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ITpoBeneHo nccaenoBaHUE JUHAMUKY U3MEHEHUM (poTOXUMUYECKOM akTUBHOCTU (potocucteMsl 11 (OC II) u
HU3KOTeMIIepaTypHBIX CeKTpoB Ipu 77 K B mepBbIX JIUCThsIX 11-AHEBHBIX paCTEHUM O3UMMOI MIIEHULIBI
Triticum aestivum L., a Takke CTPYKTYPHBIX U3BMEHEHU X10poduii-6eKoBbix KoMIuiekcoB (XBK) tuia-
KOWITHBIX MEMOpaH B TIpoliecce BOCCTAHOBJICHUS TTOC/Ie KpaTKOBpeMeHHOro (20 MUH) MporpeBaHUs TIpU
temneparype 42°C. MameHnenue otHouenuit F,/F,,, F735/F695, F735/F685 cBunetenscTByeT 06 MHIMOU-
posanuu PC 11 cpa3y nocite mporpeBanust. C ITOMOIIBIO HEIEHATYPUPYIONIETo 3JIeKTpodope3a MoKa3aHo,
4yTo cBeTocobuparomuit Xi a/b xomreke OC II arperupyeT He cpa3y mociie MporpeBaHusI, a Yepe3 He-
CKOJIBKO 4acoB, TTocie 6 4 HabmomaeTcs ae3arperams XbBK, 4o cormacyercs ¢ yBeIn4eHUEM OTHOILIEHUS
F,/F,, ipy BoccTaHOBNIeHUM. MlcciienoBaHo BIMSIHYE TeMIIepaTyphl, UHTEHCUBHOCTH 1 KauecTBa cBeTa (Oe-
JIBIN, CHHUI M KpaCHBI cBeT) Ha BoccTaHOoBIeHe akTUBHOCTH P C I1 1 HU3KOTeMITepaTypHBIX CIIEKTPOB
dnyopecueniuu. Cuesiad BbIBOI, UYTO BOCCTAHOBJIEHUE SIBJISIETCSI HE3aBUCSIIIMM OT (POTOCMHTE3a CBETOAK-
TUBUPYEMbIM HU3KO3HEPreTUUYECKUM IpolieccoM, Hanbosee 3¢hGheKTUBHBIM Ha CUHEM CBETY.

KmoueBbie caoBa: Triticum aestivum, BOCCTAaHOBJIEHUE (DOTOXUMUUECKON aKTUBHOCTH, TEIJIOBOI cTpecc,

dotocucrema I, xmopodnmi-6e1KOBbIe KOMILIEKCHI
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BBEOJEHUWE

OOpaTtuMoe MHruoMpoBaHue (GOTOCUHTE3A SIBJISI-
€TCsI OOHUM 13 MEXaHM3MOB aJanTallui pacTeHU K
JIECTBUIO MHOTUX CTPECCOBBIX (phakTopoB [1], u cre-
neHb (POTOMHTUOMPOBAHMS 3aBUCUT OT OajiaHCca MEXITy
¢oToroBpeXAeHUEM M MEXaHU3MOM BOCCTAHOBJIE-
Hust @C 1 [2]. OgHako MexaHU3Mbl UHTUOMPOBAHMUS
dotocucTeM M MX BOCCTAHOBJICHUS B pPa3IUMIHBIX
CTPECCOBBIX CUTyallMSIX, B YACTHOCTM IIPU KPaTKO-
BPEMEHHOM TOBBIIIICHUU TEMIIEPATyPhl, UCCICAOBAHbI
HemocTtaTouHo. CyMTaeTcsi, 4YTO BOCCTAHOBIICHUE
aKTUBHOCTU (poTocHMHTeTHUecKoro amrapata (PA),
CHUXXEHHOI B pe3yJibTaTe TEIJIOBOro CTpecca, 3aBU-
CUT OT MHTEHCUBHOCTU 1 KayecTBa CBeTa, KOTOPEIC
SIBJISTIOTCST OMTHWUMU 13 OITpeIeIITIoNInX (pakTopos [3—5].
Mexay TeM MEeXaHU3MBbI IeMCTBUSI KpaTKOBPEMEHHOTO
TEIUIOBOIO CTpecca Ha (OTOCUHTE3 U IIyTU BOCCTa-
HOBJICHUSI (POTOCHMHTETUYECKON (YHKIIMU II0CTIe
TEPMOMHAKTUBALIMY Majio U3ydeHbl. OMHUM U3 TaKUX
CTpecc-3allUTHRIX MexaHu3MoB MDA OoT HarpeBaHUSI
1 (POTOMHTUONPOBAHUS MOXET OBITH OOpaTHMast ar-

Coxkpamennsi: KBK — kucnoponsbinessitonmii komivieke, GA —
(OTOCHHTETUYECKUI ammapat, X1 — XJI0pohWILI.

peranus Xa0pohuiI-0eaKoBbrIX KoMIuiekcoB (XBK)
dortocucreM, a Takxke meHatypaums XBK [6]. dpyrum
MEXaHM3MOM 3allUTHI SIBIISIETCS IIepepaciipeaeieHIe
SHEPTUM BO30OYXKIEHUSI MexXny (oTocucreMaMu:
CCK ®C II u3 objyactu, rae JIOKaJIu30oBaHa 3Ta (o-
TOCHUCTEMA, MOXET IIepeMeIIaThbCs B 00JIaCTh, TIe J10-
Kanu3oBaHa @C I, 6aarogapst yemMy SHEPrusi, IOrjao-
meHHast CCK, noctynaet npeumyiectseHHO B DC 1,
KoTOopasi 0oJjiee yCTOMYMBA K CTPECCY, B YACTHOCTH K
teruioBomy [7], uem @C 11 [8]. B rmoBBIILIEHUH YCTOM -
YUBOCTU K TEIJIOBOMY CTPECCY TaKXKe MOTYT OBITh
BaxXHbI HU3KOMOJICKYJISIDHBIE COCOMHEHMSI, TaKue
KakK IIPOJIMH, TIMIIMHOETanH, a TAKXKe XOJIMH-COOep-
Xamue coeauHeHus [9, 10].

ITpu 3TOM OTHOBpPEMEHHOE UCCIICAOBaHNUE TMHAMM-
KU U3MEHEeHUI (POTOXUMUYECKON aKTUBHOCTU XJIO-
pPOTLIACTOB JIMCTA U CTPYKTYPHBIX M3MeHeHNT XBK
TWIAKOUIHBIX MEMOpaH paHee He MPOBOIMIOCH.
Mexny TeM u3ydeHue 3TOi JUHAMUKU MOTJIO OBl MO-
MOYb YCTAHOBUTH CBSI3b (DOTOXMMUYECKUX U3MEHE-
HU1 XJIOPOIIACTOB CO CTPYKTYPHBIMU U3MEHEHUSIMU
XBbK doTtocucreM.

Llenpio ncciiemoBaHUs ObLTO M3YyYEeHUE BIIUSTHUS
KPaTKOBPEMEHHOIO TEIIOBOro crpecca npu 42°C
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(20 MMH) Ha IMHAMUKY CBETO3aBUCHMMOTO BOCCTAaHOB-
Jienust ¢poroxumuueckoii aktusHoct ®@C 11, conpsi-
KEHHOI1 ¢ BOCCTAHOBJICHUEM 3JIEKTPO(POPETUIECKOI
noasikHOocTH XBK. MBI mpenrroraraeM, 94To oopaTtu-
MBI€ CTPYKTYPHO-(YHKIIMOHATBHBIC n3MeHeHNsTI XBbK
doTocucTeM SBIISIIOTCS 3alIATHBIM MEXaHU3MOM JISI
IUCCUNAMM M30BITOYHOM BSHEPTUr BO30YXKICHMS
BCJIEACTBME MHIMOMPOBAHUSI MPU TEPMOUHAKTHBA-
uuu cuctembl accumwisiuuu CO, U/Win KUCI0poa-
BoIOesTIoNIero Komimiekca (KBK) ®C 11.

MATEPUAJIBI 1 METOJbI

B onbiTax ncnonb3oBanu 11-mHEBHBIE TPOPOCTKU
o3uMoii reHullsl ( 7Triticum aestivum L.) copta Moc-
KOBCKasl 35, KOTOphIe BhIpalllMBaJd Ha IIECKE C J0-
GaByieHuMeM pacTtBopa KHoma Ipu WHTEHCHUBHOCTU
ceeta I = 150 MxMonb kBaHTOB PAP/(M? C), momy-
yeHnHoro ot Jiamil JPJI®P400 ¢ ¢poronepuogom 16 u,
npu Temneparype 22°C. 111 onbITOB OTOUPAIN OM-
HAKOBBIE MO pa3MepaM pacTeHUs U TTOMeIaan IIpo-
pocTtku B BomsHoit tepmoctatr MLW U2 (VEB MLW
PRUFGERATE WERK MEDINGEN, DDR) npu
temrrepatype 42°C (20 MUH), IIOJTHOCTBIO IIOrpyKast
MPOPOCTKMU B BOAy. 3aTeM MPOPOCTKU MOMEINAN B
nuTaTeJbHbII pacTBop KHoOIa U BBIAEPKUBAIMU TIPU
TAKUX Xe YCIOBUIX, KAKUMH OHM OBbLIH IO MPOrpeBa-
HWSsI, HO IIPU pa3HbIX THTEHCUBHOCTSIX cBeTa (C1a00it —
60 WE/(M? ¢), ymepennoit — 300 LWE/(M? ¢), critbHOM —
800 WE/(m? ¢)) mpu 22°C. BMmecTe ¢ 9TUM ITpU BOCCTa-
HOBJIEHUY VICTIOJL30BaI TPY BapHaHTa OCBEILEHUS C
IMOMOIIIBIO OENIbIX, KPAaCHBIX M CUHUX CBETOIMOAOB
(“TH NEON Ltd.”, Poccust), xapakKTepuUCTUKHI KO-
TOPBIX OBUIA BepU(PUIIMPOBAHEI C TIOMOIIBIO IITNUPO-
Koauana3zoHHoro crekrpomerpa S100 (“Solar Laser
Systems”, bemapych). MakcuMyMbl TOJIOC M3ITydeHUsI
CUHUX CBETOOMOI0B — 463 HM, KpacHbIX — 656 HM,
HoJIylIMpuHa Iojaoc — okojo 20 HM. B psime skcre-
PUMEHTOB B MUTATEIBHYIO CMeCh ObLI JOOABIIEH XJIO-
paMdeHnKoI B KoHedHOoU KoHueHTpar 0.001 M.

AxTtuBHOCTbh @®C II n3Mepsin B EPBBIX JTUCTHIX
IMPOPOCTKOB C MOMOII[bIO METO/IA IEPEMEHHOM (hITyO-
pecleHIr, Ucnonb3ys docdopockon [11]. Payo-
PECILIEHIIIIO BO30YKIaI CHHUM CBETOM C A,, = 480 HM
(0.15 Bt / M?), KOTOPBIIA 6bUT C(POKYCUPOBAH Ha IIJIO-
manake 5 X 20 MM B BepXHEH TpEeTH MOBEPXHOCTH JIN-
cra. HdeiictByrommii ceet (100 Bt/Mm2, A > 660 HM)
MPOITyCKaJICSl 4Yepe3 CTEKISIHHBIM  CBETO(MUIBTP
KCI18 (“JIOMO”, Poccust). U3amepsiemble mmapaMeT-
pbl Ob1u Fy, F,, F,,. Fy u F,, — ypOBHU HauYaJIbHOI U
MaKCHUMaJIbHOU (JIyOpeCLeHIIMU XJI @ COOTBETCTBEH -
Ho [12], F,, — CBETO-UHAYLIMPOBaHHbIE W3MEHEHUSI
dyopecueHumm Xi1 a. PaccunTeiBaicss MakcMaib-
HbIM kBaHTOBBIH Beixon PC 11 — otHomenue F,/F,,.

CrpykrypHble u3MeHeHnsI XBK KoMIiekcoB aHa-
JIM3UPOBAJIA C IIOMOIIBIO U3MEPEHUS CITIEKTPOB HU3-
KOTeMIIeEpaTypHOI (DIyopecleHIIMN TIPpU BO30YXKIe-
HHMU CBETOM A,, = 435 HM U BO30yXIeHuUs1 dyopec-

XPUCTHUH wu np.

LeHIUu JUCTheB (A, = 685 uMm) mpu 77 K Ha
cnekrpodayopumerpe Hitachi-850 (Hitachi Ltd.,
SnoHus). Beiceuku JIMCThEB TTOMEIAIM B CTEKJISIH-
HBIEe TPYOKH, a 3aTeM B cocyn Jlproapa ¢ XKMIKUM a30-
TOM, KOTOPBI yCTaHABAMBAJIU B KaMepe U3MEPEHUSI
dayopuMeTpa. KoanuectBo maMepeHUil B KaxXAOM
omnkbITe ObLIO HEe MeHee TpeX. I1pu 3ToM HaXoaMiIn oI1-
TUMaJIbHOE HaTIpaBJIeHUE BO30YKIarolero ceera (A, =
= 435 HM), magalouiero Ha IIOBEPXHOCTh JINCTA, YTOOBI
paccesiHIEe TTaJaloNiero cBeTa ObUI0 MUHUMAIbHBIM.

Xnoporutactel ¥ yactulibl M C 11 momyyanu mo Me-
tony [13]. K BeineneHHbIM yactuam @ C 11 (KoHLeH-
Tparwmst X1 = 2 mr / i1 B 50 MM Mes-6ydepe (pH 6.0) ¢
10% (w/v) rmunepuHa u 1 M caxapo3bl) 1o0aBIIsLIN
BOIHBI pacTBOp n-moaeini-f-D-manbro3una (M)
(10%) mpu cootHomenun AM/Xn pasHom 10 : 1
(w/w) 1 nakyouposanu rpu 4°C B TeueHue 45 MUH,
noce 9ero nooasisiii 3 oobema 50 MM Mes-0ydepa
(pH 6.5) n uentpudyruposanu npu 28000 g 20 MuH rIpu
4°C. CyrepHaTaHT ¢ KOHIIeHTpaluein X1 = 15 MKr/mi
HMCIIONb30Bann s anekrpodopesa. Ipu atnx ycno-
BUSIX B CyTIepHaTaHTE HAXOIUTCS TIPEUMYILECTBEHHO
®DC II ¢ manoit npumechbio CCK ®@C I1.

g HeaeHATypUPYIOILIETO MOIUaKPUIaAMUIHOTO
renb-anekTpodopesa (PAGE) XBK comobunmsnpo-
BaJIM U3 MeMOpaH TuiakouaoB. JJist aToro MemoOpa-
HbI (15 Mxr/Mn Xi1) cMemuBanu ¢ pactBopom 0.45%
(M), 0.1% nomeumncynbdar autus (JIAC), 10%
mLeprH B 25 mM Mes-6ydepe, pH 6.5 npu coort-
HOIIIEHUH JeTepreHT/xopodwur paBHOM 20 : 1 (w/w).
ITocne mukyb6amyu 30 MUH Ha JIbAY OOpa3lbl LIEH-
tpudyruposanu mpu 45000 g, 20 muH. [Inst aHanu3a
KCITOJIb30BAJIN CYIIEpPHATAHT.

Conepxanue numepoB, MoHoMepoB DC 11 1 arpe-
ratoB CCK B THJIaKOMIHBIX MEMOpaHaxX KOHTPOJIUPO-
BaJI, VICITOJIb3YsI METOI 3JIeKTpodope3a B HOTUAKPU-
JIaMUOHOM Telle coriacHo [14] ¢ depudarom-160
(B,a-laurel D-iminopropiodinate) B 12%-Hom PAGE
B HWJIMHAPUIECKUX TPYyOKax. DiIeKTpodope3 IIPoBo-
o ipu 85 B B temHoTe nipu 4°C.

[t oripenesieHust (hJIyOpeCLICHTHBIX ITapaMeTPOB
(F,, F,, Fy), a TAK:Ke HU3KOTEMIIEpaTypHOIi CIEKTPO-
CKOITMM U COAECPKAHUS MMMTMEHTOB HCITOIb30BaJIu HE
MmeHee 10 JIMCTBEB B KaXXOAOM B3KcIiepuMeHTe. Bce
aHaJIM3bI TOBTOPSUTUCH OT 3 10 7 pa3. JocToBepHOCTh
SKCIEPUMEHTANIBHBIX HAHHBIX OLIEHMBAaJach C MC-
MoJyib3oBaHueM Kputepust CThIOJEHTA.

PE3VJIBTATHI

Axktusnocts @C I1. KpaTkoBpeMeHHOE IIporpeBa-
HUE MPOPOCTKOB Tpu 42°C cCONMPOBOXIAIOCH 3aMET-
HBIM HageHUEM MaKCUMaJIbHOTO KBAHTOBOI'O BBIXOIA
dnyopecuenuuun F,/F,,, xapakrepusyomum ¢GHoTo-
xuMunyeckyto aktuBHocth @C 11, ¢ Beanuunbl 0.75—
0.77 (xoHTposab) no 0.50—0.55 (B ombITe Cpaszy Mmocie
00paboTtkm) (puc. 1). OgHAKO IIpU 3TOM BEJIMYMHA
MOCTOSTHHOM (yopecueHun Xia a (Fy) npakTuye-
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Puc. 1. I3MeHeHUsT MAKCUMAaTbHOTO KBAHTOBOTO BBIXOIA
OC II (F,/F,,) B mucTbsIX 11-AHEBHBIX TPOPOCTKOB O3U-
MO TIIIEHUIIBI, TOABEPTHYTHIX (OejIble CUMBOJIBI) U HE
TTOBEPTHYTHIX (YEpHBIE CHMBOJIBI) TETUIOBOMY CTpeccy
npu 42°C (20 mun). I1ocite mporpeBaHust IPOPOCTKU BbI-
palMBaIM Ha cJ1aboM, YMEPEHHOM M CUJIBHOM CBETY TIPU
22°C (n=10). I — KOHTPOJIb, cN1abblii CBET; 2 — KOHTPOJIb,
CWJIBHBII CBET; 3 — MPOrpeB, clabblil CBET; 4 — MPOrpeB,
YMEPEHHEII CBET; 5 — MPOTPEB, CUIIBHEIA CBET.

cKu He u3MeHsiiack. [Ipu mocnenayomeM BbIISpXKI-
BaHUU TEPMOMHAKTUBUPOBAHHBIX ITPOPOCTKOB Ha
CBeTy HaOMomaeTcsl NajbHeilnee CHIKECHUE OTHO-
menwus F,/F,,. [IpuaeM, eciim MpOpOCTKH MHKYOMPO-
BaTb B TEMHOTE, TO 3TO CHIKEHUE MPOUCXOIUT OoJiee
IuTesibHoe Bpemsi (puc. 2). Ha 6e1oM cBeTy CHUKeHMe
aKTUBHOCTU IIPOJOJIKAJIOCH IIPMMEPHO B TEUYCHUE
10—24 49, 3aTeM HabJIIOAAIaCh HEKOTOPAs CTAOMIM3ALIVS
M TIOCTEIIEHHOE BOCCTaHOBJICHME. BblmepkuBaHUe
MPOPOCTKOB B TEPMOCTATE TP KOMHATHOM TeMIIepa-
Type (20 MUH) TIpaKTUIYECKU HE BIUSIET HA BEIUIUHY
MaKCHMaJIbHOTO KBAHTOBOTI'O BBIXO/A.

BoccranoBnenue aktuBHoct @C 11 u amexTpo-
dopetnueckoii nogBrkHOoCcTU XbK 3aBrceny ot uH-
TEHCUBHOCTU U CIEKTPaJbHOIO KadecTBa CBETa, IIpU
KOTOPBIX BbIAEPXKUBAJIUCH IMpopocTKu. Ilpu onuHa-
KOBOIT ”THTEHCUBHOCTHU OCBEIIEHUSI CUHUI CBET ObLI
Hambonee 3(PpPeKTNBEH 11 BOCCTAHOBIICHUS TI0 CPaB-
HEHMIO ¢ OeJIbIM M KpacHbIM cBeToM (puc. 2). Ilpe-
MMYIIECTBO CUHETO CBETA, II0-BUANMOMY, CBSI3aHO C
aKTUBallMeil CUHTe3a 0eJIKOB, YIaCTBYIOIINX B BOC-
craHoBieHun @C 1. B TeMHOBBIX YCIIOBUSIX BOCCTa-
HOBJICHME MPaKTUYECKU He Habmogaaock. MHruoutop
6enkoBoro cuHTe3a xiaopamderukon (0.001 M) mo-
nIaBJisti1 BocctaHoBieHue DA (puc. 2).

b0 MOKa3aHo, YTO NpeaBapuTEIbHOE MPOrpe-
BaHMe NpopocTKoB Ipu 40°C B TteyeHue 20 MuUH
MPUBOIUT K HEKOTOPOMY YBEJIMUYEHUIO MEPBUYHON
TETJIOYCTOMYMBOCTH, a TaKXK€ K 3aMETHOMY YCUJie-
Huto ckopoctu penapanuu KBK u ®@C 11 nmocne BTo-
PUYHOTIO TEIUIOBOTO 1IoKa (puc. 3).

B cnekTpax HuU3KoTeMIepaTypHOil iayopecLeH-
UM KOHTPOJBHBIX U OIBITHBIX PACTEHWI HAGII0Ia-
JINCh TPU TOJIOCHI ¢ MaKcUMyMaMHu Tipu 685, 695 u
Ne 5 2021
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Puc. 2. U3MeHeHMsI MAKCMMAIbHOTO KBAHTOBOTO BBIXO/IA
O®C II (F,/F,;) npu HarpeBaHUU MPOPOCTKOB MILEHUIIBI
npu 42°C B TeueHue 20 MUH B TEMHOTE U IIPU MX I1OCIIE-
JIYIOIIEM TMOCTCTPECCOBOM BOCCTAHOBJIICHUU B pa3jivy-
HBIX CBETOBBIX YCJIOBUSX: (/) TPOPOCTKU, HE TIOABEPTHY-
ThIe HarpeBaHUIO (KOHTPOJIb); (2) Geblil CBETOMMOMHBIIA
cBeT MHTeHCUuBHOCThbIO 100 UMoOab KBaHTOB/(M” c); Oe-
Jbiit (5), cuHmii (3) 1 KpacHBIN (6) CBETONMOMHBIN CBET
MHTEHCUBHOCTBIO § UMOJIb KBAaHTOB/(M” ¢); (7) 6e3 cBeTa;
(4) mpopoctku 6e3 HarpeBaHuUs + xopamdeHukon (XA);
(8) XA + HarpeBaHue 1 BocctaHoBieHue rnpu 100 pmosb
kBaHTOB/(M” ¢). [loka3aHbl cpeHNE BEIUYUHBI U3 3 He-
3aBUCUMBIX OTIBITOB CO CTAHIAPTHOM OIIMOKO.

735 aM. Kak n3BecTHO, IBE TIEPBHIE TTOJIOCHI OTPAXKAIOT
cocrostHue xiopodwuia B XbK @C 11 [15]. MakcumyMm
npu 735 uMm cootBeTcTBYeT XBK DC 1. AMImTyna
MaKCUMYMOB 685 u 695 HM 3aMeTHO U3MEHSIACh
cpa3sy mocJie IIporpeBaHusI, YTO IIPUBOAMIIO K BO3pac-
taHuo otHomeHuit F735/F695 u F735/F685 Hm
(ta6x. 1). Yepes 6 4 3TU COOTHOIIIEHKST BOCCTAHABJIM -

Taomuma 1. Vsmenenust otHomenuit F735/F695 wu
F735/F685, paccuMTaHHBIX W3 HU3KOTEMIIEPATyPHBIX
crieKTpoB duyopecueHuun npu 77 K mpm HarpeBaHum
(42°C, 20 MUH) ¥ TTOCJEAYIOLIEM BOCCTAHOBJIEHUHU PO~
DPOCTKOB TIIIEHUIIBI Ha CBETY.

Bpewms, u F735/F695 F735/F685
0 (KOHTpPOJIb) 4.0x+0.15 4.1+x0.1
48 (KOHTpPOJIb) 41=+0.3 43+0.2
5.5+0.25 4.8 +0.15
6 3.6 £0.15 3.4+0.25
48 39+0.2 39+0.2

ITpumeuanue. YacTh MpOPOCTKOB BhIpalllMBaId B TeueHUe 48 4
npu +20°C, He moaBepras KakKMM-JIHOO oOpaGoTKaM (KOH-
TPOJIb), OPYIYI0O YacTb IOABEPrajii TEPMOWHAKTUBALIMU TIpU
42°C, 3aTeM BOCCTaHABJIMBAJIHU IIOCJIE TEILJIOBOM 00pabOTKU B Te-
yeHue 6 1 48 4 Ha GesioMm cBety (/ = 60 UMOJTH KBAaHTOB/(M” C).
CriekTpsbl JTyopecueHIIMY JIMCTOBBIX CETMEHTOB PErMCTPUPOBA-
JIM Ha JUIMHAX BOJH 685, 695 1 735 HM 1pu A, o, = 435 HM cpasy
nociie TepmonHaktuBauuu (0), yepe3 6 u (6) u 48 u (48) mocne
Ter1oBoro crpecca. Kaxnast BeJIMurHa COOTBETCTBYET CpEAHEMY
u3 5—7 uaMepeHuil. Paznuumsa mMexny KOHTPOJbHBIMU U IO~
BEPrHYTHIMU TETLIOBOMY CTpecCy IPOpOCTKaMu, Kpome CTpoku 0
HemoctoBepHBI (P> 0.01).
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Puc. 3. Bnusaue npeno6pa6otku mipu 40°C Ha Boccra-
HosseHue akTuBHocTH P C 11 (F,/F,,,) MpOPOCTKOB MIlle-
HULIBI, TIOABEPTHYTHIX B TeueHHe 20 MUH TEIJIOBOMY ILIO-
Ky mnpu 43°C: (/) HeoOpabGoTaHHblE pacTeHUs] (KOH-
Tpoib); (2) mocne mnpemobpaborku mnpu 40°C yacTh
pacTeHNiI THKYOUpOBaIn 24 4 HAa GEJIOM CBETOOUOTHOM
ceety (/ = 40 lMONIb KBaHTOB/ (M2 c)), 3aTeM MnoJBeprajiu
TeruioBoMy 1IOKy (20 muH, 43°C) 1 MHKYOUpPOBaJIM Ha
csety (20 umoinb KBaHTOB/(M2 c)), (3) apyryto gacTp pac-
TEHUII He TIpenoOopabaThIBAIM U Cpa3y MOABEPTralu Tell-
snoBoMy 110Ky Tipu 43°C. Iloka3aHbl cpeaHUe BeJIMYNHBI
U3 5 HE3aBUCUMBIX OIBITOB CO CTAHAAPTHO OLIMOKOM.

BaJIMCh JI0 UCXOAHOTO YPOBHS Ha CBETY HU3KOU MH-
TEHCUBHOCTU. Takue U3MeHEeHUST MOTYT MOBIUSITh U
Ha pe3yabTaThl pazgeiieHuss XbK B ycinoBusx Hede-
HaTypupylolllero ajekrpodopesa.

AHa/IM3 HA OCHOBE TMOJMAKPWIAMMIHOIO Tejib-3JIeK-
Tpodope3a. MeTon HeneHATypUPYIOIIETO IeKTpodo-
pe3a MOo3BOJISIET COXPAHSThH CBSI3U OETOK-XJIOpOGWLT U
TeM caMbIM HcclienoBaTh cyokomimiekcsl MC 11 mpu
TETJIOBOM CTPECCE U TOCJEIYyIOlleM BOCCTaHOBJIE-
Huu aktuBHoctu OC I1.

Ha puc. 4 moka3zaHbsl pe3yJbTaThl 3JIeKTpodope-
TUYECKOro pasiejieHusl mpernapaToB TUJIAKOUIHBIX
MeMOpaH, BbIIEJIEHHbIX M3 JIMCTbEB KOHTPOJIbHBIX
HEMpPOrpeThIX IIPOPOCTKOB (IopoxkKa 1), mporpeThix
npu 42°C (mopoxka 2) U 3aTeM BOCCTAaHOBJIEHHBIX
yepes 6 9 (mopoxkka 3) v 24 4 (mopoxkKa 4) IpOPOCTKOB.

OOHapyXeHO 5 OCHOBHBIX MUTIMEHTHUPOBAHHBIX
¢dpakuuii (1mojioc), a TakkKe CBOOOMTHBIN XJI0pOMUILI.
D1H dpakLuu IpeacTasieHsl MoHoMepoM (1), nume-
poM (2) u TpumepoM (4) CCK OCII, IIBK dC 1 (3), a
TakXe auMepoMm Koposoro komiuiekca ®@C 11 (5).
Cpa3zy nocJje nporpeBaHnsI MHTEHCUBHOCTD ITOJIOC 2,
4 1 5 yMeHbBIIANach U 4yepe3 6 9 3KCITO3UIINN Ha OTHO-
CUTENTLHO CUIbHOM cBeTy (1500 MKM kBaHTOB/(M? C))
naganga 1o MuHuMyMa. Ilpu aToM Hab0ga710Ch MO-
SIBJIEHUE MOJIOCHI Ha CTapTe JOPOXKKH 2, KOTopasi, Kak
MBI TIpeariojiaraeM, MpuHaIIeXuT K arperatam XbK.
Dra1oioca arperara ucdesaiia uepes 24 4 1mocje mpo-
TpeEBaHUS U HE TTOSBIISIACH TIPU OCBEILIEHUU TPOrpe-

Aepecamut

|__— . . S ) ———
5 — M. _ 205k/a
4 —>;m o KH
T g e

Puc. 4. I'eap-anexkrpodopes XBK memOpaH, BblaesieH-
HBIX M3 JIMCTHEB MIPOPOCTKOB MILIEHUILIBI HETTporpeThix (1)
u nporpetbix npu 42°C (20 MuH), 3aTeM UCIOJIb30BaH-
HBIX U aHam3a Tociie ocBeteHus (1 = 300 uE/(M2 c))
B reyeHue 04 (2), 6 4 (3) u 24 4 (4). 151 3arpy3Ku dJeK-
Tpo(OpPEe3HBIX TPYOOK ObLIA MCIIOJb30BaHA CYCIICH3USI C
KoHIeHTpauueit X = 25 mkr/resnb. Mcrnoiab3oBaHbl Map-
Kepbl OINpeneIeHHOro MOJIEKYJISIPHOTO Beca: MUO3UH,
205 x/1a; 6b14mnii CLIBOPOTOYHBI aTbOyMUH, 68 k/1a; Kap-
6oanrunpasa, 29 k/la. Ctpenkamu nokasaHsl (1) MOHO-
mep, (2) numep u (4) tpumep CCK 11, (3) komruiekc @C 1,
(5) numep koposoro komiuiekca @C 11, (FP) cBoboaHbie
TMUTMEHTHI.

TBIX TIPOPOCTKOB Ha CBETY HU3KON MHTEHCHUBHOCTH
(40 MxM kBaHTOB/(M? C)) (IaHHBIE HE TTIOKA3AHBI).

OBCYXIEHMNE

®DC Il gaBasieTcs OOTHUM U3 CaMbIX YYBCTBUTE/b-
HBIX KOMITOHEHTOB DA TIpM OeWCTBUM CTPECCOBBIX
(¢akTOpOB, B YACTHOCTHU TOBBILIEHHBIX TEMIIEPATYp
[8, 16]. OcobeHHO YyBCTBUTEIbHA K HATPEBAHUIO CH-
cTeMa BbllIeJIEeHUsI KMCopoaa, Hanprumep, Mo JaH-
HbIM Thompson ¢ coaBr. [ 17] TensioBass ”THAKTUBALIMSI
cucTeMbl BbiaeseHUuss O, OCYLIECTBISIETCS MPU NO-
CTaTOYHO HU3KKX TeMrepartypax — 30—40°C.

HaunGonee BeposITHO, YTO TEMJIOBOI cTpecc meii-
CTBYET Ha JoHOpHYI0 cTopoHy @C 11 [16, 18], ctumy-
Jupyst ocBoboxneHue oenka PsbO u3 mapraHerico-
JepKallero Kjiacrepa, a 3aTeM MOHOB MapraHiia, 4To
OPUBOIUT K CHMXKEeHMIO (dayopecueHmuu Xia [19].
®UBNOJIOTUS PACTEHUN Ne 5
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DTH TPOUECCH TPOSIBIISIOTCS JOCTATOYHO OBICTPO U
MpU 3TOM HE IMPOUCXOAUT OKHUCIUTEIbHOE IOBpE-
xneHue. OTCYTCTBUE M3MEHEHMI OCHOBHOI (hIIyo-
pecueHu Fy 1 coaepxxaHus X B IUCTbSIX, OOHApY-
KEHHBIX HaMU MpPU MCCIIEIOBAHHBIX TeMIIepaTypax,
corjacyeTcsl ¢ 00paTUMOCTbIO MHTMOMPOBAHUS aK-
tuBHOCTH DC I1. OmHAaKO mpU AOCTATOYHO BBICOKOI
TeMIieparype F, Bo3pacTaer, 4YTo MHTePIIPETUPYyeTCs
Kak pe3yabtaT otaesieHuss CCK II oT KopoBbIX KOM-
mwiekcoB OC 11 [20].

Hamu o6HapyxeHo, 4To 3(pheKT MHIMOMpPOBaHUSI
aktuBHocTu ®C Il u poTocHHTE3a yCUIIUBAETCS CO
BpeMeHeM IpU BbIIEPXKMBAHUM IMPOPOCTKOB Ha JO-
CTaTOYHO CWJIbHOM CBETY M BBIpaXX€H TeEM CUJIbHEE,
YeM BbIlIe UHTEHCUBHOCTh CBETa, ITPU KOTOPOM BbI-
e pKUBAIOTCS IIPOpoCcTKU (puc. 1). MoxXHO mpeamno-
JIOXXUTb, YTO TMOCJIE TEMJIOBOrO CTpecca B Auara3oHe
temmepatyp 40—42°C HoTOMHIMOUPOBaHUE MPOUC-
XOJIUT Aa)ke MPU OTHOCUTEJIbHO HU3KWX MHTEHCUB-
HOCTSIX CBETA U JIJIs1 BOCCTAHOBJIEHUS akTUBHOCTH KBK
u OC 11 mocie MHrMOUPOBaHYSI BaXKHBI ITPOTEOJIU3 TTO-
BPEXIEHHBIX U CUHTE3 HOBBIX 0€JIKOB (DOTOCHUCTEM.

M3BectHO, yTo XBK CP43 u CP47 urpatot Bax-
HYIO POJib B TTOJIEPXKAaHUU CTPYKTYPHOM 11€JIOCTHO-
cti @C 11 u ee CITOCOOGHOCTH K BBIIEJICHUIO KUCIIO-
poma [21]. W3onupoBaHHblie KomiuieKchl CP43 u
CP47 00OBIYHO XapaKTEepU3YIOTCSI ITOJIOCAMM HCITyC-
KaHUsl HU3KOTEMIepaTypHOil (yopecleHluu Nnpu
77 K ¢ makcuMyMamu Tipu 685 u 695 i (F685 1 F695)
COOTBETCTBEHHO [15]. IIpUOMM3UTEILHO TaKWe Xe
MaKCUMYMbl OOHApy>XMBalOTCSd W TIPU PETUCTpaLUU
dJryopeclieHLIIMM HATUBHBIX JIMCThEB [22]. PaHee B Ha-
IIIMX OIbITaX Ha JIMCTHSIX MIIeHUIIBI [4] ObUIM OOHApY-
KeHBI 3 TI0JIOCHI (PIIyOpEeCCHIINN: JIIMHHOBOJIHOBAST
nosoca, cBsizaHHas ¢ @C I, 1 1ToJIOCHI ¢ MAKCUMYyMa-
MM OKOJI0 695 11 685 HM, KoTopsle mprHamTexkat OC 11.
3aMeTHOe CHUKEHUE MHTEHCHBHOCTHU TOJIOC C MaKCU-
Mymamu 685 1 695 HM HabTIOIAIOCh Cpa3y I10CJIe Ha-
rpeBanus Tipu 42°C (ta6m. 1). Tak Kak comepxkaHue
MUTMEHTOB MOCJIE HarpeBaHUs U3MEHSIOCh MaJlo, Mbl
MpeanojiaraéM, YTO 3TU CHUKCHUSI CBSI3aHbI C Mepe-
pacnpeneiienneM sHeprun Bo30oyxaeHust ot OC 11
®dC 1 3a cuer nepeasuxenuss CCK @C II B cTpo-
MaJIbHYI0 00J1aCTh. DTO OOpaTUMBIi1 IIPOLIECC U MOX-
HO TIPEATIONOXUTD, YTO He 60JIee yeM depe3 6 9 rmocie
TETIJIOBOTO CTPecca BOCCTAHABIMBAETCS MPEXXHEE pac-
npenenenue sHeprur oT CCK na OC 11. JIluHamMuka 13-
MEHEHUS 3J1eKTPohOPEeTUUECKON MOABUKHOCTU 3eJie-
HbIX 30H 3aBMCeJia OT UHTEHCMBHOCTHU CBETa, UCTIOJIb-
3yeMOoro IJisi BocCTaHOBJIeHUsl. Ha cuiabHOM cBeTy
yepe3 6 9 comepkanne XBK KOMIUIEKCOB CHIDKAIOCh
(puc. 4), a MHTEHCUBHAs IT0JI0Ca, OOHApyKeHHas Ha
cTapTe TOPOXKHU 2, CBSI3aHHAs C arperalyeii BbICO-
koMoeKysapHbix XBK, ncuesama. Dt ¢pakThl MO-
TyT OOBSICHATHCSI Momudukanmein 6enkoB 1 XbK
dC 11, npexnae Bcero CCK ®C II, B yciaoBUsIX
CUJIBHOTO (POTOMHTMOMPOBaHUS. YBeJIMYEHUE OT-
HomeHuit F735/F695 u F735/F685 moxer Takxke
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CBUJIETEJILCTBOBATh O MepepacripeieieHur TOrIo-
1eHHoM sHepruu B nojibdy PC 1. Takoit 3a1UTHBIMA
3 deKT MPOTUB POTOMHTMOMPOBAHUS 1 TETIJIOBOTO
cTpecca OMurcaH B JIUTepaType U MOXET ObITh CBSI3aH
c arperaiueiit CCK @C II ¢ yacTbio 6€J1KOB KOPOBOTO
komruiekca OC 11 [6, 22].

Bbruto mokazano [23], 9To TToTepst KUCIIOPOABBIICIS-
1o111eii PYHKLMU NPEIIIeCTBYET MU3BMEHEHUSIM CTPYKTY-
PBI KOMITIEKCA M OUCCOLMAIINY BHEIIHMX XJI-OCIKOB
KOpoBoro komiuiekca, Hanpumep, CP43 nu CP47, a
TakXKe JPYrMX KOMITIEKCOB C MOCESIYIOIIMM UX MpO-
TEOIM30M. DTOT BOIIPOC ObUI M3yYeH B HAIIIMX SKCIICPH-
MEHTax I10 TMHAMUKE M3MEHEHUI ITMTMEHT-0€JIKOBBIX
1 cyoMoieKyasipHbIx KoMminiekcoB DC I1. dakT no-
CJIECTPECCOBOIO CHIDKEHUSI (DOTOXMMMYECKOM aK-
tuBHocT @C Il ¢ jmar-nepuonom, IISIIMMCS He-
CKOJIBKO 4aCOB, MOXET CBUIETEILCTBOBATH B MOJIb3Y
MIPEAIIOI0XKEHMsI O 3allyCKe SHIOTe€HHBIX MEXaHM3-
MoB aerpagaunu oeynkos @C II. Bo3amoxkHo, Ternio-
BOI1 CTpecC TMIPUBOIUT K OCBOOOXICHUIO U3 JIU30COM
MPOTEOJIUTUIECKUX (PEPMEHTOB, JTMOO aKTUBUPYIOTCS
MENTHUA3bI, JIOKAIM30BaHHbBIC B JIIOMEHE THJIAKOMIIOB.
B T0 Xe BpeMsi, BEpOSITHO, IIPOMCXOIUT U 3aITyCK Me-
XaHM3MOB, BOCCTaHABJIMBAIOIINX OMOCHUHTE3 OEIKOB
®DC 11 n nx BKIIIOYCHNE B TOBPEXIESHHBIE KOMIUIEKCHI.
To, 4To cUHTE3 XJIOPOIUIACTHBIX OEJIKOB de novo XOTs
OBl YaCTMYHO HEOOXOIMM Ui BOCCTAHOBJICHUST aK-
tuBHocT DC Il ciaenyer M3 HaIMX JAHHBIX IO OT-
CYTCTBMIO 3aMETHOI'O BOCCTAHOBJIEHMSI aKTUBHOCTU
@OC Il B mpucyTcTBUM MHTUOUTOpa CUHTE3a Oelka
xjopamM¢peHMKOIa 1 MaKCUMaJbHOMY BOCCTAHOBHU-
TeJIbHOMY 3 dheKTy cuHero cBerta (puc. 2).

Hamu Takske nsydeH appeKkT TeMIiepaTypHOro 3a-
KaJIMBaHMsI, KOTOPBII BaxkeH IJISI BOCCTAaHOBJICHUS
doroxummnueckoii aktusHoctu ®C I1. Bp1o nokasa-
HO, 4TO IpeaBapUTeIbHOE HarpeBaHuEe IIPOPOCTKOB
npu 40°C B reueHue 20 MUH IIPUBOIUT K ITOCIEIYIO-
1IeMy yBEJIMYEHUIO IEPBUYHOM TepMO- U (poTOpe3n-
CTEHTHOCTH, a TAaKXKe K YCUJICHUIO CKOPOCTH perrapa-
mu KBK u ®C II nocjie BTOPUYHOIO TEIUIOBOTO
moka (puc. 3). OTU pe3yJbTaThbl TO3BOJSIOT MTPEIITO-
JIOXHUTH, UYTO B BOCCTAHOBJICHUH, KaK ITOCJIE TEMIIC-
paTypHOro IIoKa, TakK W IIpU (POTOMHTUOMPOBAHUM
MOTYT y4acTBOBaTh OEJIKU TEIJIOBOTO I10Ka.

M3BecTHO, YTO CUHMIA CBET MHAYLIMPYET OMOCUH-
Te3 OeJIKa U yBeJIMUeHUEe CoaepKaHus XJIopoduiia B
pacteHusix [24]. KpoMme TOro, ombITEI ¢ MyTaHTaMU
pacTeHuit ¢ aeUIuToM (POTOTPOIIMHOB 1 BBIpAILIMBa-
HY€ pacTeHUI MpPU pa3HOM COOTHOILIEHUM KPacCHOTO U
CHHETO CBETa MOKa3aJIu MOJIOKUTETbHOE JEUCTBUE CU-
HETO CBETa, KOTOPHIN MOTJIOMIAETCS KPpUNTOXPOMaMU
u potoTrpormmHaMu. OH ONTUMUUPYET POTOCUHTES,
cTUMyJIUpyst 3(MOEOEKTUBHOCTL TIOTJIOIIEHUS CBETA,
yYMEHbIIast (pOTONOBPEXICHUS 1 PEryInpys ra3000-
MEH MEXIY JIMCTbSIMU U aTMOcGepoii, B YaCTHOCTH,
yBeJMuuBas (poroxumMmuyeckyio akTuBHOcTh DC 11
(F,/F,) |25, 26]. [Ipennomaraercs, 910 3TN 3(hHeKTH
€CTb CJICAICTBUE ONTUMAJIbHOIO PACIIOJOXEHUS XJIO-
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pOIUIACTOB MPU OCBEIICHUU JTUCTHEB CUHUM CBETOM
1 ONTUMM3ALUUU (PYHKLIMOHUPOBAHUS YCTBUIL Ha
MMOBEPXHOCTH JIMCTA, YTO BaXXKHO MJISI YBEJIMYCHUS
ckopocTu norjoiieHus CO,. OTo coracyeTcs ¢ Bbl-
cokoii 3¢PeKTUBHOCTBIO BoccTtaHoBIeHUss PC 11,
OOHapy>XeHHOM HaMM Ha CMHEM cBeTy. MBI Takxke
OOHAPYXWIN, YTO B MMPUCYTCTBUM MHTUOUTOpA Oell-
KOBOT'O CHHTE3a XJIopaM(PeHUKOIa BOCCTAHOBJICHUE HE
npovcxomut. [loaTtoMy, MBI mpearonaraeM, 4to st
BoccraHoBieHus @C 11 B mpouecce GOTOMHTHOUPO-
BaHMS BaXX€H CHMHTE3 OEJIKOB (DOTOCUCTEM, a TaKKe
3 dEKTUBHBIN MPOTEOJIN3 MOBPEXKIACHHBIX CTPECCOM
OenKkoB [4].

Panee ObI1O MoKa3aHo [16], 4TO BBICOKAsI TEMIIE-
paTypa JIUMUTHPYET CIIOCOOHOCTh pACTEHMIA WC-
MOJIL30BATh CBETOBYIO DHEPTHUIO M YyCUIIMBAET 3((PEKT
¢doronHrubupoBanusi. Ilo-Buaumomy, 3TOoT 3DDEKT
MPOSIBIIIETCS U IIPU ITOCIIECTPECCOBOM BOCCTAHOBJICHIN
®dC II, Tak KaK Ha CWIHLHOM CBETY BOCCTAHOBJIEHUE
®DC 11 6b1710 CYIIECTBEHHO 3aMeIJICHO IO CPABHEHUIO C
BOCCTAaHOBJICHMEM Ha CBETY HU3KOM MHTEHCUBHOCTU

(puc. 1).

Takum o6pa3om, IporpeBaHue IIPOPOCTKOB MIIIE-
Huubl B TeyeHue 20 muH npu 42°C u mocienypoliee
BBIIEpXKMBaHNE Ha CBETY BBICOKON MHTEHCUBHOCTHU
crumynupyetT arperaiuio CCK @C II, a takxke mMo-
HoMepoB U nuMmepoB DOC 11. DT usmMeHeHUs1 Koppe-
JIMPYIOT co cHKeHueM aktuBHocTu P C 11, KoTopas,
Ha JOCTAaTOYHO CUJILHOM CBETY, BEPOSITHO, 00YCJI0B-
JIEeHa CTPYKTYPHBIMU TIepecTpOiiKaMu 1 MOIU(UKa-
nueit XbK. MoxHO TakKe ITpeAInoJ0XKNUTh, UTO arpe-
rausi U CTPYKTYpHO-(YHKIIMOHAIbHBIE U3MEHEHUS
XBbK ¢otocucreM SIBISIIOTCS 3aIIUTHBIMU MEXaHU3-
MaMM, YBEJIUYUBAIOIIUMU TUCCUITALINIO U30BITOU-
HOM 9HEPTUU BO30YXKICHUSI.

ABTOpBI 3agBIIIOT 00 OTCYTCTBUM KOH(MIMKTA
nHTepecoB. HacTosias ctaThsl HE COOEPXUT KaKUX-
NGO UCCIIENOBAHUI C yIaCTUEM JTIOJEH U SKMBOTHBIX
B KaueCTBe OOBEKTOB UCCICAOBAHMSI.

CIINCOK JIMTEPATYPbI

1. Adir N., Zer H., Shochat S. Ohad I. Photoinhibition — a
historical perspective // Photosynth. Res. 2003. V. 76.
P. 343,

2. Demmig-Adams B., Cohu C.M., Muller O., Adams W.W.
I11. Modulation of photosynthetic energy conversion
efficiency in nature: from seconds to seasons // Photo-
synth. Res. 2012. V.113. P. 75.

3. Xpucmun M.C., Kpecaasckuii B./l., Xopobpwix A.A. Boc-
CTaHOBJIEHHE (POTOCUCTEMBI 2 TOCe KPaTKOBPEMEH-
HOTO MpOTpeBaHUs JINCTheB MIIEHUIbI // BecTHUK
Bamkupckoro yuusepcurera. 2001. T. 2. C. 84.

4. Kreslavski V.D., Khristin M.S. Aftereffect of heat shock
on fluorescence induction and low-temperature flures-
cence spectra of wheat leaves // Biophysics. 2003.
V. 48. P. 806.

5.

10.

11.

12.

13.

14.

15.

16.

17.

18.

®U3NOIOTVI PACTEHUI

XPUCTHUH wu np.

Kadir S., Von Weihe M. Photochemical efficiency and
recovery of photosystem 1l in grapes after exposure to
sudden and gradual heat stress // J. Amer. Soc. Hort.
Sci. 2007. V. 132. P. 751.

Tang Y., Wen X., Lu O., Yang Z., Cheng Z., Lu C. Heat
Stress Induces an Aggregation of the Light-Harvesting

Complex of Photosystem II in Spinach Plants // Plant
Physiol. 2007. V. 143. P. 629.

. Havaux M. Short-term responses to photosystem I to

heat stress // Photosynth. Res. 1996. V. 47. P. 85.

. Schrader S.M., Wise R.R., Wacholtz W.F, Ort D.R.,

Sharkey T.D. Thylakoid membrane responses to mod-
erately high leaf temperature in Pima cotton // Plant
Cell Environ. 2004. V. 27. P. 725.

Allakhverdiev S.1., Los D.A., Mohanty P., Nishiyama Y.,
Murata N. Glycinebetaine alleviates the inhibitory ef-
fect of moderate heat stress on the repair of photosys-
tem II during photoinhibition // Biochim. Biophys.
Acta. 2007. V. 1767. P. 1363.

Kreslavski V.D., Balakhnina T.1., Khristin M.SS., Bukhov N.G.
Pretreatment of bean seedlings by choline compounds
increases the resistance of photosynthetic apparatus to
UV radiation and elevated temperatures // Photosyn-
thetica. 2001. V. 39. P. 353.

Kreslavski V., Tatarinzev N., Shabnova N., Semenova G.,
Kosobryukhov A. Characterization of the nature of pho-
tosynthetic recovery of wheat seedlings from short-term
dark heat exposures and analysis of the mode of accli-
mation to different light intensities // J. Plant Physiol.
2008. V. 165. P. 1592.

Goltsev V.N., Kalaji H M., Paunov M., Bgba W.,
Horaczek T., Mojski J., Kociel H., Allakhverdiev S.1.
Variable chlorophyll fluorescence and its use for assess-
ing physiological condition of plant photosynthetic ap-
paratus // Russ. J. Plant Physiol. 2016. V. 63. P. 869.

Kuwabara T.,, Murata N. An improved purification
method and a further characterization of the 33-kilo-
dalton protein of spinach chloroplasts // Biochim. Bio-
phys. Acta. 1982. V. 680. P. 210.

Peter G.FE, Thornberg J.P. Biochemical composition
and organization of higher plants photosynthem 2
light-harvesting pigment-proteins // J. Biol. Chem.
1991. V. 266. P. 16745.

Dekker J.P., Hassold A., Petterson A., Roon Van H.,
Groot M.-L., R. Van Grondelle. On the nature of the
F695 and F685 emission of photosystem II // Photo-
synthesis: from Light to Biosphere / Ed. Mathis P. Dor-
drecht: Kluwer Academic Publishers, 1995. V. 1. P. 53.

Allakhverdiev S.1., Kreslavski V.D., Klimov V.V., Los D.A.,
Carpentier R., Mohanty P. Heat stress: An overview of
molecular responses in photosynthesis // Photosynth.
Res. 2008. V. 98. P. 541.

Thompson L.K., Blaylock R., Sturtevant J.M., Brudvig G.W.
Molecular basis of the heat denaturation of photosys-
tem II // Biochemistry. 1989. V. 28. P. 6686.

Mohanty P., Kreslavski V.D., Klimov V.V, Los D.A.,
Mimuro M., Carpentier R., Allakhverdiev S.I. Heat
Stress: Susceptibility, Recovery and Regulation // Pho-
tosynthesis. Advances in Photosynthesis and Respira-
Ne 5

TOM 68 2021



20.

21.

22.

TETIJIOBOM CTPECC, ATPETALIMS XJTOPO®UJII-BEJIKOBBIX KOMITJIEKCOB

tion / Eds. Eaton-Rye J., Tripathy B., Sharkey T. Dor-
drecht: Springer, 2012. V. 34.

. Yamane Y., Kashino Y., Koike H., Satoh K. Effects of

high temperatures on photosynthetic systems in spin-
ach: Oxygen-evolving activities, fluorescence charac-
teristics and the denaturation process // Photosynth.
Res. 1998. V. 57. P.51.

Yamane Y., Kashino Y., Koike H., Satoh K. Increases in
the fluorescence F level and reversible inhibition of
Photosystem Il reaction center by high temperature
treatments in high plants // Photosynth. Res. 1997.
V.52.P.57.

Bricker T.M., Ghanotakis D.F. Introduction to oxygen
evolution and the oxygen-evolving complex // Oxygen-
ic photosynthesis: the light reactions / Eds. Ort D.R.,
Yocum C.F. Dodrecht: Springer, 1996. P. 113.

Cajanec V., Stroch M., Lachetova I., Kalina J., Spunda V.
Characterization of the photosystem II inactivation of
heat-stressed barley leaves as monitored by the various

OU3HUOJOTUA PACTEHUM  tom 68 Ne 5 2021

23.

24.

25.

26.

515

parameters of chlorophyll a fluorescence and delayed
fluorescence // J. Phochem. Photobiol. 1998. V. 47.
P. 39.

Nash D., Miyao M., Murata N. Heat inactivation of ox-
ygen evolution in photosystem I1 particles and its accel-
eration by chloride depletion and exogenous manga-
nese // Biochim. Biophys. Acta. 1985. V. 807. P. 127.

Voskresenskaya N.P. Control of the activity of the pho-
tosynthetic apparatus in higher plants. // Blue light Ef-
fects in Biological Systems / Ed. Senger H. Berlin, Hei-
delberg: Springer, 1984. P. 407.

Takemiya A., Inoue S., Doi M. Phototropins promote
plant growth in response to blue light in low light envi-
ronments // Plant Cell. 2005. V. 17. P. 1120.

Zheng L., Van Labeke M.-C. Long-term effects of red-
and blue-light emitting diodes on leaf anatomy and
photosynthetic efficiency of three ornamental pot
plants // Front. Plant Sci. 2017. V.9. P. 917.




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


