbin 6ydep (pH 7,8)
n 14,7 MM nepeknce Bogopona. AKTMBHOCTb KaTa-
Nnasbl Bbipaxann B MKMOJIb MEPEKMCY BOAOPOAA Ha
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Mr 6esika, BOCCTAHOBJIEHHOM 32 1 MUHYTY (MKMOJb
H,O,/mMr Genka). Ona onpeneneHns akTUBHO-
CTV NepoKCMaasbl B INCTbAX B Ka4eCTBE AOHOPA
BOAOPOAA WCMNOSb30BaNV rBasikoi, B KavyeCcTBe
cybcTpata — nepekucb Bogopoaa. NHkybaumoH-
Has cpefa ons onpefeneHns akTMBHOCTU NepokK-
cupgasbl cogepxana: 50 MM K, Na-docdaTtHbir
oydep (pH 5; 7,8), 2,6 MM nepeknucb Bogopoaa
n 21,5 MM reasikon. AKTUBHOCTb depMeHTa onpe-
LEeNsnm crnekTpodoToMeTprUiYeckn (CNeKTPoPOoTO-
meTp CP-2000, Poccusa) no ckopocTu obpasosa-
HUS NPOAYKTa peakuum TeTpareaskona npu ajinHe
BOJIHbI 470 HM (C y4eTOM KO3 dULIMEHTA IKCTUHK-
umme,  =0,0266 MkM~' cM ™) 1 Bbipaxanu Kak:
o6pas3oBanocb MKMOJb TeTpareasikosia Ha Mr 6en-
ka 3a 1 MyHyTy (MKmonb TI/mr 6enka) [FannbuHa
n op., 2016]. CopepxaHne 6enka 6bI10 onpene-
neHo no metony bpendopaa.

Cratucrtunydeckunri aHaam3

Cratuctnyeckas obpaboTka AaHHbIX OCYLLECT-
Bnanace B cpene Microsoft Excel. Ha gnarpammax
NPUBEOEHbI CPefHME 3HA4YeHWUs U UX CTaHAapT-
Hble owmnbkn (n > 3). AN oueHKN JOCTOBEPHOCTH
pasnuymin ncnonb3osanu t-kputepuin CtologeHTa.
Cratnctnyeckn 3HAYUMbIMU CHUTANU PA3NNYMUS

npu p < 0,05.

JaHHble OblM  nosydeHbl Ha obopynosa-
Hum LKM «AHanutmnyeckas nabopatopusi» W
KapHL, PAH.

Pe3ynbTaTtbl

[MpoBeneHHbIE MCCNegoBaHUs Mokasann, 4To
pacteHus S. humifusa COCTaBASAIOT CMJIOLWHOE
pacTuTenbHoe coobLLecTBo (B ¢popme mara), Ko-
TOpoe He Bk/toYaeT apyrme Buabl. Cnon 3eneHbix

T 3 r A DpH-S
o}
= K
Z st pH-7.8
3 |
= Lt [Tl
8
Z 15
= s
s !y %
= 05 /
0 Z .

JIMCTBA

pacTeHnin MOKPbIBAET TakOW Xe CJION MNpPOLUSIO-
rOOHUX OTMEPLUUX JINCTbEB CBETI0-KOPUYHE-
BOW OKpPaCKW, KOTOPbIA 0OUIbLHO NMOKPbLIT 6esbiMK
LuBeTaMn C CUJIbHbIM apoOMaTOM. 3efieHbIe NINCTbS
CBepxy MoYTU He npocmaTpuBatoTcsa. PacteHue
MMEET MeKMe MHOIMOYMCEHHbIE NTNCTbS (B CPea-
HeM nnowaab nucta coctasnset 0,06 cm?), pac-
MOJIOXXEHHbIE MNIOTHO Ha nobere, N O4eHb TOHKUE
KOpHM. LiBeTbl noytn B 2 pasa KpyrnHee NUCTb-
eB. PaHee npoBefgeHHble nccnenoBaHWs Moka-
3anM, 4TO CyMMapHOe CcoAepXaHne MNUrMeHTOB
B nUCTbAX y Stellaria humifusa n3 pa3Hblx MECTO-
obuTaHuin (TyHOpa, CKaslbHble 3KOTOMbl, MPUINB-
HO-OT/NIMBHAA 30HA) U3MEHSETCH HE3HAYUTESNTbHO
1 BapbupyeT B AManasoHe: cymMmMa Xnopodunnos —
0,71-0,84 mMr/r cbipoii Maccbl, KapoOTUHOMOOB —
0,14-0,17 w™Mr/r cblpoi MacCbl, COOTHOLLUEHME
xna/xnb-2-29, xn/«kap-4,4-5,3, CCK-60-
76 % [MapkoBckasi, HeonybnMkoBaHHbIE AaHHbIE].

AKTUBHOCTb aHTUOKCUAAHTHbIX GepMEHTOB
B iMcTOBOM annapare S. humifusa

lMepokcupadHass  aKTMBHOCTb B JIUCTb-
ax S. humifusa Obina Hu3ka: npu pH 5 cocta-
Buna 2,2 mkmonb TI/mr 6enka, npu pH 7,8 —
1,04 mkmonb TI/mr 6enka (puc. 1, A). Pasnuuns
MEXY 3HAYEHUSIMU aKTUBHOCTU Pa3HbIX M30HOPM
(kmcnon n cnaboleno4yHo) He3HaunTeNbHbl. AK-
TMBHOCTb KaTanasbl Oblla 04eHb BbICOKOW W A0-
cturana 366 mkmonb H,0,/mMr 6enka (puc. 1, B).

2KVpHOKNCIOTHBINV COCTaB JINMULHBIX ppakuymi
y S. humifusa

XK, Bxogswme B COCTaB nMnmaooB y cTenna-
pun, cogepxat oT 10 oo 24 aTomoB yrnepoga.
Bo ¢dpakumm PJ1 cymmapHoe copgepxaHue XK

450 - B
400
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300 |
250 |
200 |
150 |
100 |
50 + |
0 SASKRAR .
JIUCThA

MEMOJIb H,Oo/Mr 6eiika 3a 1 MUH.

Puc. 1. AkTMBHOCTb nepokcuaassl npu pH 5 1 7,8 (A) n katanassl (B) B

nuctbax S. humifusa
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Copepxanune XK (Mr/r) Bo ppakumsax nunuaoBy S. humifusa

KK HN (o)) rn
ManbmuTMHOBas kncnota (16:0) 1,34 £ 0,04 1,91 £ 0,06 1,01 £0,03
JlnHonesas kmcnoTa (18:2A°12) 1,83+0,02 3,34 +0,03 1,38 £ 0,01

a-JlnHoneHoBas kncnota (18:3A%1215) 0,32+0,04 1,84 £0,09 2,79+0,14

(8,7 +0,5 mr/r) 610 BosblUe, YEM BO pakLmMsx
HN (7,1 +0,4 mr/r) n TN (7,5%0,6 mr/r). 3 Bcex
KK B HanbonbLLEM KOJIMYECTBE BO BCEX Dpakumsax
BCTpeYanucb nanbmutmHosas (16:0), nuHonesas
(18:2A%'2) n a-nuHoneHoBas (18:3A%'215) kucnoThbl
(Tabn. 1).

Viccneoyemble gpakuum nmnmaos coaepxanm
KK ¢ paznnyHbiM 41CNOM OBOMHbLIX CBA3El B yrie-
POOHOM Lenoyke — MOHOEHOBbIE, ANEHOBbLIE, TPU-
€HOBble, TETPAEHOBbIE, @ TaKXe HACbILEHHbIE
KK n pasnuyannucb rno coaepXXaHuio noJiInHeHa-
CbiILLEHHbIX N HacblweHHbIX XKK. Bo dpakunn HI
OTMEYanoChb AOBOJILHO BbICOKOE COAEPXAHME Ha-
cbiweHHbIX XK, konnyectso ux gocturano 30 %
oT obwer cymmbl XKK. Cpean HeHacblLEeHHbIX
npeobnaganu XK ¢ OBymMs OBOWHbIMU CBA3SMU
(2,6 mr/r). Bo dpakumm DJT KONM4ECTBO HacChI-
weHHbIx XK cocTtaBnano 25 %. Cpean HeHachbl-
LLEeHHbIX Npeobnaganu aneHossle (3,5 Mr/r) n Tpu-
eHoBble (2,4 mr/r) XK. CopepxaHue OUEHOBbIX
KK Bo ppakummn ®J1 6bino B 1,3 1 2,3 pasa Bbille,
yem BO ¢pakuusax HJT u I'J1 cooTBeTCcTBEHHO. BO
odpakuun 'J1 Ha ponio HackbiweHHbIX KK npuxo-
amnocb Bcero 20 %. B aTton dpakumm oTmeua-
JI0Cb CaMOe BbICOKOE cogepxxaHue TprueHoBbIx KK
(3,4 mr/r),uto B 1,4 1 4,3 pa3a 6onblue, 4em B PJ1
1 HJ1 cooTBETCTBEHHO (pUC. 2). BbICOKNI NPOLUEHT
HeHachblLweHHbIX XK BO Bcex dpakumax nmnmoos
N MPaKTU4ECKN OTCYTCTBUE KUCNOT C AJIMHHON
Lenbio CBUAETENbCTBYET O HU3KOW TOYKE MaB-
JNIeHVs 1 nognepXXaHnv NUnuaHsIX Gpaxkunin Bcex

(§]
W

o

MI/T CYXOH Macchbl

HJI

@JI

opraHoB B nepuopg Beretaumn y Stellaria humifusa
B YCNIOBUSIX BbICOKMX LLUMPOT B XUOKOM COCTOSTHUN.

KoadpdpuumeHT HeHacbiweHHocTn XK (K) umc-
NnoJsib3yeTCs B KayecTBe NnapameTpa, xapakrepu-
3YIOLWEro COCTOsHUA MeMBpPaHHbIX KOMMOHEHTOB.
Hawnbonee Bbicokne 3HavyeHust K Oblin NosyyeHsi
ang rpynnel [J1 (3,98), yto B 1,4 1 1,6 pasa npe-
BbllLAeT TakoBoW nokasatenb B PJ1 (2,87) u HI
(2,44) cOOTBETCTBEHHO.

CteneHb HeHacblweHHoCcTH XK onpegenseTcs
dYHKUMOHNPOBaAHUEM decaTypad. PacyeT aktms-
HOCTW auun-nunuaHeix A9, A12, wi-gecatypas no-
Kasdas, 4TO OHM PasnNn4alTCcs BO Gppakumsax nunm-
noB. AkTnBHOCTb A9-paecartypasbl BO dpakuum HJ1
v N1 Ha 14 % Bblwe, yem B DJ1. Ana A12-pecarty-
pas pas3nuunsa cocTtaBnaoT 24 % ¢ HaMOObLUNMMU
3HayeHunsmu (0,93) gna dJ1. Ons wi-gecatypasbl
pasnuuns OOCTUralT HaMbONbLUMX 3HAYEHUN —
76 % ¢ makcumanbHbiMK 3HadeHusmu (0,67) ona
dpakumm I'J1. Cnegyet oTMETUTb, 4TO HAaNMbOosbLIASA
aKTUBHOCTb OTMevaeTca gna A12-gecarypas, Ko-
TOpble MPOSBASIOT BbICOKYIO aKTUBHOCTb BO BCEX
nccnepyembix dpakumsix. Hanbonee KOHTPacTHbIE
JaHHble nosnyyeHbl ans w3-gecatypasbl C Makcu-
MasibHbIMW 3Ha4YeHusaMun B rpynne 1 n noytn Ha
50 % Huxe B rpynne ®J1 un Ha 76 % — B rpynne HI
(puc. 3).

OpoHMM 13 nokasartenen naMnugHoro obmeHa
ABNSAETCHA COOTHOLUEHMEe MexAay O-JIMHOJIEHOBOM
W JIMHONEBOI KkucnoTamu, KoTopbiMu  Gora-
Tol pactenusa [Jlocb, 2014]. COOTHOLWIEHME UX

O HAaCHIIICHHBIE
B MOHOEHOBEIE
JHUEHOBEIE
CJTPHEHOBBIE

M TeTPacHOBEIE

|

II

Puc. 2. CymmapHoe coaepaHune rpynmn XXMpHbIX KNCNOT B HelTpanbHbIx (HJ1), doc-
do- (PN) n rankonunupax (M) B nuctesax S. humifusa

103




1
=
= 0.8
- ]
=~
> 06 -
S
> 0.4
0.2
0

HJI

DJI III

Puc. 3. AKTMBHOCTb aumn-nunuaHeix A9, A12, wi-gecatypa3 BO
dpakumax HenTpanbHbix (HJ1), docdo- (DJ1) v rnvkonunuaos (M) B

nuctbax S. humifusa

coAepxaHusi paccMaTtpmBaloT B Ka4yecTBE Mnoka-
3aTens Xun3HeaesdATenbHOCTM pacTeHus. Ha pac-
TEHUSIX S4YMeEHs1 OblJI0 Moka3aHo, YTO COOTHOLLe-
HVE a-NMHOJIEHOBAsA/NMMHONEBAS KMCNOTa OOMKHO
ObITb He MeHee 2 [Laskay, Lehoczki, 1986]. dakT
0Oonee BbLICOKOrO COAEPXaHWUsi B pacTeHUsIX Jn-
HONEHOBOW KUCNOTbl OTMEYaeTCcs B nuTepartype
Ha pasHbix pacTteHusx [PoamnoHos, 1978; XXupos,
Mepansak, 1983]. No Hawvm gaHHbIM, BO dpakLm-
ax nMnNnaoB y S. humifusa aTa TeHAeHUUa Heoa-
Ho3HayHas. Bo dpakumsax HJT n dJ1 6onbwe nn-
HONEeBOW KNCNOThLI, a B I'J1 — nnHoneHoBom (Tabn.).
CooTHOLWEHNE Q-NMHONEHOBAS/INHONEBAs KUC-
nota gocrturaet 3HadeHun 2,02 Tonbko BO dpak-
umm ', a Bo dpakumax HIT v dJ1 coctasnseT Bce-
ro 0,18 n 0,58 cooTBeTCTBEHHO (pUC. 4).

OOGcyxaeHune

BnepBble y pacteHuin S. humifusa, npounspac-
TaloLWmMX B YCNOBUAX APKTUKU, B IUCTbAX B Nepu-
Of, aKTUBHOW Beretauum Obll MCCNefoBaH Xup-
HOKWCJIOTHbIN COCTaB JNUNUAHbIX Gpakumin. Bo
dpakumio HI1 BkoYeHbl adpupbl rvudepnHa n XK,
KOTOpble SABNAIOTCA CTPYKTYPHLIM KOMIMOHEHTOM
KNeTKM M ee 3anacHbiM GOHOOM M COCTaBNSAIOT
TPeTblo 4acTb OT 0buero konndectsa XK. B aton
dpakumn BbICOKUIA MPOLEHT COAEepPXKaHUA HacChl-
weHHbIx XK. CpaBHUTENBHO BbICOKast akTUBHOCTb
nccnenoBaHHOro GepMeHTHOro cocrtasa (Kpome
w3-pecartypasbl) CBMOETENbCTBYET O HanpsiXeH-
HOCTM B 3TOW dpakumy NpoLEecCOoB, CBS3aHHbIX
C NMUNUAHbIM OOMEHOM, @ HU3KME 3HAYEeHUs KO-
3OOUUMEHTOB HEHACLILWEHHOCTU M aKTUBHOCTU
w3-pecartypasbl CBUAETENLCTBYIOT O APYron GyHK-
LLMOHAJIbHOW HanpaB/IEHHOCTH.
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Ppakumsa DJ1, kak OCHOBHOM KOMIMOHEHT MeM0b-
PaHHOW CUCTEMBbI KNTIETOK, UMEeT HanbornbLuee co-
nepxaHue XK, BbICOKMe YPOBHU OMEHOBbLIX, TpUE-
HOBbIX U HacblWweHHbIX XK. ViIMeHHO aTa dpakumg
COOEPXNUT MakCUMasIbHOE KOJIMYECTBO JIMHONEBOM
KUCNOThl. [na nunnaHoro obmMeHa aTon ppakumm
XapakTepHbl CpefHne N BbICOKUE 3HA4YEHUS aKTUB-
HOCTU EepPMEHTOB (MCktoveHre wi-aecaTypasa)
N Heckosibko 6onee BbICOKME, MO CpPaBHEHUIO
Cc ¢pakuyyen HJ1, nokasartenu KoapduumeHTa He-
HACbILLEHHOCTN. JTO OOCTATOYHO reTeporeHHas
dpakuus, B KOTOPYIO BKJIOYEHbI MeMOpaHHble
CUCTEMBbI OpraHesyl PasHoOro ypoBHA N OYHKLMO-
HaJIbHOro HasHayeHus. OgHako dpakuma DI, kak
OENOHMPYIOLLNA OpraH JINHOJIEBOW KUC/OThI, 3a-
CJTy>XXMBaEeT BHUMAHUS.
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Puc. 4. OTHOLIEHMEe a-NMHONEHOBAas KNUCNoTa / NMHone-
Bas KMCAOTa BO ppakuusax HerTpanbHbix (HJ1), docdo-
(DJ1) v rnnkonunnpos (1) B nucTtbax S. humifusa




Tpetbsa rpynna — I'J1, kyoa BXoOAaT CNOXHbIE NN-
Nuapl, B COCTaBe KOTOPbIX UMEKOTCS MONEKYbl yr-
JNIEBOLHOW Ipynrbl, ABASIOTCA MMNuaaMmm memopaH
xnoponnaacTtos. [pexae Bcero cnenyer OTMETUTD,
4YTO TONILKO B 3Ty dpakumio BXoaaT okono 32 %
Bcex XK wuccnegyemoro Bupa. M3BecTHO, 4TO
VIMEHHO XJIOPOM/acTbl ABNAIOTCA MECTOM CUHTE3a
NUNUOHOM Gpakuum, 1 3TO XOPOLIO corfacyeTcs
¢ 6onbwmm nx cogepxaHmem [Schmid, Ohlrogge,
2002]. B asTton ¢dpakumm MeHblle coaepxkaHue
OMEHOBbIX U HacblweHHbIX XK, HO 3Ha4nTesbHO
OonblUe, MO CPaBHEHUIO C APYrMMU rpynnamu,
TpreHoBbIX XK, B TOM YMCe 1 JIMHOJIEHOBOW KUC-
noTbl. MMEHHO C 3TUMU 3HAYEHUSMW U CBA3aHa
BblCOKasi akTMBHOCTb wW°-aecaTypasbl 1 60nee Bbl-
COKMe 3Ha4YeHUs KoadduLmeHTa HeHacblLLLEHHOC-
Tn. NokasaHo, YTO yBEeNMYEHNE KONNYECTBA JINHO-
JIEHOBO KMCNOTLI 06ecneyvmBaeT He TobKo 6onee
BbICOKMA YPOBEHb (HOTOCUHTETUYECKMX MPOLEec-
COB, HO W TOBbILEHNE XO0JIOAOYCTONYMBOCTU
[Hugly, Somerville, 1992; Routaboul et al., 2000;
Li et al., 2008], a Takke 06Lell PE3NCTEHTHOCTU
pacteHun [Matsuda, Iba, 2005].

doTocuHTeTUMYecKkM annapat (PA) pacTeHui
B YCNOBUAX APKTUKM UMEET BbICOKNE YHKLMO-
HaNbHble MokKasaTenu, 4YTo ObIIo MoKasaHo npwu
OLleHKe MoTeHuManbHOW 1 peanbHo DA apkTu-
yeckux BuaoB 0. BpaHrens u o. LLUnuubepreH [e-
pacumeHko n gp., 1989; Llimakosa u ap., 2010].
OTO NOATBEPXAAETCS N B HALLEM UCCNEeO0BaHUN.
BbisiBneHHas BbiCOKasi YHKUMOHANbHASA aKTUB-
HOCTb BCEX CTPYKTYp Y S. humifusa, oueHeHHas no
NMNUOHONM COCTaBNSIOLLEN, CBA3aHa C OCOBEHHO-
CTAMM ee ajanTtauumn B YCI0BUSAX CKaJIbHOTO 3KO-
Tona. TemHas NOBEPXHOCTb MaTta, obpasyroLiascs
3a cyeT OTMepLUMX NUCTbeB, obecneymBaeT No-
KanbHOE MOBbILIEHME TemnepaTtypbl M OAHOBpPE-
MEHHO 3alUNTy 3eNIeHbIX JIMCTbEB OT M3BbITOYHO-
ro noroweHNs CBETOBOIM 3Heprun. lMopobHoe
coyeTaHne NpuBENO K TOMy, Y4TO Bedylmm dak-
TOPOM B XU3HEOEATEsSIbHOCTU pacTeHUl okasar-
Ccs TemMrnepartypHbii. IMEHHO CKallbHble 3KOTOMbI
XapakTepmnaylTca MakCUMasbHbIM TemnepaTyp-
HbIM rPaAMEHTOM, K KOTOPOMY A0JIKHbI a4anTupo-
BaTbCA obuTatlolme B 3TUX yCrnoBusax Buabl. Moa-
JepXaHue BbICOKOrO YPOBHHA HEHACbIWEHHOCTU
VMEHHO JUMNUAHBIX CTPYKTYP (GOTOCUHTETMYEC-
KOro annapara gaeT BO3MOXHOCTb apKTUYeCKUM
BMAAM, MnpomapacTalolmmMm Mnpu KpyriocyTOHHOM
NONMSPHOM [He, OaXe B Pa3HbIX 3KOTOMUYECKUX
YCNOBUSX 32 YHUKANTbHO KOPOTKNIA BEreTaLOHHbIN
nepuoa ycrewHo npoxoanTb OHTOreHe3 1 gasatb
CEMEHHOE MNOTOMCTBO.

B pabote [Zheng et al., 2011] 6bina BbickazaHa
rmrnoTesa, COrflaCHO KOTOPOW pacTeHUs, Npous-
pacTalole B YCNOBUSAX HEcTabuIbHOro CyTOu-
HOro KIMMaTa, MMEIOT CneumasnbHbIi MEXaH3M,

obecneymBalowmii  NoAOEPXKAHNE HEHACbILLEH-
HOCTM MeMbpaH Ha NOCTOSIHHOM YPOBHe Npu pes-
KMX CYyTOYHbIX MepeEMEHax TeMNepaTypbl OT HU3KOW
K BbICOKOI M HaobopoT. Okazanocb, 4TO y anb-
NUACKNX pacTeHun (Saussurea medusa, Solms-
Laubachia linearifolia, Crucihimalaya himalaica)
B OTBET Ha TemmnepatypHbIi FPagueHT CUHTE3U-
poBasiocb 6 knacco PJ1 1 gBa knacca ranakTo-
JMNNOOB, HO CTEneHb HEHAaCbIWEHHOCTU OOLLMX
mnnaoos 1 nn3ogochonunuaos octasanachb He-
M3MEeHHOW. ABTOPbI BbICKa3anu runotedy, 4To asib-
nuinckne pacteHus (Saussurea medusa, Solms-
Laubachia linearifolia) BxooAT B rpynny pacTeHun,
KOTOpblE OUTENbHOE BpeMs afanTUpoBaIUCh
K YCNOBUSIM Cpefbl, 1 3T aganTtaumm NnpoOnCXoam-
1IN HE TOJIbKO Ha YPOBHE XXM3HEHHOIO LMKa, Mop-
donorum n GU3nNonorum, Ho N Ha BUOXNMNYECKOM
ypoBHe. [109TOMy n3MeHeHMs B knaccax MMnmaos
M OTCYTCTBME N3MEHEHUI B HEHACbIWLEHHOCTM XK
B MeMOpaHHbIX NMnuaax nNpu nocTOSHHbLIX KpaT-
KOBPEMEHHbIX TEMMEPATYPHbIX Nepenagax Mornm
ObITb aganTaumeit, a He peakuuein Ha CTpecc.

B nonb3y aganTtmBHLIX USBMEHEHWN CBULETE b-
CTBYIOT U HEBbICOKME 3HAYE€HUS NMEPOKCUAA3HOM
akTmBHocTn (2,2 n 1 mkmonb TIF/Mr 6enka npu
pH 5 n 7,8 cOOTBETCTBEHHO) B NUCTbSX Y S. hu-
mifusa NO CpaBHEHWIO C OPYrMMU TPaBAHUCTbI-
MU pacTeHusMun. Y pacTeHmin Tomata akTUBHOCTb
rBasikOs-NepoKcnaasbl NpU pPasHbIX Temnepary-
pax BapbupyeT B ananasoHe 7-16 mkmonb TI/mMr
Oenka, y apbysa nokasartesib uameHsetcs ot 10
no 19 mkmonb TI/mr 6enka [Rivero et al., 2001],
Yy KPaCHOW CBEKJbl HA Pa3HbIX CTaAUSAX Pas3BUTUS
aKTMBHOCTb Haxogunach B npegenax 5—15 MkMosb
Tr/mr 6enka [Nimaeva et al., 2014], y wadpaHa —
Ha ypoBHe 10 mkmonb TI/mMr 6enka [Namdjoyan
etal., 2011], y kapTodens B KOHTpoONe v npu ganb-
HerLWeM OXNaxaeHn U3MEHsnacb B Auanaso-
He 15-30 mkmonb TI/r ceipon TkaHu [C1HBbKEBUY
n op., 2009], a y otoenbHbIX COPTOB KanycTbl A0-
cturana 72 mkmonbs TI/mr 6enka [El-Beltagi et al.,
2011]. Hn3kne 3Ha4eHVs akTMBHOCTM Nepokcmaa-
3bl Y S. humifusa cBMOETENLCTBYIOT O TOM, YTO He
NPONCXOANT YPESMEPHOIO HAKOMIEHNS NEPEKNCU
BOJOPOAA, KOTOpoe HabnoaaeTcs B CTPECCOBbIX
YCOBUSIX.

Kpome TOro, mMbl He 0OOGHapyXxun 6G0MbLIOMN
PasHULLbI B aKTUBHOCTU UCCAEOyeMbIX N30DOPM
nepokcuaasbl, XOTs ANAs PaCTEHUN KUCHbIE N30-
dopMbl rBasikoN-rnepokcmaasbl 06bIYHO HAMHOIO
Oonee akTMBHbI, 4eM cnabdoulenoyHblie [[Mpaoeno-
Ba u ap., 2011; Hukeposa, MNannbuna, 2017]. Vc-
NOSIb30BaHMNE PACTEHUMEM pPa3NYHbIX M30DOPM
depmMeHTa MOXET CBMAETENbCTBOBATb O BbICOKOM
NPUCNoOCco6aeHHOCTM BUAA K YCIIOBUSIM CPefbl.

BeposaTHo, ydacTme nepokcuaasdbl B HeUTpa-
mM3aumn Nepekncn CTaHOBUTCS HE3HAUYUTENbHbBIM
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B CBSI3M C O4YeHb BbICOKOW KaTasa3HOM aKTUBHOC-
Tbio (366 mMkmonb H,O,/Mr Genka), koTopas 3Ha-
YNTENbHO MPEBOCXOAUT TAKOBYIO Y TPABAHUCTbIX
pacTeHuin. Y pacTeHnn HyTa akTUBHOCTb KaTana-
3bl cocTasuna 2 mkmonb H,0,/mr 6enka, y pacTe-
HWI apabugoncuca npu rmunotTepMnn 2,5 MKMosb
H,O,/mr Genka [Nazari et al., 2012], y wadpa-
Ha Obina B npegenax 15 mkmonb H,0O,/Mr Genka
[Namdjoyan et al., 2011], y kanycTbl — 18 MKMOnb
H,0,/mr 6enka [El-Beltagi et al., 2011]. Jaxe npu
BO34OENCTBUN CTpPecC-(akTOpOB (BbICOKON OCBE-
LLEHHOCTM N OXNTXAEHWS) KaTanasHast akTUBHOCTb
y pacTteHuin Tabaka He npesbicuna 200 MKMOJb
H,O,/mr Genka [Gechev et al., 2003]. Beicokne
nokasatenu katanasHom akTMBHOCTU MOFYT CTaTb
CNeACTBMEM BbICOKOW WMHTEHCUBHOCTU [AbIXaHuWs
1 06MeEHHbIX MPOLLECCOB B CBA3M C y4acTneM dep-
MeHTa B KMCNnopoaHoM MeTabonmame. MNokasaHo,
4TO KaTasiaza OTCYTCTBYET B aHAa3POOHbIX YCIOBU-
X U MHAYLMPYETCHA KNCNOPOAOM MPY MOBbILLEHUN
MHTEHCUBHOCTU AbixaHus [MupoliHnyeHko, 1992;
MaenoBa u ap., 2014]. Taknum o6pa3om, No BbICO-
KMM 3HA4Y€HUSM KaTasla3HOW aKTUBHOCTU MOXHO
KOCBEHHO CyauTb 00 MHTEHCUBHOW XM3Hepes-
TenbHocTn S. humifusa.

BbIn0 nokasaHo, 4TO MMEIKDTCHA CYLLLECTBEHHbIE
pasnuumMsa B peakumn pacTeHui orypua Ha noc-
TOSIHHOE N KPATKOBPEMEHHOE €XECYTOYHOEe HU3-
KOTemMnepaTtypHoe BO3OENCTBME HA YPOBHE Nun-
NUOHOM cocTaBnsiowen membpaH [MapkoBckas
n op., 2013]. B npupoae peakuus meMOpaHHbIX
CUCTEM PaCTeHun, KOTOpble NOAAEPXMBAIOT CTe-
NeHb HeHaChILWEHHOCTN MeMBpaH Ha NOCTOSHHOM
YPOBHE B LUMPOKOM Auana3oHe Temnepartyp npu
YCNOBUN KX BapbMUPOBAHUS, pacCMaTpuBaeTcs
kak ctabunbHas agantauus K YCNOBUSIM Cpefbl.
B nutepatype ob6cyxaaeTcs BOMPOC O pasnvy-
HOM peakuun pacTeHMn Ha KpaTKOBPEMEHHOe
N OAVUTENbHOE HU3KOTeMNepaTypHOE BO3LENCT-
Bne. N ecnu B OTBET Ha NEPUOANYECKOE KPATKO-
BPEMEHHOE BO3[EeNCTBME HU3KOW TemnepaTypsbl
pacTteHve CrnocobHO YBENNYUTb YCTOMYMBOCTb,
GYHKLUMOHANBHYIO aKTUBHOCTb Y MPOAYKTUBHOCTb,
TO NpU OJUTENBHOM MHOFOCYTO4YHOM AENCTBUU
9TON Xe TemMnepaTypbl PacTEHME MOXET 3amMep-
NnNTb pPas3BUTME, NMOBLICUTb YCTOMYMBOCTb U CHU-
3UTb XU3HededATenbHoCTb [MapkoBckas v ap.,
2013]. MexaHn3Mbl MOBbLILWEHNST YCTOMYMBOCTU
pasHbie. Tak, Ha MNOCTOSIHHOE HU3KOTeMMepaTyp-
HO€ BO3OENCTBME B CUCTEMHYIO peakumnio pactu-
TENbHOro OpraHnu3Ma BKJIIO4EHA B OCHOBHOM BCS
nmnugHasa opakums, a Ha KpaTKOBPEMEHHOE ne-
puoamnyeckoe — riaBHbIM 06pa3oM TOJIbKO OfHAa
N3 ee COCTaBNfAWMX — JIMHONEHOBAs KUCoTa.
[MonyyeHHble paHHble Ha S. humifusa KOCBEH-
HO NOATBEPXAAIOT MAEK CYyLEeCTBOBaHUA che-
uMdUYECKOro MexaHm3ma peakuum pacTeHust
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Ha rpaguveHT Temnepatyp B CyTKax, KOTOPbI
BKJIlOHAET B Ka4eCTBE COCTaBAsOLWEN 1 noaaep-
XaHWEe HEeHaCbIWEHHOCTU JIUNUAOOB KIIETOUHbIX

CTPYKTYP.
3aknioyeHue

lMpoBeneHHOE unccnemoBaHMe MNoKasano, 4To
dYHKUMOHANbHAS akTUBHOCTb apKTUYECKOro pac-
TeHua Stellaria humifusa cBa3aHa C BbICOKUM
YPOBHEM HEHACBILEHHOCTU NUMUAHBIX CTPYKTYP
MeMOpaHHOM cucTemMbl GOTOCMHTETUYECKOrO an-
naparta. 970 OaeT BO3MOXHOCTb apKTUYECKUM
BMOAM, MPOmU3pacTalolmMM MPu KPYrIOCYyTOYHOM
NOASPHOM [OHE B YC/IOBUSIX CYTOYHOMN Temnepa-
TYPHO HeCTabunbHOCTU, AaXe B 3KCTPEMasbHbIX
3KOTOMMYECKMX YCNOBUSAX 3a YHUKaNbHO KOPOT-
KN BeretauMoHHbIM Nepuod, YCNEeLHO MpPOoXo-
ONTb OHTOreHe3 1 gaBaTb CEMEHHOE MOTOMCTBO.
MogTBEepXOEeHMEM BbICKa3aHHOM rMnoTe3bl Tak-
Xe CTann OaHHble O HEeCTaHOAPTHOM akKTUBHOCTMU
depmenToB AOC (KkaTtanasbl 1 BoO3pacTaHme onm
aKTUBHOCTW nepokcunaassl npu pH 7,8 no oTHowwe-
HUIO K nepokcuaase npu pH 5), pabota KOTOPbIX
HampaefeHa Ha nogaepXaHue BbICOKMX CKOPO-
cTein meTabonnmyeckmx NpPoLeccoB, HEODXOANMbIX
Ons NprUcrnocobneHns K N3MEHSIIOLLIMMCS YCIT0BU-
M cpenpl.
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BJINMAHUE KPYTJTIOCYTO4YHOIo OCBELLUEHUA
HA MUITMEHTHbIA KOMMJIEKC PACTEHUN
CEMENCTBA SOLANACEA

T.T. lWUuGaesa, A. ®. Tutos

UHcTuTyT 6mnonorum Kapesibckoro Hay4Horo ueHTpa PAH, lNetpo3aBoack

MccnenoBaHo BRMSIHME KPYHIOCYTOYHOMO OCBELLEHMS B Mepuo nNpepenpoaykTUBHO-
ro pas3BUTUSA PacTEHUI Ha MUIMEHTHbIM KOMMAEKC N POTOCMHTETUYECKYID aKTUBHOCTb
NINCTLEB Y TPex BUAOB ceM. Solanacea — Solanum lycopersicum L., Solanum melonge-
na L. u Capsicum annuum L. Toka3aHo, 4TO B YCNOBUSX KPYr/IOCYTOYHOMO OCBELLEHMS
y pacTeHuii Tomata 1 6aknaxaHa npoucxoasaT onpeaesieHHble UBMEHEHNS B MUIMEHT-
HOM KOMMeKkce (YMeHblLUeHne copepXaHus xnopodwunna, yBennyeHme COOTHOLLEHUS
xnopodunnos a/b, pepykums CCK), HanpaBneHHble Ha CHUXEHME MOroLeHns cBeTa
dOTOCMHTETMHYECKMM annapaTtom. MNpouncxogsiime npu 3Tom GoToNoOBPEXAEHUS MPOSIB-
NS0TCA B GOpMeE MENOKMIIKOBOIO XJ10p03a Y IMCTLEB TOMATa M HEKPOTUHECKUX NSATEH Ha
NNCTbsX BaknaxaHa. ¥ nepua CHUXeHne coaepXaHus xaopoduiioB He NPOUCXOONIO,
HaNpoOTVB, OTMEYEHO JaXe HEKOTOPOE ero yBennyeHne, 0gHako NMCTbs menn aedop-
Maumn B BUAE MOPLUMHUCTOCTU. [No-BuanmMomy, 6onee BbiICOKOE Coaep>XKaHne B JINCTb-
X Nepua kapoTMHOMOoB, 0b6nagaloLLmMx GOTONPOTEKTOPHBLIMM CBOCTBAMM, 3aLumLiaeT
ero GoTOCUHTETUYECKUI annapaT OT HEraTUBHOIO BMSIHUS N3ObITOYHOIO NOCTYMEHNS
CBETOBOM 3Heprun. O6CyXaaTcst BO3MOXHbIE NMPUYNHBLI GOTOMOBPEXAEHUS NINCTLEB,
00yCnOBNEHHbIE KPYrIOCYTOYHbIM OCBELLEHMEM pacTeHuii. Cpean HUX paccMaTtpuBa-
I0TCS Takme, Kak runepakkymynsumsa Kpaxmana, noctosHHoe GOTOOKUCUTENbHOE BO3-
nercTBme, curHanbHoe Bo3aercTeme Ha GoTopeLLenTopbl, HECOOTBETCTBME MEXAY Yac-
TOTOW BHYTPEHHUX (LMpPKaOHbIX) OBMOPUTMOB M BHELUHUM LIMKIIOM CBET/TeMHOTa (Lmp-
KagHas aCMHXPOHKSA). NMoMMMO 3TOro npeanonaraeTcs ewe oaHa BO3MOXHas NpuymHa
JenurMeHTaumMm pacTeHuii B yCrnoBusaX HeGNaronpusTHOro CBETOBOrO pexuma, Mme-
loLas reHeTUYecKyo NpUpoay, — Hannyme y HEKOTOPbIX BUAOB (3KOTMMOB, FEHOTUMOB)
CBETOYYBCTBUTENILHOrO MYTaHTHOIO reHa(oB), KOTOPbI B 0ObIYHBLIX YCIOBUSIX HE MPOSIB-
nseT cebs, Tak kak HaXoAUTCS B CYNPecCUpOBaHHOM COCTOSIHMM, @ MyTaHTHbIE pacTEHUS
npu aToM GEHOTUMUYECKN HE OTNINYAIOTCHA OT OObIYHbLIX M BCIEACTBUE 3TOr0 CKPbITbI OT
[elncTBNS eCTECTBEHHOro oTbopa. N36biToYHOE (B HACTHOCTU, KPYrIOCYyTOYHOE) OCBe-
LLeHNe BbI3bIBAET Yy TakMX pacTeHUA MHAKTUBaLMO Gefka-cynpeccopa, KOHTPOIMpy-
€MOro reHomM-cynpeccopomM, a COOTBETCTBEHHO, AEPENpPeccuto MyTaHTHOrO reHa(oB)
1, Kak cneacTeuve, AenurMeHTaunio IMCTbeB PacTeHnid. B aToM cnyyae xnopo3 NMNCTLEB
1, BO3MOXHO, HEKPO3, HabJlogaemMble B YCIOBUSX KPYT/TOCYTOYHORO OCBELLEHNS Y YYBCT-
BUTENbHbBIX K M3ObITOYHOMY CBETY BUOOB PACTEHWUI (9KOTUMOB, FEHOTUMOB), MOIYT SIB-
NSATbCSA NPOSBNEHNEM CYNPECCUPOBAHHOM CBETO3aBNUCUMOWN XT0PODUNNAEDEKTHOCTH.
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KniouyesBble cnoBa:Solanum lycopersicum L., Solanum melongena L., Capsicum an-
nuum L., KpyrnocyTo4Hoe ocBelleHne, GOTOCUHTETUYECKME MUTMEHThI, XJI0P03, HEKPO3.

T. G. Shibaeva, A. F. Titov. EFFECT OF CONTINUOUS LIGHT ON
PHOTOSYNTHETIC PIGMENTS IN SOLANACEAE SPECIES

Photosynthetic pigments and photosynthetic activity of three Solanacea species —
Solanum lycopersicum L., Solanum melongena L. and Capsicum annuum L. in response
to continuous lighting (CL) during pre-reproductive period were studied. It is shown that
CL resulted in decreased chlorophyll content, increased chlorophyll a/b ratios, reduced
light-harvesting complex Il in tomato and eggplant. These changes were aimed to re-
duce light absorption efficiency per unit leaf area. CL-induced leaf injuries were seen as
interveinal chlorosis in tomato and necrotic spots in eggplant. Sweet pepper plants did
not show a reduction in chlorophyll content. On the contrary, some increase in chloro-
phyll content was observed, although pepper leaves had some deformations (wrinkles).
A higher concentration of carotenoids possessing photoprotective properties in pepper
leaves probably protects the photosynthetic apparatus of this species from adverse ex-
cessive lighting. Possible reasons of CL-induced leaf injuries are discussed, among them
are the continuous energy supply for photosynthesis, continuous photooxidative stress,
continuous signalling to the photoreceptors and a mismatch between the internal circa-
dian clock frequency and the external light/dark cycle known as circadian asynchrony.
We suppose that another possible cause of leaf depigmentation under unfavorable light
conditions may be of genetic nature. Some species (ecotypes, genotypes) may have
a photosensitive mutant gene, which is normally suppressed and does not manifest it-
self, wherefore mutant plants phenotypically do not differ from normal (wild type) plants.
In such plants, excessive lighting may cause inactivation of the suppressor protein con-
trolled by suppressor gene and, consequently, de-repression of the mutant gene, result-
ing in leaf depigmentation. In this case, CL-induced chlorosis and possibly necrosis in
CL-sensitive plant species (ecotypes, genotypes) can be considered as a manifestation
of suppressed light-dependent chlorophyll deficiency.

Keywords: Solanum lycopersicum L.; Solanum melongena L.; Capsicum annuum L.;
continuous lighting; photosynthetic pigments; chlorosis; necrosis.

BBepeHune

Hanunune cBeTta aBnsaeTcs 06s3aTebHbIM YCI0-
BMEM AJ19 HOPMAJIbHOM XN3HEOEATEeNbHOCTU BCEX
GOTOCUHTE3UPYIOLLNX OPraHn3mMoB, TpaHcdop-
MUPYIOLLMX U 3anacaloLlmx 3HEPrui COJIHEYHOM
paguaumm B XUMUYECKMX CBA3SX OPraHn4eckumx
coeanHeHnn. Bmecte ¢ TeM CBET 4BNSeTCs ar-
peccuBHbIM (akTopoM, CrnocobHbIM B onpene-
JIEHHbIX Cly4asix Bbi3biBaTb (POTOUHIMOMpPOBaHME,
doToamHammyeckoe paspylueHne GOTOCUHTETU-
yeckoro annapata (PCA) n gaxe rmbenb KIeToK
[Demmig-Adams, Adams, 1992; Long et al., 1994].
MopobHaa cuTyaums MOXeT, Hanpumep, BO3HWU-
KaTb MNPV BblpalVBaHUN PACTEHUIA B YCNOBUSX
3alUMLLEHHOr0 FpyHTa, rae yesenudeHve dotone-
prnopa (oocBeTka), U B TOM YUCHE KPYrIOCYyTOYHOE
OCBeLLeHne, ABNSeTCcs O4HMM U3 Crnocob0B NOBbI-
LeHns NpoayKTUBHOCTK pacTeHuin [Demers et al.,
1998; Sysoeva et al., 2010; Velez-Ramirez et al.,
2011], ocobeHHO B 3umHee BpeMs [Dorais, Gos-
selin, 2002]. OgHako OaHHbIN NPUEM He Bcerga
NPUBOANT K XenaemMomy pesdynbtaty, U B nutepa-
TYpPe VUMEITCA MHOIMOYUCIEHHbIE OAHHbIE O Hera-
TUBHOM BNIMSIHUWN OJINHHBIX (poTonepnoanos (bonee
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17-20 4) Ha POCT M NPOAYKTUBHOCTb PaCTEHWUN
[Demers, Gosselin, 2002; Sysoeva et al., 2010;
Velez-Ramirez et al., 2011]. bonee TOro, y MHOrmMx
BMOOB pacTeEHWU B yCNoBusX 24 4 doTonepuona
PasBMBAETCHA MEXNCOKUIIKOBBIV XJI0PO3 UM HEKPO3.
B yacTHOCTW, CUMNTOMbI CBETOBOIO NMOBPEXAEHUS
NNCTBEB MPU KPYrOCYTO4YHOM OCBELLEHUN OTME-
YeHbl Yy TakMX TEMNYHbIX KYNbTyp, Kak Tomat [Ar-
thur et al., 1930; Arthur, 1936; Hillman, 1956; Cush-
man et al., 1995], 6aknaxaH [Murage et al., 1996],
cnagkun nepeu, [Nilwik, 1981], orypey, [WoOlff,
Langerud, 2006], n HekoTOpbIX Apyrux. [pryem He
TONIbKO OTAENbHbIE BUAbBI, HO U COpTa, HanpuMep
nmnctoBoro canata [Koonts, Prince, 1986], moryt
3aMETHO pPasnnyaTbCs N0 CBOEWN YYBCTBUTESNIbHO-
CTU K KPYr/IOCYTOYHOMY OCBELLEHMIO.

HecMoTps Ha TO 4TO peHOMEH CBETOBOIO MNOB-
pexaeHuss MCTbEB B YCIIOBUSAX KPYMTOCYTOYHO-
ro ceeta 6bin onvcaH 6onee 80 net Hazap, [Arthur
et al., 1930; Arthur, 1936], npuunHbl noBpexae-
HUIN 1 MEXaHN3MbI peakuyn pacTeHUn Ha OJIHHbIE
doTonepmoabl 4O CUX NOP OCTAKTCA NMPegMeTOM
ouckyccuii [Sysoeva et al., 2010; Velez-Ramirez
etal., 2011, 2014]. K coxaneHuto, KOPPEKTHOE CO-
MOCTaBfIEHNE PE3YNbTATOB Pa3HbIX UCCNea0BaHNM




NPOBECTU A0BOJIbHO CNOXHO M3-3a2 HECOBNAAEHWS
YCNOBUIA 3KCMEPUMEHTA, COMYTCTBYIOLLMX 24-ya-
coBoMy ¢oTonepmoay (CnekTpasbHbli COCTaB
CBeTa, CYTO4YHbIV MHTerpan pagmauum, Temneparty-
pa, BNaXHOCTb M NP.) U CNOCOBHbLIX OKa3blBaTb TO
WU VHOE BANSIHNE HA PEAKLMIO PACTEHNI HA KPYT-
JNIOCYTO4YHOE ocBelleHue [Sysoeva et al., 2010].

Mcxons n3 BbileCKa3aHHOro, B 3a4a4y HacCToO-
Auen paboTbl BXOAWUIO U3YHEeHNEe BINSHUS Kpyr-
JIOCYTOYHOIrO OCBELLEHUSI HA MUFMEHTHbIN KOMI-
nekc n GOTOCUHTETUYECKYIO aKTUBHOCTb JINCTHEB
y Tpex BUAOB ceM. Solanacea — Tomara, 6aknaxa-
Ha 1 nepua.

MaTtepuanbi u meToabl

O6bekTaMn mUccnenoBaHUs CRYXUnu pacte-
HUs TomaTta (Solanum lycopersicum L., rnépug,
Bepnnoka), 6aknaxaHa (Solanum melongena L.,
copT Anmas) n cnagkoro nepua (Capsicum an-
nuum L., copT HexHocTb). CemeHa BbiceBanu

B KOHTENHepbl C cybcTpatom (Topd, AepHoBas
3emMn4, Haeo3 — 2:1:1) n BbipawBanu B Kamepax
WCKYCCTBEHHOI0 Knmarta B TeyeHue 5 (Tomar)
wnn 7 (GaknaxaH, nepeu) Hegenb npu dotone-
puoge 16 wnm 24 4, Temnepatype 26 °C, ocse-
weHHoctn 150 mkmMosb/(Mm?c) DAP, BRaXHOCTU
Bo3ayxa 70 %. CyToO4HbIN WHTErpan paguaumm
npn ¢otonepmogax 16 n 24 4 cocrtaenan 8,64
n 12,96 Mosb/(M?CyT) COOTBETCTBEHHO. Exe-
OHEBHO NMPoOV3BOAMAM NOMMB BOAOW, @ pa3 B ABe
HeZoenn — KOpHeBylo noakopmky 0,2%-m pacTso-
poM ypobpeHus «PactBopuH» (OAO «Byiickuin
xummnyeckuii 3asop»): N — 10 %, B 7. 4. N-NH, -
5 %, N-NO, - 5 %; P,0,- 5 %; K,0 - 20 %; MgO -
5%; Zn - 0,01 %; Cu - 0,01 %; Mn - 0,1 %; Mo —
0,001 %; B - 0,01 %.

Ona wnccnepoBaHmna copepxaHus OOTOCUH-
TETMYECKUX MUTMEHToB Opann npobbl M3 NATO-
ro nucta (n=5). CopepxaHue xnopodwunna (xn)
a un b n KapoTUHOMOOB (Kap) onpepensnn ¢ no-
MoLupto cnektpodotomeTpa CP-2000 («CriekTp»,

Puc. 1. BHewwlHWI BUA, NUCTbEB TOMaTa (a), 6baknaxaHa (6) n nep-
ua (B), BblpalleHHbIX Npu 16-4yacoBom doTonepuone (HMxXHUe
psaabl) n 24-yacosom poTonepuoae (BepxHme psabl)
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CopepxaHne pOTOCUHTETUYECKMX MUITMEHTOB U Mokasatenin (JiyopecueHumm xnopobunia y pactTeHunin Tomara,
GaknaxaHa 1 nepua, BblpalLleHHbIX B YCII0BUSIX Pa3Hbix GOTONepronos

Solanum lycopersicum Solanum melongena Capsicum annuum
MokasaTenb doTonepuog doTonepnog, doTonepnog,

164 244 164 244 164 24y
Copepxanue xn a+b, 16,4+£0,4 8,1+3,1 15,0+0,9 12,6 £0,7 18,9+1,1 23,8+1,2
Mr/I cyx Beca
CopepxaHuve xn a+b, 40 =1 187 41 +1 36+3 46+ 4 52+3
ycn. en. SPAD
OTHoweHune xn a/b 2,4+0,1 3,3+0,1 2,7+0,1 3,0+0,1 2,4+0,1 2,5+0,1
Copep>xaHue kap, 1,7%0,1 1,8%+0,4 1,8+0,1 1,5%£0,2 4,2+0,1 6,8+0,2
Mr/r cyx Beca
OTHoOLLEHWe x7/Kap 9,6+0,2 45+0,3 8,3+0,1 8,6+0,5 45+0,2 3,5+0,2
CCK, % 64 +1 52+2 59+1 56 +1 47 =1 34+3
MoBpexaeHns NNCTbLEB HeT XJ10p03 HeT XJ10p03, HeT nedopmaums

HEKpo3

FJF, 0,818 +£0,005 | 0,699 +0,075 | 0,814 +0,004 | 0,767 +£0,025 | 0,812+0,004 | 0,798 + 0,005
0] 0,726 £ 0,004 | 0,679 +0,021 | 0,718 +0,006 | 0,634 +0,039 | 0,674+0,018 | 0,586 +0,038

Poccus), akctparupys nx 96%-m aTnnoBbiM cnvp-
TOM U pacCyuTbiBas N0 U3BECTHbIM GOpPMyam
[Lichtenthaler, 1987]. Obuwee coaepXxaHue XJo-
podwunna a n b onpegensnn Takke C NOMOLLbIO
n3meputens yposHs xnopodunna SPAD 502 Plus
(Konica Minolta, Osaka, Anonwus) (n=10). Conep-
XaHue xnopodwunna B cBeTocobupato,emM KoMn-
nekce (CCK) oueHMBanu N0 COOTHOLLEHUIO XJ10PO-
dwunnos a n b B8 CCK [Lichtenthaler, 1987].

Ona namepeHui pnyopecueHumn xnopodpunna
NCMOMb30BaNM aHanu3aTtop GpOTOCUHTE3A C UM-
nyfbCHO-MOAYNMPOBaHHbIM ocselleHnem (MINI-
PAM, Walz, r'epmaHus). Onpenensnu noTeHumarnb-
HbIl KBAHTOBbIM BbIXOL (POTOXMMWUYECKOWN aKTUB-
HocTn dC Il (F, /F. ) nocne 20-MUHYTHOW TEMHOBOW
aganTauyiv IMCTbEB N peasibHbI KBAHTOBbIN BbIXO[,
doToxmmmyeckon aktueHocTn OC Il (P) y nncTees
(n=6), NnpeaBapnTENbHO OCBELLEHHbIX B TEYEHUE
He MeHee 20 MuH (155 Mkmonb/(Mm2-c) DAP).

Becb onbiT noBTopsinv aeaxabl. B Tabnuue
npeacTaBfeHbl CPpegHME 3HAYEHUS N UX CTaHAAPT-
Hble oWnbKN. PasHuLy Mexay cpeoHuMKU 3Haye-
HUAMK cyuTanu 3Hadnmor npu p < 0,05.

PesynbTaTtbl M 06CyXaeHue

[TonyyeHHble pe3ynbTatbl MNOKa3blBAOT, YTO
KPYrnoCyToO4YHOE OCBeLleHMe MPUBOAUT K 3Ha4n-
TENbHOMY CHUXEHUIO COoAep>XXaHnsa XJ10podunoB
a n b v pasBUTUIO CUIIBHOIO MEXOKUITKOBOIO XJ10-
po3a B NNCTbsX TOMaTa (1Tabn.; puc. 1, 2). Y nuctb-
eB OaknaxaHa Hapsay C XJIOPOTUYHBLIMM yyacTka-
MU Habniogancs HeKPoO3, HO CHUXEHME CoaepXa-
HUS xnopodunna Ob10 He TaKUM 3HAYNTENbHBIM,
KaKk y TomaTta. BO3MOXHO, 3TO CBA3aHO C TeM,
4yTO B Npobbl OJ1 aHann3a CoAepXaHus NMUrMeH-
TOB HEKPOTMYHbIE YyYaCTKMU JIMCTbEB He Opanu,
a Xn1opo3 OblNl HEe TaKMM CUJIbHBLIM, KaK y Tomara.
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M3BeCTHO, 4TO coaep>KaHne NMrMeHTOB B 3e/1eHbIX
(HenoBpeXaeHHbIX) ydacTkax JimMcTa MOXeT KOM-
neHcMpoBaTb NOTEPU Xn1opodunna B XJI0POTUHHbIX
yyacTtkax [Globig et al., 1997], uT0, Nno-Bnanmomy,
N MMEeNI0 MeCTO B NNCTbaX OaknaxaHa. Y nepua
CHMXEHME coaepxXaHusa xnopodwunna B yCNoBU-
AX KPYr/I0CYTOYHOrO OCBELLUEeHust He Habnwoga-
Jlocb, HA0BOPOT, OTMEYEHO AaXe HEKOTOPOEe ero
yBenuyeHne (tabn.), ogHaKoO NUCTbs UMenu ae-
dopmaumn B BMAE MOPLUMHUCTOCTU (puc. 1, 2).
OTMeTUM, 4TO B YCNOBUSAX KPYr/IOCYTOYHOIO OC-
BELLEHNS y pacTeHuin TomaTa 1 6akiaxaHa npouc-
XOOWNO yBENMYEHNE COOTHOLLEHUS X10POdUIIoB
a/b (tabn.). Mpn aTOM y BCEX TPEX BUOOB O0NA
xnopodpwunna B CCK 6blila MeHblle B YCOBUSX
24-yacoBoro ¢oTonepuoga (Tabn.).

Kak n3BecTHO, UIBMEHEHUNS B MUTMEHTHOM KOM-
nnekce (yMeHblLUeHMe cogepxaHusa xnopodunna,
yBEeJIMYEHNE COOTHOLLEHNS XTopodunoB a/b, pe-
aykuusa CCK), HabnogaBLUMecs nNpu KPyriiocyToy-
HOM OCBELLEHUN, CNOCOOHbI CHMXaTb MOroLLe-
HMe cBeTa GOTOCUHTETUYECKMM annapaTtom,
1 OHW xapakTepHbl ana C,-B1aoB Npv agantauum
K BbICOKOM ocBeuleHHOCTM [Bjorkman, Holmgren,
1963]. B Hawwux onbiTax 3T M3MEHEeHUs, No-Bu-
OVMOMY, CIYXWUIN OOHWUM U3 CNoCOOOB 3alUuThbI
OT M30bITOYHOr0 NOCTYMIEHNS CBETOBOW 9HEpPrum.
YunTbiBasd, YTO BeMYMHA CYTOYHOrO MHTerpana
pagnauum B ycnosusax ¢potonepmona 24 4 cocTtas-
nana 12,96 monb/(M2C), 4TO HUXE YPOBHS, PEKO-
MEeHAYeEMOro A1 KOMMEPYECKOro BblpalLMBaHNSA
Tomarta, 6aknaxaHa u nepua, — 20-30 monb/(m3c)
[Moe et al., 2006], nornyHo nonaraTb, 4TO Aerpa-
naumsa xnopodwunna B OAaHHOM cllydae sBASIeTCS
peakuyen Ha gauTesnbHbin GOTONEpPUOa, a He Ha
CYTOYHbIV MHTErpan pagnaumu.

[MMTOMMUMO M3MEHEHUI B NMUIMEHTHOM KOMIeK-
Ce y BCex Tpex BMLO0B KPYrioCyTO4HOE OCBELLEHNE




Puc. 2. CuMnNTOMbI CBETOBOIO MOBPEXAEHNS NMCTLEB TOMaTta (xn10po3) (a), 6aknaxaHa (Hekpo3) (6) u crnagkoro
nepua (MOPLVHNCTOCTB) (B), BblPALLEHHbIX B YC/TIOBUSAX KPYINIOCYTOYHOIO OCBELLEHUS

NPUBENO K CHUXXEHUIO 3HAYEHUI MOTEHLMANBHOIO
(F,/F.) v peanbHoro (@) kBaHTOBOr0 BbixoAa (poTo-
xummyeckom aktueHoctu AC Il Y Tomarta n 6akna-
XaHa CHuxeHne 3HadeHun F /F = cBnoeTenbcTeyer
0 3Ha4YMMbIX HapyLeHusax B paboTte OCA (HoTouH-
rnéuposaHum) [Lichtenthaler et al., 2005]. Y nepua
BesmdvHa F /F x0Ta 1 Oblna HUXe, Yem B BapuaHTe
¢ doTonepmnogom 16 4, HO Haxoamnachk B Npeaenax
3HAYeHun, COOTBETCTBYIOLLMX HOPMasibHOM pabo-
Te ®CA. Bonpoc o Tom, siBnsieTcs M GOTOUHIU-
OvpoBaHMe CTpecc-peakumen UM aTo 3almnTHO-
npucnocobuTenbHas peakumsi, HanpaBieHHas Ha
corjflacoBaHMe CBETOBbIX peakumin OOTOCUHTE3a
CO CJIOXHOW 1 pa3BeTBJIEHHOM MOC/Ie40BaTESIbHO-
CTbl0 OUMOXUMUYECKUX peakuui, MPONCXOOALLMX
B TEMHOBOWM ¢da3e (HOTOCMHTE3a, OCTaeTCs noka
auckyccuoHHelM [Osmond, Forster, 2006].
OTmMeTuM, 4TO B OT/IMYME OT Tomarta u Gakna-
XaHa y nepua rnpu KpyrioCyTO4HOM OCBELLEHUN
Habo4aNoCh CHUXEHME COOTHOLUEHUSI 3eNeHblX
N XEeNTblX MUIMEHTOB BCNEACTBME OTHOCUTENb-
HO 6oJiee BbLICOKOrO CoAepXaHusi KapoTMHOWIOB
B doHae POTOCUHTETUYECKUX NMUTMEHTOB (Tabn.).
Jaxe B ycnosuax ¢otonepuoga 16 4 cogepxaHue
B JINCTbSAX MepLia KapoTUHONAO0B OblIO BhiLLe 6onee
4yeM B OBa pa3sa Mo CPaBHEHMIO C TOMATOM 1 Oak-
naxaHom. Mo-sngnmomy, 6narogaps nx GoTonpo-
TekTopHbIM cBoncTtBaM [Demmig-Adams, Adams,
1992; Demers, Gosselin, 2002] ®CA nepua sBns-
eTca 6osee 3aWMLEHHBIM OT HEraTMBHOIO BAMS-
HWS ANIUTENBHOMO NOCTYMN/IEHUS CBETOBOW SHEPTUN.
B npoTtvBononoxHoctb o6bl4HOMY doTOone-
pvoay, BKJIOHAIOLWEMY YepeaoBaHVe OHS U HOuM,
KPYr/loCyTOYHOE OCBeLleHne obecrneynBaeT He-
NPEepbIBHOE MOCTYM/IEHME CBETOBOW 3HEPruv Ansi
¢GOoTOCKHTE3a, MNOCTOSAHHOE @OTOOKUCINTENBHOE
BO3LENCTBME, CUTHANbHOE BO34ENCTBME HaA HO-
TOpeLenTopbl U HECOOTBETCTBUE MEXAY YaCTOTOMN
BHYTPEHHUX (UMpKagHbiX) 6MOPUTMOB U BHELLUHUM
LMKIOM CBET/TEMHOTa (UMpKagHas aCUMHXPOHUSA)
[Velez-Ramirez et al., 2011]. BnuaHue kaxaoro m3

3TUX KOMMOHEHTOB M3y4asioCb B psiae akcnepu-
MeHTasNbHbIX paboT. Tak, rmnepakkymynsaums Kpax-
Mana, SBASOWASACA pPe3ynbTaTOM HEeMNpPepbIBHO
mayuwero GoToCuHTE3a, AOAr0 paccmaTpuBanachb
KaK noTeHumanbHbli Tpurrep GOTOMNOBPEXOEHUN
nnctbeB [Arthur et al., 1930; Dorais et al., 1996;
Demers et al., 1998; Velez-Ramirez et al., 2011].
M3yuyeHne ¢poTomHrmbmposaHmsa n apantaumm OC
| 1 ®C Il pacTeHuin TomaTa B YCIOBUSX KPYriiOCy-
To4HOro oceeuwleHmnsa [Dorais et al., 1995] npueeno
K BbIBOAY, YTO MeHbLUAA 3OPEKTMBHOCTb B MOJYy-
YEeHUN NPEUMYLLECTB OT AJMHHBIX HOTONEPMOOOB
y TOmMaTa no CPaBHEHWIO C MepLUEM CBsA3aHa He
c 6onee HU3KOWM akKTUBHOCTLIO POTOCUCTEM B pe-
3ynbTaTe Ux GOTOUHIMOMPOBAHMS, a CKOpee C Ha-
PYLUEHNSIMN  AOHOPHO-aKLLENTOPHbBIX OTHOLLEHUIA,
KOTOpble B CBOIO o4yepeb 00ycrnoBnMBatoT pa3Bu-
TMe XJ10p03a IMCTLEB, YTO TAaKXe MOATBEPXOAeTCs
N UCCNEeoBaHUSIMU HA KYSIbTYPHOM WU AUKOM TO-
mMaTe [Hague et al., 2015]. Job6aBneHne pansHero
KPacHOro CBeTa Mpu KPYrl1OCYyTO4YHOM OCBeLle-
HUW PACTEHUN YMEHbLLANO CTEMNEHb NOBPEXAEHMS
nnctees [Globig et al., 1997], npegnonarasa Bepo-
SATHOE yyacTue B 3TUX npoueccax GUTOXPOMHOM
cucteMsl. B Heckonbknx paboTax naydanack 1 porsb
LUMPKaOHOM aCUMHXPOHUX B pasBuTuUM GOTOMOB-
pexaeHunt nuctbes [Hillman, 1956; Velez-Ramirez
et al., 2011]. Ho nockonbky BAnsSIHNE BCEX YeETbl-
pex KOMMOHEHTOB KPYriIOCYTOYHOrO OCBELLEHUS
Ha pacTeHns NPOUCXOAUT OOHOBPEMEHHO, CAENaTb
onpefenieHHbIn BbIBO4, KaKOW U3 HUX OTBEYaeT 3a
MOBPEXAEHNSA NMNCTLEB, 3aTPYAHUTENBHO. BO3MOX-
HO, GOTONOBPEXAEHNSA NHAYLIMPYIOTCH BCEMU YKa-
3aHHBIMW KOMMOHEHTaMu, OEACTBYIOLMMN B KOM-
ouHaunn [Velez-Ramirez et al., 2011]. BbickazaHo
Takke MnpeanosioxeHve, 4to GoTonoBpexXaeHne
JINCTbEB NPU KPYrI0CYTOYHOM OCBELLLEHUN ABNSET-
Ccsl pes3ysbTaToM HecOanaHCUpPOBaHHOIO BO36YX-
neHnsa @C 1 OC Il [Velez-Ramirez et al., 2014].
HakoHeL, elle OOHOM BO3MOXHOM MNPUYKU-
HOM [JenurMeHTaumm pacTeHMidi B YCJIOBUAX
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HebnaronpuaTHOro CBETOBOrO pexuma, no aHa-
normn ¢ Tem, Kak 3TO MMeeT MeCTO B CUTyauuun
C CynpeccupoBaHHOM xNnopodunnaedekTHOCTbIO
[OnumnueHko n ap., 1982], MoxeT ObiTb, KaK Mbl
npegnonaraemM, Hannune y HEKOTOpPbIX BUOOB (KO-
TUMOB, FTEHOTUMOB) CBETOYYBCTBUTENIBHOINO MyTaHT-
HOro reHa(oB), KOTOPbIA B OObIYHbLIX YC/IOBUSIX HE
nposiBnsieT cebs, Tak kak HaXOAMUTCS B CYynpeccu-
POBaHHOM COCTOSHUM, @ MYTaHTHbIE PACTEHUS Npu
3TOM PEHOTUNUYECKU HE OTINYHAKTCS OT OObIYHbIX
(pacTenu ankoro TMna) v BCNeacTBme 3TOro CKpbl-
Tbl OT AENCTBUS €CTECTBEHHOIro oTOopa. N36bITOou-
HOoe (B 4aCTHOCTW, KPYr/IOCYTOYHOE) OCBELLEHME
BbI3bIBAET Yy TAKNUX PACTEHUN UHAKTUBaUMIO Benka-
cyrnpeccopa, KOHTPOJIMPYEMOro reHOM-Cynpecco-
POM, N, COOTBETCTBEHHO, AEPENPECCUI0O MYTAHTHO-
ro reHa(os). JIMLWLEHHBI «NPUKPBLITUA» MYTaHTHbIN
reH(bl) peanusyeT cebs yepes HapylleHne 0QHOro
13 3BEHBLEB B LN BUOCKHTE3a Xnopodunna, u, kak
CneacTeue, NPoUCXoauT AenurMeHTaums (Xaopos)
NNCTbeB. Taknm 06pasom, XJI0PO3 U, BO3MOXHO,
HeKpo3, HabnogaemMble B YCNIOBUSX KPYrOCYTOY-
HOrO OCBELLEHNS Y YYBCTBUTENbHbIX K N3ObITOYHO-
My CBETY BMOOB PaCTEHUM (3KOTUMOB, FEHOTUMOB),
MOryT OblTb MPOSIBNIEHNEM CYNPEeCcCUPOBaAHHOMN
CBET03aBMCUMO XJ10p0DUNIAePEKTHOCTH.

B uenom MOXHO 3aknioyuTb, YTO HE3aBUCK-
MO OT TOro, KakOW 13 NpuBeOEeHHbIX Bbille Mexa-
HM3MOB JIEXUT B OCHOBE HEeratuBHOIO BIUSHUSA
KPYrnOCyTOYHOrO OCBELLEHMS Ha MUITMEHTHbIN
koMmnnekc n paboty ACA, oveHb BaXHO 3HaTb
M y4nTbiBaTb OCOOEHHOCTU peakuuy pasHbiX BU-
[0B (COPTOB) PaCTEHM Ha OOCBETKY, C TEM 4YTO-
Obl JAHHbIN NPUEM NPUBOOWI K XenaeMoMy, a He
kK obpaTtHomy addekTy.

Pabota Bbiro/IHEHA C MC0JIb30BaHNEM 000-
pyaoBaHus LleHTpa KOJIIEKTUBHOIO  0J/1b30-
BaHWsI Hay4HbIM —obopyaoBaHuem WHCTUTyTa
6uonormn KapHLl PAH npu ¢uHaHcoBow noa-
AEepXke un3 CpeactB enepaibHOro Oroaxe-
T4 Ha BbINOJIHEHWE rOCYAapCTBEHHOro 3anaHus
(N2 tembl 0221-2014-0032).
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IOBUJIEU U OATbI

HUKOJIAU BACUJIbEBUM JIAMLUUH
(K 70-neTvio Co AHA POXAeHUs)

Hukonaii BacunbeBud JlanwuvH — goktop 6mo-
JNIOrMYEeCcKMX Hayk, U3BECTHbI POCCUNCKUIA OPHU-
TONOr, OQVIH U3 BeAyLUMX CNeLnanmcToB B CTpaHe
no rpynne neHo4ek (ntuy, popa Phylloscopus).
Hukonaii BacunbeBuy poguncs 8 oktsbps 1946 r.
B N. BypmaknHo Apocnasckoii obnactn. B 1965 .
OKOHYMI LLKOJY M MOCTYNuA Ha 61MoNoro-noYBeH-
HbI1 dakynbTeT JIEHMHrpaLckoro rocynapcTBeH-
Horo yHumBepcuteta. C nepBblx neT y4yebbl OH

Hayan 3aHMMaTbCH OPHUTOJIOTMYECKUMUN UCChe-
[OBaHWAMU 1MoL PYKOBOACTBOM BblAAKOLLErOCs
opHuTonora, npodgeccopa Anekcesa Cepreesuya
Manb4yeBCKOro 1 yxe B CTyaeH4Yeckune rogpl ony6-
JIKOBaJ CBOIO NEepPBYI0 Hay4Hyo paboTy. BonbLuyto
NOMOLLb B OCBOEHUM MOJIEBLIX METOLOB U3YYeHUd
NTUL, eMy OKa3blBasu MOJIOAblEe, HO YXe OrbITHblE
opHutonorn [eopruin AnekcaHgposuy HoCkoB
n Bnagnmnp Bopucosny 3UMUH, 1 TECHbIE OpY-
XeCKne OTHOLEeHUs ¢ HUMK Hukonai Bacunbesuny
NPOHEC Yepes BCO CBOIO Xn3Hb. B 1970 r., nocne
OKOHYaHuWs yHuBepcuTeTa, H. B. JlanwwuH Obin
npusBaH B apMuio. B 1972 r., 3akoH4MB cnyxoy,
no npurnawexHunio B. B. 3umMnHa Havan paboTaTb
B nabopatopun 3oonorunm MHctuTyTa Guonorumn
Kapenbckoro Hay4Horo ueHtpa PAH, roe v npo-
[OoJKaeT TpyauTbCa OO0 CUX Mop (B HacToslee
BpeMs — B OOJDKHOCTU BedyLlero Hay4Horo co-
TpyaHuka). B 1981 r. Hukonan BacunbeBuny 3awm-
TUN KaHOMOATCKYIO auccepTaumio «0g0BON LMK
(pa3MHOXEeHME, NMHbKA M MUTPaLMn) BECHUYKU
Phylloscopus trochilus (L.) n ero apantuBHble
0COOEHHOCTU B YCNOBUSIX TAeXHOro CeBepo-3a-
naga PCOCP», a B 2001 r. Takxe ycrneLiHo 3aLim-
TUN OOKTOPCKYK AmccepTtauuio «oooBble LMKIIbI
DanbHUX TPAHCKOHTMHEHTANbHbIX MUIPAHTOB Ha
npumepe BopobbKHbIX NTUL, poaa Phylloscopus».
MomMuMo HayyHoW paboTbl B WUHCTUTYTE Hun-
konan BacwunbeBud Bcerga ynenssn Bpemsa ne-
parornyeckon peatensHocTn. OH yuTan paspa-
60TaHHbleE UM camMuM Kypcbl nekumin «buonoruns
JIECHbIX MTUL» HA NECOUHXEHEPHOM dakynbTeTe
n «brnonorvsa n cnctemaTmka OXOTHUYbUX NTULL» HA
3Kosioro-éuonornyeckoMm dakynbtete lleTpo3a-
BOZCKOro rocynapCcTBeHHOro yHmsepcuteta. log
ero pykoBOACTBOM OblM NOATOTOBJIEHbI MHOTME
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KYpPCOBbIE N AMMNJIOMHblE paboTbl CTYAEHTOB 1 3a-
WMLeHbl ABe KaHOuaaTckue guccepraumu (nep-
BbIX aBTOpoB cTtatbu). Mbl, Mapua MaraHuesa
n Cepren CumoOHOB, cpean OOCTOMHCTB Hukonaa
BacunbeBnya kak Hay4yHOro pykoBOAUTENS XOTe-
M 6bl 0COO0 OTMETUTb OT3bIBYMBOCTb, HEPABHO-
ayuie v npenoctasBfieHVe MM CBOUMM YYEHUKaMm
LUMPOKMX BO3MOXHOCTEN Ons peanusaunmn cob-
CTBEHHbIX UAEelr N CaMOCTOATENbHON MHTEeprpeTa-
LMW OAHHBIX.

OcHOBHble HayyHble MHTepecbl Hukonas Ba-
cunbeBunya oxeaTbiBaloT chepy GUonornmm n aKo-
norvn nNtuy, (Npexae BCEero CnaBKOBbIX, Npenmy-
LWEeCTBEHHO MeHO4YeK), MOHUTOPUHI BECEHHUX
MUIPaLMOHHBIX CKOMJIEHUI NTUL, (BKIIKOYas npea-
CTaBuUTeENEeln PecypCHbIX BUAOB) U (DAYHUCTUKY.
C ocobbiM BHMMaHMeM yxe 6onee 40 net Hukonar
BacunbeBny npoBoaMT NOMNYNALMOHHO-3KOJOMM-
yeckme uccrnenoBaHna AafibHUX TPAHCKOHTUHEH-
TallbHbIX MUIPAHTOB (Kak MNpaBufo, Ha npumepe
rneHo4yek [onapkTukm) M udydaeTt agantaunm mx
rof40BbIX UMKIOB K Pas/iMyHbiM YCJIOBUAM Cpepl
(0cOoBEHHO K yCnoBusiIM OBUTaHUS Ha CEBEPHOWA
nepudepun apeanos). CBOM 3ako4eHUs No nay-
YyaeMblM BOMpPOCaM OH OCHOBbLIBAET Ha [OaHHbIX,
NOJIy4EHHbIX MOCPEACTBOM TakKMX KIACCUYECKUX,
XOpOLIO 3apekoMeHaoBaBLIMX cebs MoaxonoB,
Kak MacCOBbIi OTNOB MTUL, HabnoaeHMs 3a Me-
4YeHbIMM 0COOSIMW, MHOroJIeTHUE CTauMOHapHbIe
M MOHUTOPWUHIOBbLIE UCcnenoBaHnd. B nocnenHee
pecarmnetme Hwukonan BacwibeBud OONOSAHWI
KOMMJIEKC MPUMEHSIEMbIX B ero paboTte Tpagmum-
OHHbIX 300J10r0-3K0JIONMYeCcKMx MeTOonOB anna-
patoM MONEKYNAPHO-FeHETUYECKOro aHanusa.
OoHUM 13 NepBbIX YYEHbIX B HALUEW CTpaHe OH
B KauyeCTBe PyKOBOLUTENSA rPynrbl, UCCNeaytoLwemn
HeKoTopble NPOGEMbl 3KONOr MK NTULL, C MOMOLLLbIO
MOJIEKYJIIPHO-TEHETNYECKMUX METOAOB, Aokasas
daKTbl CKPLITOM NOMraMmmnun (Kak NoaUrMHUM, Tak
M NOJIaHAPUN B CUIY 3KCTPanapHbIX CKpeLmBa-
HUIN HEKOTOPbIX CaMOK) B COLMaIIbHO MOHOMaMHbIX
napax neHo4yek-secHn4ek. MIcrnonb3ys ToYHbIE Me-
TOAbl, rpynna H. B. JlanwwnHa BbisiBUNa 9KCTpa-
napHoe NMpPouCXoXAeHNE YaCTN NOTOMKOB B MHE3-
[ax NTuy, 3TOro BMaa B UccriegyeMblxX Nonynsaumnax
B MypmaHckoi obnactu, Kapenum n Mopaosum.

Hunkonan BacunbeBuy aBnsercsa 4neHom Men-
30MPOBCKOr0  OPHUTOJIONMYECKOro  obLlecTBa
Poccun n Pabouein rpynnbl no ryceobpasHbiM
CeBepHoln EBpasun. OH aBTOp (coaBTOp) OOnee
270 HayuyHbIx nybnukauwii, Bknoyas 11 konnek-
TUBHbIX MOHOrpaduin. HecMoTps Ha gonrne rogbl
cnyxeHus Hayke, Hukonanm BacwunbeBuy He OC-
TaHaBNMBAETCH Ha AOCTUIHYTOM W MpPoAosixaeT
akTMBHYl0O paboTty. YTobbl MpoBOAUTbL MCCneno-
BaHVS Ha COBPEMEHHOM YPOBHe, eMy yaaeTcd
[OOUTbCA MOAAEPXKKM TakMX KPYMHbIX (HOHOOB,

120

kak P®ODUN. B yacTtHOCTM, 3a nocnegHue roapl
OH ObIN (M ABNAETCA B HACTOSLLEEe BPEeMSs) PyKo-
BOOAMTENIEM MPOEKTOB, noaaepXaHHblix PODU,
N2N2 06-05-64368-a n 15-05-03493-a. Kak kon-
nern n yieHnkn Hukonas BacunbeBuya, Mbl XOTUM
MoXenaTb eMy AanbHENLLEN NHTEPECHOW U NNIOA0-
TBOPHOI paboThl, KPENKOro 340P0BbA U yaayun.

M. B. MaraHueBa, C. A. CUMOHOB,
A. B. ApTtembeB
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PEUEH3UU U BUBJIUOTPADUSA

A. ®. Annmos. Ewe pas 06 akonoruu. M.;
CNo6.: ToBapuwecTBO Hay4YHbIX naganunin KMK,
2016. 60, [2] c.: un., Tabn.

KHura «Ewe pas 06 akonormm» HanmcaHa u3-
BECTHbIM  YY4EHbIM-rnMapoOMoNIoroM, 3KOJIOroOM
akagemukom PAH AnekcaHgpom ®epoposBuyem
ANMOBbBIM 1 MOCBSLLEHA BONPOCaM COBPEMEHHbIX
npeacTasneHuii 06 akonorum kak pyHaameHTanb-
HOWM Hayke, uccnenyoLiern CMcTemMbl HaoOpPraHn3-
MEHHOI0 YPOBHS, UX CTPYKTYPY M OYHKLUMOHUPO-
BaHMEe B NPOCTPAHCTBE M BPEMEHU B €CTECTBEH-
HbIX N U3MEHEHHbIX YEJIOBEKOM YCJI0BUSAX. Takoe
MOHMMaHME 3KOJSIOMMM OT/INYAET ee OT OPYrmx HaykK
00 okpyxawllen cpene. B HacTosauwee Bpems
TEPMUH «3KOJIOMUS» OYEHb MOMNYJSAPEH, CYLLECT-
ByeT He MeHee 50 pasnnyHbiX ero TOJIKOBaHMWNA.
OOHWM cuUMTaloT 3KOJOMMI0 YacTblo Bruonornu, apy-
rme — KOMMIEKCHOW UM CUHTETUYECKON HayKoMm,
TPeTbN — OUCLUMUMIIMHOW, M3ydatolein oblipe 3a-
KOHOMEPHOCTU OYHKLUMOHUPOBAHUS 3KOCUCTEM,
yeTBepPTble — 0OLleHay4YHOM 006NacTbio 3HAHWIA.
ABTOp paccmaTtpuBaemMoli paboTbl oOpallaeT BHU-
MaHne YntaTenen Ha To, 4TO 3KOJI0rMga — 9TO Hay-
Ka U1, Kak ntobas camocTosaTesNbHasA Hayka, umeeT
CBOW crneundpuyeckmin npegmeT, MeTodbl 1 uenun
nccnegoBaHusa. Bcgakoe HenpodeccmoHanbHoe
MCNOJIb30BAHME MOHATUS 3KONIOrMKU B KOHEYHOM
cYyeTe NpPMBOAUT K pa3MbiBAHUIO €€ 3HAYEeHUS Kak
HayKu, rae rnaBHbIM 0OBEKTOM UCCIeA0BaHUI AB-
NAIOTCSH 9KOCUCTEMBI.

B KkHWre pgetanbHO pacCMOTPEH BOMPOC pas-
BUTWUS 3KOMOMMM Kak Haykm B Poccum ¢ cepegmHbl
XIX Beka mo HacTosdwero spemeHu. lNpeacrasne-
Hbl Y4eHble, KOTOPbIE CTOSIN Y MCTOKOB 3KOJI0M1Nn
B Poccuun, nx nocnegoBaTtenu, onmcaHbl pesysbTa-
Tbl UX NCCNEO0BaHNM 3a OANNTENbHbIA NPOMEXYTOK
BpemMeHu. ABTOp MNoAYeEpPKMBAET, YTO METOL0J10-
rMYeCKOM OCHOBOM COBPEMEHHbIX 3KOJI0rMMYECKMX
nccnegoBaHMn  SBASETCA CUCTEMHbIA  Noaxon.
Mpn atom cuctema, M 3Konornyeckass cucrtema

124

B TOM 4MCIE, MOHMMAETCS Kak COBOKYMNMHOCTb B3a-
MMOCBSI3aHHbIX 3/1IEMEHTOB, 06pa3zyloLmx ornpe-
heneHHylo uenoctHoctb. OHa HaxoaguTcs B He-
NPepbLIBHOM €AVMHCTBE C OKPYXatoLLen cpeaomn, Bo
B3aMMOLENCTBUN C KOTOPOW cucTemMa 1 nposiBns-
€T CBOIO LLeNIOCTHOCTb.

B paboTe npoaHannanpoBaHbl aHHbIE O CTPYK-
Type coobLLEeCTB OpraHM3mMoB 1 akocucTem. XKu-
Bble OpraHm3mbl CyLLECTBYIOT Onarogaps B3au-
MOOENCTBMAM MeXay cobol 1 BHELLHEN cpenon;




MX 3BOMIIOLMS NPOTEKana n NpoTekaeT B npeaenax
coobuecTB 1 akocucTeM. Noka3aHo, Y4TO COX-
HOCTb CTPYKTYPHOWM OpraHm3aumm 3KOCUCTEM
oOycnoBfieHa KOMMYECTBOM BUOOB XMBbIX Opra-
HU3MOB W YMC/IOM B3auMOCBA3EN MeXAy HUMU,
T. e. BUOOBbIM pa3HooOpasnemM. OueHka U co-
XpaHeHne BMOOBOro pasHoobpasus, ero Gopmm-
POBaHUS U U3MEHEHUN B COBPEMEHHbIX YCOBU-
X HeoOxoauMbl, 0COBEHHO M13-3a HapacTaloLen
yrpo3sbl notepu GMoNornMyeckoro pasHoobpasus,
B TOM YMCIIE N B CBA3M C 9KCMlyaTaumen npmpoa-
HbIX 9KOCUCTEM.

ABTOp paccMOoTpesi O4YEeHb BaXHbIA BOMNPOC
0 OYHKUMOHMPOBAHUN 3KOCUCTEMBI, KOTOpPasi MO-
XeT ObITb NpefcTaBeHa kak pasHoobpasne BUaoB
MnoC B3aMMOCBA3b MOTOKOB BELLECTB, 3HEpruuv
1 nHpopmMaunn, NpMyemM nocnegHve paccmMarpu-
BAIOTCS KaK OpraHn3yoLme 1 perynupyrowine dak-
TOpbl. ITO ANHAMMYECKOe B3anMoaencTeme obec-
neynBaeT cTabuSIbHOCTb 9KOCUCTEMbI BO BPEMEHN
1N B MPOCTPAHCTBE, T. €. ee PyHKUNOHMPOBAHME.
Ocoboe MecTo B aKOocuMCTeMax 3aHMMaeT GanaHc
OpraHMyeckmx BELLLECTB, BKJIlOYalOLWMX B cebs pas-
HOPOAHbLIE W CNOXHble BUOTUYECKME MPOLLECCHI.
BanaHc opraHM4yeckmnx BELLECTB HENb3s paccmart-
pvBaTb TOMbKO Kak Pas3HOCTHOCTb MeXAy MOoCTymn-
NIEHNEM U BbIHOCOM M3 9KOCUCTEMbI, MOCKObKY
OpraHnyeckme BeLLecTBa MOryT TakKe CUHTE3NPO-
BaTbCsl U BHYTPU 9KOCUCTEMBI. BOonbLLOE 3HaYeHne
MMEIOT NPEeACTaBNEHnsl, XapakTepuayloLme CKo-
pocTb 06pa3oBaHus (NPOAYKLUMS) U paspyLLleHus
(DecTpykuusa) opraHM4ecKmnx BeLlecTB, U MMEHHO
Takoe LWMPOoKoe MoHMMaHne 6anaHca MoJIoXKeHO
B OCHOBY 9KOCUCTEMHbIX UCCnenoBaHnn. B kHure
noapoBbHO PAaCCMOTPEHbI MEXaHN3Mbl PYHKLIMOHN-
POBaHUS 03EPHbIX 3KOCUCTEM.

OuyeHb BaXxHO, 4TO aBTOp 06paTuUi 0coboe BHU-
MaHue Ha BOMPOCHI, KacalLMecs NCNOb30BaHUS
dyHOAMEHTasbHbIX 3HAHWI MO 3KOJ0rMn Ons pe-
LeHns npakTndeckmnx 3agad. OH nokasan, 4To 3KOo-
Jlorvsi, onMpasicb Ha BECb KOMMJIEKC Bronormnyec-
KMX M CMEXHbIX HaykK, CO30aeT GyHAAMEHTANbHYIO
Hay4yHylo 6a3y A5 rapMOHUYHOIO COYeTaHus BCe
BO3pacCTaloLLLEro BO3AENCTBMSA YenoBeka Ha OK-
pyXatoLLylo cpeany C 3akoHamMu npupoabl, ynpas-
naowmmn 6nocdepoii. ObcyxaatoTcs NnpobaemMsl
OMONOrMYECKNX WHBA3W; 3arps3HEHUs BOOHbIX
9KOCUCTEM; MHTPOAYKLIMN HOBbIX BUOOB PbIO 1 ak-
BaKyNbTypbl. ABTOP MOAYEPKHYI, YTO NPOBEAEHUIO
XO3ANCTBEHHbIX MEPOMNPUATUIN B NMPUPOOHLIX 3KO-
cucTemMax 0653aTesibHO A0JIKHbI NpeaLecTBOBaThb
crneumanbHble HayyHble uccnepoBaHus. Heob-
XOAMMO TakXe HarnpaBfiEHHO rOTOBUTb cheuuma-
JINCTOB MO OXPaHE OKPYXaloLLEen cpenbl — Npupo-
[OBEeOoB, KOTOpbIE, WCMOAb3ysd 3KONOrmyeckmne
3HaHWS, O0JXKHbl 0O0CHOBbLIBATL MPOrHO3 OXWAa-
EMbIX PEe3yNbTaTOB MPOEKTOB Pa3/IMyHbIX MEpPOo-
NPUSTUA, CYLLLECTBEHHO 3aTparvBaloLLmMxX NPUPOL-
Hbl€ 9KOCUCTEMBbI.

B 3akntouyeHne cnegyet oTMETUTb, YTO 0BCyX-
JaemMble aBTOPOM Hay4Hble Npo6sieMbl HECOMHEH-
HO akTyasibHbl, OyQyT MHTEPECHbl U MNOJIE3Hbl He
TOJIbkO Guonoram, aKoJsioramM, HO U YMHOBHUKAM,
NPUHUMAIOLLMM PELLUEHUS1, OT KOTOPbIX B HEMAOW
CTerneHn 3aBUCUT BO3LENCTBME HYENTOBEKA HA BOA-
Hble 3KOCUCTEMbI. OTa KHUra CTaHET OT/UYHbIM
nocobvem npenogaBatensaMm U ctygeHTam 6uo-
normyeckmx GpakynbTeTOB, @ TaKKe MHOMOYMUCIEH-
HbIM JIOOUTENAM NPUPORHI.

H. H. HemoBa, 41.-kopp. PAH, 4. 6. H.,
O. . Crepnurosa, 4. 6. H.
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NMPABWUJIA OJ14 ABTOPOB

(TpeboBaHus Kk paboTam, NpeacTaBASEMbIM K MyOmMKaunm
B «Tpynax KapenbCkoro Hay4Horo ueHtpa Poccuinckomn akagemumm Hayk», ¢ 2015r.)

«Tpyabl Kapenbckoro Hay4yHoro ueHTtpa Poccuiickon akapemumn Hayk» (oanee — Tpyasl KapHLU, PAH) ny6nuky-
0T pe3ynbTaThl 3aBEPLUEHHbLIX OPUIVMHAMIbHBLIX UCCNEA0BaHMI B Pa3/iMyHbIX 061aCTAX COBPEMEHHOM HayKun: Teope-
Tnyeckre n 0630pHbIe CTaTbW, COOOLLLEHNS, MaTepUaibl O Hay4YHbIX MEPONPUATUAX (CUMMNO3MYMaX, KOHDEPEHLMSX
1 op.), nepcoHanuu (1oéunen 1 gatbl, NOTEPU HAYKN), CTaTbM NO UCTOPUK Haykun. [peacTaBnsiemMble PaboTbl A0SKHbI
coaepxartb HOBblE, paHee He Ny6IMKOBaBLUMECS AaHHbIE.

CtaTtbu npoxonaTt oba3aTenbHOe peueH3npoBaHue. PeweHre o nybankaumm npuHMMaeTcs
penakLMOHHOM KONNernen cepmmn nnu tematndeckoro soinycka Tpynos KapHL, PAH nocne peueH3npoBaHus, € yye-
TOM Hay4HOW 3HAYMMOCTU M aKTyanbHOCTU NPEACTaBfEHHbIX MaTepuanos. Pegkonnernm cepuii U OTAENbHbIX Bbl-
nyckos Tpyaos KapHLL PAH octaBnsioT 3a coboii npaBo Bo3BpaLLaTbh 6€3 pernctpaumm pykonmcu, He oTeevaioLme
HACTOSLLMM NPaBuIaM.

Mpn nony4yeHnn penakumen pykonnucb PErMCcTpPUPYETCH (B Cy4ae BbIMOSHEHNS @aBTOPaMU OCHOBHbIX MPaBu ee
0hOpPMNEHNS) U HANPaBASETCs Ha OT3bIB peLeH3eHTaM. OT3blB COCTOUT U3 OTBETOB HA TUMOBbLIE BOMPOCHI aHKe-
Tbl 1 MOXET COAEpPXaTb AOMONHUTENbHBIE PACLUMPEHHbIE KOMMEHTapum. Kpome Toro, peueH3eHT MOXeT BHOCUTb
3aMeyaHus 1 NPaBky B TEKCT PYKONUCKU. ABTOPaM BbIChIIAETCS 3NIEKTPOHHAS BEPCUS aHKETbl U1 KOMMEHTapun pe-
LeH3eHTOB. JlopaboTaHHbI 9K3eMMISP aBTOP AOJIKEH BEPHYTb B PeAAKUMI0 BMECTE C NepBOHAYasbHbIM 9K3EeMIM-
NISPOM 1 OTBETOM Ha BCE BOMPOCHI PELLEH3EHTA HE MO3HEee YeM Yepes MecsL, Nocne nonyvyeHns peueH3uu. MNepen
ony6ankoBaHMeEM aBTOpaM BbIChITAeTCS pacrnevyaTaHHas BEpCUs cTaTbl, KOTOpas BblYMTLIBAETCH, NOAMUCHLIBAETCA
aBTOpaMu 1 BO3BpaLLAETCs B pefakumio.

XypHan nMeeT NONHOULEHHYIO 3N1eKTPOHHY Bepcuio Ha 6ase Open Journal System
(OJS), no3BonstoLLyO NePEBECTM NPefOCTaBEHNE U PefaKTUPOBaHNE PyKONUCK, OBLLLEHWE aBTOPaA C PpeaKonieri-
SIMU CEPUIA U PELLEH3EHTAMK B 9NIEKTPOHHBIM hopMaT 1 06ecneymBatoLLyo NPO3PaYHOCTb NPOLLECCa PELLEH3MPOBA-
HWS MPY COXPaHEHUM aHOHUMHOCTHY peueH3eHToB (http://journals.krc.karelia.ru/).

PepakunoHHbIN coBET xXypHana «Tpyabl Kapenbckoro Hay4yHoro ueHTtpa PAH» (Tpyabl KapHLL PAH) onpenenun
nnsi cebs B KQYeCTBE OJHOM0 13 NPUOPUTETOB MOJIHYIO OTKPLITOCTb U34aHUs. DTO O3HAYaeT, YTO MOJIb30BaTENSAM
Ha ycroBusiX CBOOOAHOr0 A0CTyna pa3peLlaeTcs: YuTaTb, CkaunBaTb, KONMMPOBATb, PACNpPOCTPaHsaTb, neyataTb, UC-
KaTb UM HAXOAMTb MOJIHbIE TEKCTbI CTATEN XypHana no ccbilke 6€3 NpeasBapuTenbHOro pa3peLleHns oT usgartens
1 aBTopa. Yupeautenu xypHana 6epyT Ha cebsa Bce pacxoibl N0 pefakLMOHHO-U34aTeNbCKoM NOArOTOBKE cTaTen
1 nx ony6InKoBaHMIo.

CopepxaHne HomepoB TpynoB KapHL, PAH, aHHOTauUMn 1 NONHOTEKCTOBbLIE 3NIEKTPOHHbLIE BapUaHTbl CTaTew,
a Takxe gpyras nosesHas nHdopmauvs, Bkoyas Hactosawume MNpasuna, AOCTYMNHbI Ha canTax — http://transactions.
krc.karelia.ru; http://journals.krc.karelia.ru

MouToBkI agpec pepakummn: 185000, r. MeTposasoack, yn. MywkuHekasn, 11, KapHLU, PAH, pepakuns Tpynos
KapHLL PAH. TenedoH: (8142) 762018.

NPABUJIA ODOPMJIEHUSA PYKOMUCHU

CraTbu Ny6AMKYOTCS HA PYCCKOM UM @HTIMIACKOM $3blke. PyKONUCK A0MKHbI ObITh TLLATENBHO BbIBEPEHbBI U OT-
penakTMpoBaHbl aBTOPAMMU.

O6bem pykonucu (Bknodas Tabnuupl, CIMCOK NUTepaTypbl, NOAMNCU K PUCYHKAM, PUCYHKIN) HE J0JIKEH NPEBbI-
watb: ans 0630pHbIX cTatent — 30 cTpaHuu, Ans OpUrnHasbHbIX — 25, Ans coobleHnii — 15, ons XPoOHUKM 1 peuegH-
3uin — 5-6. O6BbEM PUCYHKOB HE AOMKEH npeBbiwaTh 1/4 o6bema ctatbn. Pykonucy 60nbluero o6bema (B MCKoYm-
TeNbHbIX CJlyYasix) NPUHUMAOTCS NPY 4,OCTAaTOYHOM 06OCHOBAHMM MO COM1aCOBaHMIO C OTBETCTBEHHBIM PEAAKTOPOM.

[Mpu odopmneHnn pykonmcm NPUMEHSIETCS NOJSTYTOPHbIA MEXCTPO4HbIN nHTepsan, wpudT Times New Roman,
kernb 12, BolpaBHMBaHME N0 060MM kpasm. Pasdmep noner ctpaHuubl — 2,5 cM CO BCex CTOPOH. Bce cTpaHumupl,
BKJIOHAs CMUCOK NnuTepaTypbl U NOAMNUCU K PUCYHKAM, OO/MKHbI UMETh CIMJIOLUHYIO HYMEepPauMio B HUXKHEM MPaBOM
yray. CTpaHuubl C PUCYHKaAMU HE HYMEPYIOTCS.

Pykonucu nopatoTcsa B anekTpoHHOM Buae B dopmate MS Word Ha canTte http://journals.krc.karelia.ru nnéo Ha
e-mail: trudy@krc.karelia.ru, nnu xe npeactaBnaOTCa B peaakumio nnMyHo (r. NeTtposasoack, yn. MNywkuHekas, 11,
kab. 502). K pykonucu xenartenbHo npunaratb ABa OyMaXHbIX 3K3eMnaspa, HanevyaTtaHHbIX Ha OQHOW CTOPOHE NC-
Ta dopmaTa A4 B OOHY KOJTOHKY.
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OBLUUA NOPAAOK PACIMOJIOXXEHUS YACTEW CTATbU

OnemeHTbl CTaTbM AOJKHbI pacnonaratbCa B cneaywowem nopsaake: YK KkypCuBOM Ha NepBOW CTpaHu-
ue, B JIEBOM BEPXHEM YrJly; 3arjiaBue CTaTby Ha PYCCKOM $3blke 3arnaBHbIMU OGYyKBaMU MONYXUPHbBIM
wpunodTOo M; nHmumansl, amMmanm BCEX aBTOPOB HA PYCCKOM A3bIKE MONTYXUPHBLIM WP KO TO M; NOJHOE Ha-
3BaHWe opraHmM3aummn — MecTa paboTbl KaXk40ro aBTopa B UMEHUTENIbHOM MNaZleXe Ha PYCCKOM Si3blke KYP CUBOM
(ecnn aBTOPOB HECKOJbKO 1 PabOTaT OHM B Pa3HbIX YUPEXAEHUSX, CleayeT OTMeTUTb apabckumn umdpamm co-
OTBETCTBUE DaMUINIA aBTOPOB YYPEXAEHMSM, B KOTOPbLIX OHM paboTaloT; ecnv Bce aBTopbl CTaTbl paboTaloT B 04-
HOM Y4YPEXIAEHNM, MOXHO He yKa3blBaTb MECTO paboThl KaX40ro aBTopa OTAE/bHO); aHHOTaLMS HA PYCCKOM SI3bIKE;
KJII04YEBbIE CJI0BA Ha PYCCKOM f3blKe; nHuumasbl, GaMmuimm BCeX aBTOPOB Ha aHIMIMNCKOM A3bIKE MO JTY XN P HbIM
W pundTOoM; Ha3BaHME CTaTbW Ha AHMINNCKOM s3blke 3arfnaBHbIMU GyKBaMW MNONYXUPHBIM WpPpUo-
T 0 M; aHHOTaUMSA Ha aHIJIMNCKOM A3bIKe; KJI0YEeBbIe CI0BA Ha aHIJIMNCKOM A3blKe; TeKCT CTaTbW (CTaTbu 3KCNepu-
MEHTa/IbHOrO XapakTepa, Kak npaBwusio, OOMXHbI MeTb pasaesnbl: BBepeHne. MaTtepuansl u metoabl. Pe3ynb-
TaTbl U 00cyxaeHue. BeiBogbl 1160 3aknovyeHue); 61arogapHOCTU U ykasaHUe UCTOYHUKOB GUHAHCUPOBaAHUS
BbINOJIHEHHbIX NCCIEA0BaHNIA; CNUCKN NUTepaTypbl: ¢ bubnnorpaduyeckumMmm onucaHusaMm Ha a3bike 1 andasute
opurvHana (Jiutepatypa) 1 TpaHCIUTEPUPOBAHHLIN B JTATUHULLY C NEPEBOLOM PYCCKOSA3bIYHbLIX NCTOYHUKOB Ha aH-
rnuiickuin a3bik (References); Tabnvubl (Ha OTAENbHBLIX JINCTAX); PUCYHKN (HA2 OTAENbHbLIX NUCTax);
NOAMNUCK K PUCYHKaM (Ha OTLEeNIbHOM N1ucCTe).

Ha oTpnenbHOM nucTe AONONHUTENbHbe cBefeHUs 06 aBTopax: GpamMunum, MMeHa, OT-
YyecTBa BCEX aBTOPOB MOJIHOCTbLIO Ha PYCCKOM U aHINIMMCKOM $i3bIKe; MOJIHbIV MOYTOBLIN afpec Kaxaon opraHnaa-
UMK (CTpaHa, ropo) Ha PyCCKOM U aHIIMACKOM S3blKe; OOJKHOCTU, Hay4Hble 3BaHUA, y4eHble CTENeHN aBTOPOB;
agpec 3JIEKTPOHHOM MOYThl 419 KaXO0ro asTopa; TefiedoH A9 KOHTAKTOB C aBTopaMu CTaTbM (MOXHO OOVH Ha
BCEX aBTOPOB).

SATTIABNE CTATbW fomkHO TOYHO OTpaxaTb COAEPXaHME CTaTbn™ 1 COCTOATb N3 8—10 3HAYMMBbIX CNOB.

AHHOTAUUA** pomkHa 6bITb NnLieHa BBOAHBLIX ¢pas, co34aBaTb BO3MOXHO MNONHOEe npencTtaBfe-
HWe O copgepXaHUn cTaTbU N UMETb 06beM He MeHee 200 cnoB. Pykonuck ¢ HEAOCTATOYHO PackpbiBato-
el coaepkaHne aHHoTaumel MOXET ObITb OTKJ/IOHEHA.

OTtmenbHom cTpokon npusoanTcs nepedeHb KIKOYEBbBIX CJIOB (He meHee 5). KnoueBblie cnosa nunn CaoBOCO-
yeTaHua OTAENATCA APYr OT Apyra TOYKOW C 3ansTol, B KOHUEe dpasbl cTaBuTcs Todka. Cnoea, ¢purypmpyloime
B 3aroJIOBKe CTaTbW, K/TIOYEBLIMU ABNATLCSH HE MOTYT.

Paspen «Matepuanbl 1 MeTOAbI» O0SIXKEH coaepXaTb cBeaeHns 06 00bekTe UccnenoBaHus ¢ 06s3aTesnbHbIM
yKa3aHneM NaTUHCKNX Ha3BaHUM U CBOOOK, MO KOTOPbIM OHU MPUBOAATCSH, aBTOPOB Knaccudukauuin n np. TpaHc-
Kpunuma reorpaduryeckrx HasBaHUM A0JKHa COOTBETCTBOBATL aT/iacy nocnegHero roga nsgaHua. EanHuusl eu-
314eCKMX BEeNNYMH npmBoaaTtcs no MexayHapoaHon cucteme CU. XenatenbHa ctatuctuieckas obpaboTka Bcex
KOJINYECTBEHHbIX AaHHbIX. HE0BX0AMMO BO3MOXHO TO4YHEE 0603Ha4YaTb MECTOHAXOXAEHMS (B naeane — C TOYHbIM
yKkadaHnem reorpadunyeckmnx KOopamHar).

M3noxeHve pe3ynbLTaToB AO/MKHO 3akKl04aTbCs HE B Nepeckase comepxaHus Tabnuy, u rpadurkos, a B BbisiBie-
HUW CNenyLWwmnx N3 HUX 3aKOHOMEPHOCTEN. ABTOP A0J/IKEH CPABHUTL MOJIYYEHHYIO UM MHGPOPMALMIO C UMEIOLLLENCH
B IMTEpaType 1 nokasaTtb, B 4HeM 3ak/toHaeTcs ee HoBU3Ha. CrnefyeT cebinatbCs Ha TabNNYHbIA U UNIOCTPATUBHBIN
MaTepwuan Tak: Ha pUCyHku, dotorpacdun 1 Tabnuusl B Tekcte (puc. 1, puc. 2, Tabn. 1, 1abn. 2 T. O.), potorpadun,
nomMetaemble Ha Bkelikax (puc. |, puc. ll). ObcyxaeHune 3aBepluaeTcs GOPMYIMPOBKO B pasaene «3akiovyeHmne»
OCHOBHOI0O BblBOAA, KOTOpas LOJKHA coaepXaTb KOHKPETHbLIA OTBET Ha BOMPOC, NOCTaBJIEHHbIN BO «BBeneHnm».
Ccbinku Ha NnuTepaTypy B TekcTe pawoTtca damunmamu, Hanpumep: Kapxy, 1990 (oamH aBTOp); PameH-
ckas, AHaopeeBa, 1982 (oBa aBTopa); KpyTtoB u ap., 2008 (Tpu aBTopa nnu 6onee) nMbo HavasbHbIM C/TIOBOM onuca-
HUS UCTOYHMKA, NPUBEAEHHOIO B CMIUCKE NUTEPATYPHI, U 3aK/o4atoTCs B KBaApaTHble ckobku. Mpu nepeuncneHnn
HECKOJIbKMX MCTOYHMKOB PabOoThl pacrnonaralTCs B XPOHOJIOMMYECKOM mnopsiake, Hanpumep: [MBaHoB, Tonopos,
1965; YcneHcknia, 1982; Erwin et al., 1989; Atnac..., 1994; Longman, 2001].

TABJILbI HymepytoTCs B NOPSiAKE YNOMUHAHUS UX B TEKCTE, Kaxkaas Tabnuua MMeeT CBOW 3arofioBok. Ha nonsx
OyMaXxHOro ak3emrnisipa pykonucu (crnesa) kapaHOalloM yKasblBaloTCS MecTa pacrnosioXeHus Tabnuu npu nep -
BOM YNOMWHAHWUM UX B TeKCTe. lnarpamMmbl U rpadukm He AONXHb AybnmpoBaTb Tabnuubl.
Matepuan Tabnuu, f0MXKeH O6biTb NOHATEH 63 A0MNONHUTENBHOrO 06paLLleHnst K TEKCTY. Bce cokpalleHums, cnosb-
30BaHHble B TabnMue, NOSCHATCS B [prMeyaHnn, pacnonoxXeHHOM nof Hel. MNpu noBTopeHun umdp B ctonbuax
HY>XHO MX MOBTOPSATb, NPU NOBTOPEHUM CJIOB — B CTONBLLAX CTaBUTb KaBbl4k1. Tabnuubl MOryT ObiTb KHUXHOW Un
anbOGOMHOI opueHTaLmy (Mpy cobNI0AEHM BbilLeyKa3aHHbIX MapaMeTPOB CTPaHMLLbI).

PNCYHKW npepnctaBngaoTca otaenbHbiMn dannamu ¢ pacwmpenvnem TIFF (*.TIF) nnu JPG. MNpu nep-
BMYHOW Nnopade MaTtepuana B pefakumio PUCYHKM BCTaBASAIOTCS B 00WMiA TekcToBOl dain. MNpu caoavye matepua-
na, NPUHATOrO B NeYatb, BCE PUCYHKN U3 TEKCTA CTaTbU AOJIXKHbI ObITb YOPaHbI 1 NPEACTaBNEHbI B BUAE OTAESbHbIX
daiinos B BbileykazaHHOM dopmaTe. 'paduryeckme maTepuansl JOSKHbI ObITb CHAGXEHbI pacneyaTkamuy ¢ ykasa-

* HasBaHusa BMOOB NPUBOASATCS Ha natuHckom si3blike KYPCKMBOM, B ckobkax ykasblBalOTCS BbiCLUME TakCOHbl (CEMENCTBA),
K KOTOPbIM OTHOCSTCSt 0ObEKTbI UCCNIeA0BaHNS.

**  ObpaliaeM BHUMaHVE aBTOPOB, YTO B CBA3M C NOATOTOBKOW XXypHana K BKIIIOYEHWIO B MeXAyHapoaHble 6a3bl AaHHbIX 61bnno-
rpaduyecKkmx ONUCaHUM U HAYYHOro LIUTUPOBAHNSA pacLUMPEeHHas aHHOTaUMs Ha aHMIMNCKOM S3blKe, a TakXe TPaHCINTEPUPOBaH-
HbIA B NaTUHKLLY CMIMCOK MCMOJIb30BAaHHOM NUTEpaTypbl NpruobpeTatoT 0coboe 3HaYeHe.
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HUEM XenaTenbHOro pa3Mepa PUCyHka, NoXenaHuin n TpeboBaHWii K KOHKPETHBIM UintlocTpaumsm. Ha kaxapiii pu-
CYHOK A0JIXHA ObITb Kak MMHMMYM OlHA CCblIKa B TekcTe. UnniocTtpayumum o6 beKTOB, MCCNEe[O0BaAHHbIX
C NTOMOWbID GOTOCHLEMKM, MUKPOCKOMA (ONTUYECKOr0, 3NEKTPOHHOIO TPAHCMUCCUOHHOIO U CKaHMPY-
IOLLLEr0), [OJIKHbI CONPOBOXAATLCA MACLUTAOHBIMU NUHENKaMU, NPUYEM B MOLPUCYHOUYHbIX MOAMUCSX HAA0 yKka3aTb
ONVHY NMHenKkn. NpruBOANTL AaHHbIE O KPATHOCTU YBENMYEHUS He0Bs3aTeNbHO, MOCKOJIbKY NPV NyOGAMKaLLMN PUCYH-
KOB pasamepbl n3MeHATcs. KpynHomMacwTabHble KapTbl XenaTelbHO NPUBOANTL C KOOPANHATHOM CEeTKON,
00603HaYeHNAMN HAaCeNEeHHbIX MYHKTOB 1/1AN Ha3BaHUAMN GU3NKO-reorpadryeckmx 06bLEKTOB 1 pasHon dakTypoi
Ons BoObl M cywn. B yrny kapTbl kenatesibHa Bpe3ka C MeslkoMacLuTabHoW KapTol, rae 6bii 6bl ykadaH y4acTok, yBe-
JINYEHHbIN B KPYNHOM MacLuTabe B BUAE OCHOBHOW KapThbl.

NnoAnMNCnN K PUCYHKAM ponkHbl coaepxkaTb 4OCTaTOYHO MOJIHYI0 MHGOpMaLnio, O TOro YToObl NPMBOANMbBIE
[aHHbIe MOrfin BbITb MOHATHLI 63 06paLLeHNst K TEKCTY (ecnun aTa MHpopmaums yxe He JaHa B Apyron uaniocTpa-
ummn). A6bpeBmnaumm paclundpoBLIBAIOTCS B MOAPUCYHOUYHbIX MOAMUCSX.

NATUHCKUE HASBAHNA. B paclumMpeHHbIX NaTUHCKMX Ha3BaHUSX TakCOHOB HEe CTaBUTCH 3ansaTtasa mexay da-
MWIME aBTOPOB U rOA0M, 4YTOObI Oblla MOHATHA pa3HULA MEXAY MNOMHbIM Ha3BaHMEM TakCOHa W CCbINKON Ha ny6-
nMKauuvio B CNucke nutepatypbl. Had3BaHMa TakKCOHOB pojga M BuUAa nNevyaTawTCcd KYypCUBOM.
BrnvcbiBaTb naTUHCKME HA3BaHUS B TEKCT OT PYKU HeZonycTumo. Ona dnopmnctmyecknx, GayHMCTUHECKUX U TaKCo-
HOMMYECKMX paboT Npu NepPBOM YNoMMHAHUKN B TEKCTE U Tabnunuax NpuBOAUTCS PYCCKOE Ha3BaHue B1aa (ecnu Ta-
KO€ Ha3BaHMe MMEETCS) U NMOSIHOCTLIO — JITATUHCKOE, C aBTOPOM U XeNaTeNbHO C FOA0M, HanpuMep: BOASHHOM OCAVK
(Asellus aquaticus (L. 1758)). B nanbHenwem MOXHO yrnoTpebnsaTb TOJIbKO PyCCKOE Ha3BaHMe Ui CoKpalleHHoe na-
TUHcKkoe 6e3 pamunnmm aBTopa 1 roga onybnnkoBaHus, HanpuMep, Ans 6ploxoHororo monntcka Margarites groen-
landicits (Gmelin 1790) — M. groenlandicus vnv ona nogsupa M. g. umbilicalis.

COKPALLEHW4. PaspeluatoTcs nvilb 06LWENPUHATLIE COKPALLEHUS — HAa3BaHUS Mep, GU3NYECKUX, XMMUYECKNX
N MaTeMaTunyeckux BEIMHUH 1 TEPMUHOB 1 T. M. Bce cokpalleHmsa AomxkHbl ObiTh paclumMdppoBaHhbl, 3a UCKIIIOYEHNEM
HeBOoNbLLOro Yncna obLeynoTpeduTeNbHbIX.

BNAFOOAPHOCTW. B atoii pybpuke BbipaXaeTCsd NPU3HATENbHOCTb YaCTHbIM NLAaM, COTPYAHMKAM ydypexae-
HUI 1 poHAAM, OKa3aBLLUMM COAENCTBME B MPOBEAEHUN UCCNEA0BAHUI U NOATOTOBKE CTaTbU, a TakXe yKa3bliBaoTCa
WNCTOYHUKN PUHAHCMPOBaHUS paboThbl.

CMNNCOK JIMTEPATYPbI. MpucTaTenHble CChINKU U/UAN CANCKX MPUCTATENHOM nuTepaTypbl cnenyeTt odop-
mnate no FOCT P 7.0.5-2008. Bubnuorpadudeckas ccbiika. Obwime TpeboBaHMS M MNpaBusia COCTaB/IEHMUS
(http://www.bookchamber.ru/GOST_P_7.0.5.-2008). Cnucok paboT npeacrasnseTcs B andaBUTHOM nopsake. Bece
CCbIJIKM AAK0TCS Ha 3blke opurvHana (Ha3BaHUs Ha ANOHCKOM, KUTANCKOM 1 APYrvX A3blKax, UCMOMb3YOLWMX Hena-
TUHCKWIA WpUOT, NULLYTCA B PYCCKOM TpaHckpunumm). CHavana npuBoamMTCS CNNCOK paboT Ha PYCCKOM si3bIKE U Ha
A3blkax ¢ 61n3kM andaBuUToOM (YKpanHCKuiA, 6onarapckuii u op.), a 3atemMm — paboTbl Ha S3blkax C NaTUHCKMM anda-
BUTOM. B cnncke nutepaTypbl MeXAy MHMLuanamm ctaButcs npoodern.

TPAHCJIMTEPUPOBAHHbIA CNUCOK JIMTEPATYPbI (References). MpueoanTca oTAENbHLIM CMMCKOM, MOB-
TOpsiIs BCe NO3ULMM OCHOBHOIO crnvcka nmrepatypbl. OnucaHms pyccKos3blYHbIX paboT ykasblBalOTCS B TATUHCKOM
TpaHcnMTepaumn, paaoM B KBaapaTHbIX CKOOKax MOMELLLAeTCs UX NepeBo, Ha aHTTIMNCKNI 93biK. BbIXoaHbIE AaHHbIE
NPVBOASTCA HA aHMIMNCKOM A3blKe (OOMYyCKaeTCs TpaHCAnTepaums Ha3BaHUs nsgatenbcTea). [pn Hann4mm nepe-
BOJHOI BEPCUM UCTOYHMKA MOXHO yka3aTb ero 6ubnmnorpaduyeckoe onvcaHme BMeCTO TPAHCIUTEPUPOBAHHOTO.
Bubnuorpaduyeckne onmcaHusa Nnpoymnx paboT NPUBOOATCS Ha A3blke opuUrnHana. ns coctaBneHus cnmcka peko-
MEHAyeTCs MCnosib3oBaHme 6ecrnnaTHon NnporpamMmel TpaHcIMTepaumn Ha calite http://translit.ru/, BapmaHTt BSI.

Brumanune! C 2015 roga kaxaon ctatbe, Nnydonukyemon B «Tpyaax Kapenbckoro Hay4yHoro ueHTtpa PAH», pepak-
uVen npuceamMBaeTCs YHUKasIbHbIA MAEHTUDUKALNOHHBIN HOMepP LmdpoBoro obbekTa (DOI) n ctaThs BkAYaeTcs
B 6a3y AaHHbIX Crossref. 0693aTeNbHbIM YCIOBUEM SIBNIIETCA YKa3aHue B cnuckax nutepartypol DOI gng Tex
paboT, y KOTOPbIX OH €CTb.
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"UHcTUTYT 6Uonoruv Kapesbckoro Hay4Horo yeHTpa PAH

2NHCTUTYT akcnepumeHTaabHou 6otaHnkmn HAH Pecnybnvku Benapyck um. B. . Kynpesuya
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(nnowapka) B 5 NOBTOPHOCTAX
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