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YJIbTPACTPYKTYPA XJIOPOIJIACTOB MNLWEHULbI
(TRITICUM AESTIVUM L.) NPU XOJ1I040BOU AOANTALIMN
U JEACTBUMN ABCLIN30BON KUCJ1OThbI

0. B. Benwxwuk', B. B. TananoBa', A. ®. Tutos’, E. A. Mupocnagos’

" HcTuTyT Bronornm Kapesnbckoro HayyHoro LeHTpa PAH
? BoraHuyeckuii MHCTUTYT umM. B. J1. Komaposa PAH

Ha npopocTkax nweHuubl Noka3aHo, YTO 3K3oreHHas abcumaoBas kucnota (ABK) He
TOJIbKO BbI3bIBAET A0MOSHUTENBHbIV NPUPOCT YCTONYMBOCTU KIIETOK JIMCTBEB B NMPOLEC-
ce xonogoeoi agantaumm (4 °C), HoO 1 MoANOULMPYET YNbTPACTPYKTYPY XJSIOPOMNIacToB.
B yactHOCTW, Npn 3akanuBaHWKW MWEHWUbl B NPUCYTCTBUKN 3k3oreHHon ABK (0,1 mM)
3adUKCUPOBAHbI OOMOMHUTENBHOE YBENNYEHWE MJIOWAAN XN0POnaacToB, YNNOTHEHVE
CTpOMbI, 06pa3oBaHME BbIPOCTOB XJIOPOMIACTOB, @ TaKKe U3MEHEHUS B TUIAKOWHOMN
cucteme nnactug. O4yeBMAOHO, 4YTO OBHAPYXEHHbIE YNLTPACTPYKTYPHbIE U3MEHEHUs
XJI0POMJIAaCTOB Y4aCTBYIOT B GOPMUPOBAHNY NOBBILLEHHOW YCTOMYNBOCTM KNETOK JINCTh-
€B, NOAAEPXMBAA U «PUKCUPYS» ONPEeaENEeHHYI0 YaCTb MPOUCXOASLLMX MPY 3TOM DYHK-
LUMOHaNbHbIX UBMEHEHWIA 1 06ecneymBas TEM caMblM 6osiee LONrOCPOYHYIO OCHOBY AJ1S
aganTtaumm pacTeHUn K NPOA0IKUTENBHOMY AENCTBUIO HU3KMX TeMnepartyp.

KnioyeBbl e ¢cnoBa: Triticum aestivum L., xonogoBoe 3akanneaHue, abcumnsoBas
KMCNoTa, X0N1040YCTOMYMBOCTb, YNbTPACTPYKTYpPa X/I0PONnIacToB.

Yu. V. Venzhik, V. V. Talanova, A. F. Titov, E. A. Miroslavov. THE
ULTRASTRUCTURE OF CHLOROPLASTS IN WHEAT DURING COLD
ADAPTATION AND ABA INFLUENCE

The study of wheat seedlings showed that exogenous abscisic acid (ABA) not only stimulated
an additional increase of the leaf cells cold tolerance in the process of cold adaptation (4 °C)
but also modified the ultrastructure of chloroplasts. In particular, the results gained during
wheat hardening with exogenous ABA (0.1 mM ) indicated an additional increase in the area
and density of the chloroplasts stroma, formation of numerous invaginations in chloroplasts as
well as changes in the plastids thylakoid system. It seems that most of the observed
ultrastructural changes in chloroplasts are involved in the formation of an increased leaf cells
tolerance and meant to “fix” and support a certain part of functional changes, promoting
thereby the long-term cold tolerance of the plants.

Key words: Tritcum aestivum L., cold hardening, abscisic acid, cold tolerance,
ultrastructure of chloroplasts.

BeepneHune pofnb B MexaHu3Max agantaumn pacTeHMn K pas-
NNYHbIM HebnaronpuaTHLIM dakTopamM BHELLHEN

A6cumzosasn kucnota (ABK), KOTOpylo 4acTo Ha-  NPUPOAbI, BKOYas HMU3KUE Temnepartypbl [TUTOB,
3blBAIOT FOPMOHOM CTpECCa, UrpaeT O4eHb BaXHYO  TanaHosa, 2009; Catald, Salinas, 2010]. YctaHoB-

102



JIEHO, B 4YaCTHOCTU, Y4TO POPMUPOBAHNE BbICOKOWN
YCTOMYMBOCTU PACTEHUIN B NPOLLECCE HU3KOTEMIME-
paTypHOro 3akajmBaHusl COMpPOBOXAAEeTCs ObICT-
pbiM HaKOMAEHUEM 3TOro ropmoHa [Tutos, Tana-
HoBa, 2009; Catala, Salinas, 2010], a ak3oreHHas
ABK crnocobHa Bbi3biBaTb [OOMONHUTENbHbLIA, W
OYeHb 3aMeTHbIM, NPUPOCT XON040YCTOMHYMBOCTU
pacTeHMin B 9Tux ycnoBusx [Bakht et al.,, 2006;
TutoB, TanaHoBa, 2009]. MexaHu3Mbl, nexatuue
B OCHOBE AAHHOI0 IBNIEHNS], aKTUBHO UCCeayloTCa
[Bakht et al., 2006; Tutos, TanaHoBa, 2009; Catala,
Salinas, 2010], HO OO cux NOpP He OO KoHua pac-
KpbITbl. Hanpumep, cnabo mnsydeHo BamsHue ABK
Ha ¢oTocmHTeTMYecknii annapat (PCA) pacTeHui
B YCNOBUSIX OENCTBUS HU3KOW Temnepartypbl, XOTs
VIMEHHO XJTOPOMIacTbl OOHMMW U3 MEPBLIX pearu-
pyloT Ha oxnaxpeHue [Kratsch, Wise, 2000;
Crosatti et al., 2013]. N3BeCTHO, 4TO NpU X0NOJ0-
BOM agantaumn B JIMCTbAX PacTEHUN HOPMUPYIOT-
CSl XJIOPONNACTbl Tak HA3bIBAEMOIO «CBETOBOIO TU-
na» — KPyrHble Maactugbl C MeKUMM rpaHamun
[Kratsch, Wise, 2000; Benxuk n gp., 2012]. Takas
CTPYKTYypa xJIOPOMIacToOB MMEET OYEBMOHOE afar-
TUBHOE 3HAYEHVE A1 PACTEHUI B YCNOBUSIX HU3-
Kol Temnepatypbl [Benxuvk n gp., 2012], nockosnb-
Ky MIMEHHO B MeMOpaHax rpaH fiokanmayetcsa ¢$o-
TocucTtema ll, Hanbonee 4yBCTBUTENbHASA K AENCT-
Buio xonopa [Crosatti et al., 2013]. JlornyHo oxun-
naTb, YTO NpenobpadboTka PacTeHUn 3K30reHHOoM
ABK, BbI3bIBalOLLEN JONOSHUTENBHbINA MPUPOCT XO-
NIOLOYCTOMYMBOCTU MNPW 3aKannmBaHUM pPaCTEHUN,
MOXET CnocoBCTBOBATL U YNbLTPACTPYKTYPHOM pe-
opraHusaumn xnoponnactoB. MNopobHoe npeano-
JIOXeHWEe noaTBepXaaeTcss MMEeLMMMCS B nTe-
paType CBEOEHUSIMU O CTabUIM3UPYIOLWEM BUS-
Hun ABK Ha @yHKUMOHaNbHYO akTMBHOCTb (PCA
npu XONOA0BOM 3akanvBaHuu. okasaHo, Hanpu-
Mep, 4To 0bpaboTka ABK nprvBOoauT K YBENMYEHUIO
KoadpdunumeHta HedDOTOXUMUYECKOro  TYLLEHUS
dnyopecueHunn xnopoduana U MakCUManbHOro
KBAHTOBOrO BbiIxoaa ¢poTtocncTemsl Il y 3akaneHHbIxX
NPOPOCTKOB siloLEepHbl [Zhou et al., 2006], a Takke
CTabuNM3npyeT ypoBEHb XJIOPODUIIIOB U KapoTU-
HOVAOB B JINCTbSIX MPOPOCTKOB puUca, NOABEPrHy-
Teix oxnaxaeHuto [Flores-Nemedes et al., 1993].
NMomMmumo aToro ycrtaHosneHo, 4to ABK BnvgeTt Ha
3KCNPEeccuo psiga reHoB, KoAMpPYLWMX Oenku u
depmeHTbl PCA, B TOM uncne pmbynoso-1,5-6uc-
docpaTkapbokcmnasy/okcureHasy un MNPOTEUHBI
cBeTocoOMpalowero  NMrMeHTHOro  kommnsekca
[MegBepes, Llaposa, 2011; Yamburenko et al.,
2013]. OgHako B M3BECTHOM HaM nMTepaType OT-
CYTCTBYIOT OaHHble, NO3BONSOWMNE CYyaANTb O BO3-
MOXHbIX YIbTPACTPYKTYPHbIX M3MEHEHUSX, NPOUC-
X0AdLWmMX B xjioponnacTtax noa snusHuem ABK npum
HMU3KOTEMMEPATYPHOM 3akanveaHun. B cBaA3u ¢
3TUM HaMM NU3Y4eHO BNAUSHME 3k30reHHon ABK Ha

X0/I000YCTOMYMBOCTb KIIETOK JUcTa W ynbTpa-
CTPYKTYPY XJIOPOM/acTOB B MPOLECCE XOS0A0BOM
ajanTauymn nieHuLbI.

MaTtepuanbi u meToAabl

MccnepoBaHue BbINOSTHEHO C UCMOIb30BAHNEM
npubopHo-aHanuTuyeckon 6asbl LleHTpa konnek-
TUBHOIO MOJIb30BaHUSA Hay4HbIM 060pPYOO0BaHMEM
VB KapHL, PAH. OnbiTbl NpoBOAMAN HA HEOENb-
HbIX MAPOPOCTKax 03umown nweHunupl (Triticum
aestivum L.) copta MockoBckasa 39, BbipalL,eHHbIX
Ha nMUTaTeslbHOM pacTBope C J00aBNEeHMEM MUK-
poanemeHToB (pH 6,2-6,4) B Kamepe NCKYCCTBEH-
HOro kKnMMarta npu Temnepartype Bosgyxa 22 °C,
ero oTHocuTenbHom BRaxHoctn 60-70 %, ocee-
weHHocTm okono 10 knk n 14-yacosom ¢oTone-
prnoae. Mo AOCTUXEHUM HEOENbHOro BO3pacTa
MPOPOCTKM NoABepraam BO3OAENCTBUIO HU3KOMN
3akanmeaiouwen Temnepatypbl (4 °C) B TeyeHue
4 cyT, COXpaHsd NPOoYME YCIOBUS SKCMEPUMEHTA
HEU3MEHHbIMM. YacTb NPOPOCTKOB 3a CYTKU
[0 3akanuMeBaHus nomewiann Ha pactsopbl ABK
(0,1 mM) (ICN, CLLA).

O Xx0nopoycTOMYMBOCTM NIUCTLEB CYyAUAU MO
Temnepatype (J1T,,), Bbi3biBatoLLer rmbens 50 %
nanmcagHbiX KNeToK JIMCTOBbIX BbICEYEK Mocne nx
5-MUH. NpoMoOpaxuBaHUs B TEpPMO3INeKTpuye-
CckOM MukpoxonogunbHuke TXP-02/-20 («WH-
Tepm», Poccusa) [Banaryposa v ap., 1982]. Xns-
HEeCnoCOBOHOCTb KJIETOK OLUEHMBaNMU C MOMOLLbIO
ceetoBoro  mukpockona JIOMO  Mwukmen-2
(«JIOMO», Poccus) no koarynsaumv LUTOMIa3Mbl
MU OecTpykuum xnoponnaacTtoB. Kaxabin onbIiT No-
BTOPS/IM HE MEHee Tpex pas ¢ 6-kpaTHon Brono-
rM4Y4eCKOM NOBTOPHOCTLIO.

Ona 9nekTpoHHO-MUKPOCKONUYECKOro wuccne-
[OoBaHMS Bpann BbICEYKN U3 CPedHEN TpeTu nna-
CTUHKU 3-5 NNUCTbEB 1 PUKCUPOBANUN UX MPU TEM-
nepartype 0-4 °C 3%-M rnoTapoBbIM anbaernaom
Ha ¢ocdaTtHom Bydepe (pH 7,2), a 3atem 2%-m
pactBopom OsO,. O6e3BOXEHHbIN B CEPUM CNNP-
TOB M aLETOHOB MaTtepuasn okpalumBanu ypaHui-
aLeTaToM 1 3anmMBanu B CMEChb 3MOKCUAHBLIX CMOJI.
Cpesbl nanncagHom napeHxmMmbl JIMCTbEB MOJy4a-
nn Ha yneTpamukpoTome Ultracut («Reihert», ABCT-
puvs), KOHTPacTUPOBaNN LUTPATOM CBMHLA 1 NPO-
CMaTpuBaIM B 3NEKTPOHHOM MuKpockone Hitachi
600 («Hitachi», AnoHna) npu yeBennyeHnn 1000-
25000. MopdomMeTpuiecKnii aHanna ynbTpacTpyk-
Typbl NMpoBoawics Ha knetkax 1-ro cybanuaep-
MasibHOroO cnos mesodunna No CTaHAAPTHBIM Me-
Toaukam [Benxuk n gp., 2012] Ha 25-50 xnopo-
nnacrtax B Kaxaom BapuaHte onbita. Koadpduum-
€HT rPaHanbHOCTU PACCHUTBLIBANIN KaK OTHOLLEHne
ONIMHBbI MeMOpaH TUNakoMaoB B rpaHax K OjvHe
MeMOpPaH, KOHTaKTUPYIOLLMX CO CTPOMOA.
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B Tabnuvuax n Ha rpadukax npuBeaeHsl cpegHie
apudmMeTnieckme 3HadeHuss U KX CTaHOapTHble
owmnbkn. O AOCTOBEPHOCTM OTANYMIA Cyaunm C no-
mMoLpblo kputepusa CTtbloaeHTa. B ctatbe obcyxaa-
IOTCSH TONbKO BEIMYNHBI, AOCTOBEpHbIe npu p < 0,05.

PesynbTaTtbl M 06CyXXaeHue

[MpoBeaeHHble MCCnenoBaHUS MokKasanu, YTO
nog BAnsiHLEM Temnepatypbl 4 °C xonogoycTonym-
BOCTb KJIETOK JINCTLEB MLLEHWLbI BO3PACTAET YXe B
TeYyeHne nepBbIX CYTOK 3akaJmBaHus, OOCTuras
MakCMMasibHOMoO B JAHHbLIX YCIIOBUSIX YPOBHSA Ha 4-e
cyT (puc. 1). Ok3oreHHas ABK Bbi3biBasia 4ONOAHU-
TENbHbI NPUPOCT YCTONYMBOCTU, KOTOPasa yxe ye-
pes3 24 4 OT Hayana onbiTa 3aMeTHO MpeBbILaNA
MaKCUMasibHbIM YPOBEHb, AOCTUIHYTLIN NPY 3aKanu-
BaHUM 6e3 ropMoHa B TeveHue 4 cyT. 3aTemM [0 KOH-
Lua onbiTa YCTOMYMBOCTb MPOPOCTKOB, 0OpaboTaH-
HbIx ABK, coxpaHsinacbk HemameHHon (CM. puc. 1).

-12 1+

-10 A

H

YCTOHUHBOCTE K 5-MUH
poMopaxuBanuio, JITs,, °C
;

oo
-
N

0 24 96

Dxeno3unus, 4

Puc. 1. BnuaHne ABK n temnepatypsl 4 °C Ha xonono-
YCTOMHYMBOCTb KNETOK SICTa Yy NPOPOCTKOB MLUIEHULUbI:
1-4°C;2- 4°C+ABK (0,1 mM)

YnbTpacTpykTypa X10ponniacToB y NMPOPOCTKOB
NLeHuLpl, BblpallleHHbIX Npu 22 °C, 6bina TUMNMYHOMN
0N 9TOro BMUAA pacTeHUi: XnoponaacTbl NpaBusib-
HOM NIMH30BUAHON HOPMbI COAEPXanM MenKo3ep-
HUCTYIO CTPOMY, B KOTOPOW pacronarajincb MHOro-
YNCNEHHbIE TPaHbl N XOPOLUO pa3BuTasl cuctema
MEXIPaHHbIX TUNakonaoe (puc. 2, a). MNMpw 3akanu-
BaHUM (4 °C) npopocTkoB 6e3 ABK BM3yasibHO OT-
MEYEHO YMEHbLUEHNE pa3MepoB rpaH (puc. 2, 6),
a Takxe YKpyrnHeHue camux XJI0ponaacToB U Nnosis-
JNIEHME B HUX MHOFOYUCAIEHHbLIX WHBarMHauUmin
(puc. 2, B). MNMpun coBmecTHOM BAvsiHum ABK 1 3aka-
JNIMBaloOLLEN TeMNepaTypbl CTPYKTYPa X/I0POniacToB
npeTtepnesana OOMNONHUTENbHbIE U3MEHEHUN: YXe
B TeyeHue nepsbix 24 4 onbliTa Habmoaganock 3a-
METHOE YNJIOTHEHME CTPOMBI, a B XJIOPOMiacTax oT-
MeYeHO NosiBNIeHNe BbIPOCTOB (puUC. 2, I), KOTOpble
Ha3biBaloT cTpomynamu [Gray et al., 2012]. B panb-
Henwem (cnycTsa 4 cyT) Bn3yasnbHO 3adprKCMpPOBaHO
«pa3byxaHue» xJIoponnacToB (puc. 2, 4), a okoso
NNacTua NOSABASAIUCH CKOMAEHUSI MUTOXOHAPUA U
NepoKCUCOM (CM. puC. 2, 4, €).

MopdomeTpuyecknii aHanns ynbTPacTPyKTy-
pbl XJIOPOMJIACTOB MO3BOAMA MNOATBEPAUTbL, YTO
noAa BAVUSIHUEM HU3KOW TEMMEepaTtypbl B KieTkax
Me3odunna neHuusl GopMUpPYTCa Xnoponna-
CTbl «CBETOBOr0o Tuna» — KPyMHblE, C MEKUMU
rpaHamMm U HU3KMM KO3PDUUNEHTOM rpaHasibHO-
CTW, 4TO CBUAETENLCTBYET O NpeobnagaHum Tuna-
KOWAOB CTPOMbI Haf, TunakougamMmu rpaH (tadn.).
Y 3akaneHHbIXx NPOpPOCTKOB, 06paboTaHHbIX ABK,
3adMKCNPOBAHO €LLe OOonbllee yBeNMYEHNE pas-
MEpOB nnacTug 3a CYeT naowaau ux CTPOMb
(cnycTta 4 cyT OT Hayana onbiTa), a Takxke yBesnn-
YyeHne KoJIM4YecTBa rpaH M KoapopuumeHTa rpa-
HaNbHOCTY (CM. Tabn.).

Takum o6pa3om, npenobpadoTka pacTeHui
nweHnubl ABK He TonbkO MHAyUMpyeT OOMNOSHN-
TeNbHbIA MPUPOCT UX YCTONYMBOCTW B MNpouecce

Bnuanne ABK n Temnepatypbl 4 °C Ha yNbTPacTPYKTYPY XJI0POMIAcTOB Y NMPOPOCTKOB MLLEHMLLbI

Yucno rpaH Yucno
SkcnosuLms, 4 Mnowaak cpesa , Mnowappb cpes;a CTPOMbI, Ha 10 Mkm® Tunakonpgos | KoadbodpuumeHt
’ xJioponacTta, MkMm MKM cpesa xnoponnacrta B rpaHe rpaHasbHOCTU
(wT) (wT)
22°C
0 7,9+0,7 3,8+£0,2 372 7%0,2 1,3
24 9,2+0,4 4,2+0,1 34+3 8+0,3 1,2
96 11,0+£0,3 5,0+£0,3 35+3 8+0,4 1,2
4°C
0 7,9+0,7 3,8+0,2 372 7%0,2 1,3
24 13,9%0,7a 7,5+£0,3a 28 £ 2a 6+0,3a 1,0
96 12,4 £0,3a 7,3+0,3a 26 +2a 6+0,3a 1,0
4°C+ ABK
0 7,9+0,7 3,8+0,2 372 7%0,2 1,3
24 13,8+0,5 8,9+0,3b 27+4 8+0,4b 1,4
96 15,9 +0,5b 9,2+0,4b 45+ 2b 6+0,3 2,1

lMpumeyaHne. a — OTANYUSA OT NPOPOCTKOB KOHTPOSILHOIO BapuaHTa (22 °C), noctoBepHbl npu p < 0,05; b — oTAnumnsa ot NpopocT-

KOB, 3akanmeaemMbix 6e3 ABK (4 °C), noctosepHbl npu p < 0,05.
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Puc. 2. BanaHne ABK Ha ynbTpacTpykTypy XJ10pOnaacToB B KieTkax Me3odunna 3akaneHHbIX
(4 °C) NpopOCTKOB MLUEHULbI: @ — UCXOAHbIN BapuaHT (22 °C); 6, B — 3akanusaHue npu 4 °C B Te-
yeHue 24 4 (6) n 96 u (B); I, A, € — coBMecTHoe BnnsHue 4 °C + ABK (0,1 MM) B TeueHne 24 4 (r)
n96 4 (n, e); N'p — rpaHbl, MT — MexrpaHHble Tunakomapl, K — kpaxmansHoe 3epHo, CTp — CTpo-
MYkl (BbIPOCTLI Xxioponnacta), M — niearnmHauum, M — mutoxoHapus, N — nepokcucoma

X0J1040BOM aganTaumm, HO 1 3aMeTHO MoaudnLUn-
pyeT ynbTPacTpPyKTypy X10ponnacTtoB, chopmu-
POBaHHYIO B KJIeTKax NCTbEB NOA BANSHUEM HU3-
ko Temnepatypbl. C 0fHOM CTOPOHbI, 9K30reHHas

ABK BbI3biIBaeT [AOMNOJIHUTENLHOE YBENNYEHUE
pa3MepoB XN10POMNIacToB, a C APYror — HapyLlaeT
npouecc GopMUPOBaAHNSA NNACTML, MO «CBETOBOMY
Tnny», obycnoenmBas pPocT koadduumeHTa rpa-
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HanbHOCTU. CyLleCTBEHHOE YKPYNHEHWE nnacTug,
BbI3BaHHOE rOPMOHOM, O4EBUAHO CBA3aHO C OTTO-
KOM BOAbl N3 LMTOMIa3Mbl B XJIOPOMIACTbl U HAKO-
NIeHNEM B MX CTPOME OCMOJIUTUKOB (Oernapu-
HOB, MPOJINHA, caxapo3bl U ApP.), CUHTE3 KOTOPbIX
ycunmeaetca nop snavaHuem ABK [Mepsepes,
LLlapoea, 2011]. C aT1m e MOXeT OblTb CBA3aHO
YMJIOTHEHME CTPOMbI MAacTui, BU3yaslbHO BbISIB-
nsemoe yxe 4yepes 24 4 oT Havana onbiTa. Jjonon-
HUTENbHOMY YBENIMYEHUIO MOBEPXHOCTU XI0PO-
NNacToB CrMOCOOCTBYIOT BbIPOCTLI NiacTmg, (CTpo-
MyJbl), 06pa3oBaHNE KOTOPbIX YCUIMBAETCA Non,
BNmnsiHMeM ropmoHa [Gray et al., 2012]. CornacHo
VMEIOLLNMCS B nuUTepaType npeanosoXeHusMm,
CTPOMYIJIbl, BbINONIHAS TPAHCMOPTHYIO OYHKLUMIO,
MoryT obecneumBaTtb 6051ee NHTEHCUBHbIN 0OMEH
MeTabonuTamMu Mexay xaoponnaactaMmun, Apyrumu
opraHennamu Knetku u uutonnasmon [Gray et al.,
2012]. O6 ycuneHnn metabonnama CBUAETENLCT-
BYIOT M MHOIOYUC/IEHHbIE CKOMAEHUS MUTOXOH[A-
puin U NEPOKCMCOM OKOJO nnactTua,. Yto kacaetcs
BNMAHMA ABK Ha TunakomgHylo CUCTEMY XJ10PO-
NnacToB, NOAYEPKHEM, 4YTO yBeNMYeHmne Kkoapopu-
LUMEHTa rpaHanbHOCTM B €e MPUCYTCTBUM NPOUC-
X0OMT 3a cyeT popMnpoBaHNSa 6oNbLLIErO Konye-
CTBa rpaH, HO cpefHee 4Y1Ccno TUNakouaoB B rpa-
He Npu 3TOM ocTaeTcs HebonbwrM. B nutepaTtype
MMEITCS CBeAEHUs 0 CTabunnanpyiowem OencT-
B ABK Ha membpaHbl, B TOM 4Yncne poTocuHTe-
Tnyeckne [Chen, Li, 2002; Saibo et al., 2009;
Theocharis et al., 2012]. Npexae Bcero crabunn-
3aumsa membpaH nop, BnnaHnem ABK npouncxoant
3a CYEeT YCUNEHUSI aKTUBHOCTU aHTMOKCUAAHTOB,
NPENSATCTBYIOLLMX MEPEKUCHOMY OKWUCIEHUIO NN-
nupos [Chen, Li, 2002; Saibo et al., 2009;
Theocharis et al., 2012]. Kpome Toro, AbK pery-
NMPYeT CTeneHb AecaTypaummn XUPHbIX KUCNOT
1 TekydyecTb MemMOpaH [Bakht et al., 2006; Catala,
Salinas, 2010], 4To HEMaNOBaXXHO B YC/TOBUAX OX-
naxaeHnsa. Mbl MOXeM Takxke npegnonaratb, 4YTo
ABK crnocobHa BAMATb Ha nMpouecchl rpaHoobpa-
30BaHUSl, YCUIMBAs SKCMPECCUI0 FEHOB, perynu-
PYIOLLMX CUHTE3 MEMOpPaHHbLIX BGENKOB B YCIOBUSX
HMU3KOTEMMEPATYPHOIro 3aKannBaHus.

Takum o6pa3om, B AaHHOM paboTe Ha npume-
pe 03MMOW NWEeHNLbI BINepBblE NOKAa3aHO, YTO 3K-
3oreHHasa ABK B ycnosusix XxonogoBOro 3akanum-
BaHWS BbI3bIBAET PSAL, CYLLECTBEHHbBIX USMEHEHU
B Y/NbTPACTPYKTYPHOW OpraHmaauum xmaoponna-
ctoB. CnepoBaTenbHO, MOXHO yTBEpXAaTb, YTO
NMPUPOCT YCTOMYMBOCTM, wuHayumpyembin ABK,
CBSI3aH He TOJIbKO C Pas3finyHbiMU OYHKLMOHANb-
HbIMU (MeTaboNNYEeCKNMN) USMEHEHUSIMU, HO U C
onpeaeneHHbiMU CTPYKTYPHbIMU Mpeobpasosa-
HUSIMW, B YaCTHOCTU, C YNbTPACTPYKTYPHON pe-
opraHusaumnein CA.

Pabota BbirosiHeHa npu noaaepxke MuHu-
cTepcTBa 0bpasoBaHus n Haykn P®, cornailueHme
N2 8050.
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