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Hccredosarnvl napamempul @ryopecyenyuu xaopoguina a (Xin a) nepevix 1ucmves CeMuOHesHbIX npo-
POCMKO8 siUMeHs npu 8o30eticmeuu nosviuenHou memnepamypul (40 °C, 3 u) u 6o0nozo depuyuma (45 u
Ha 3 % pacmeope [12I" 6000). Iloxazano, ymo nomeHyuanbHblil U IPHexmueHsill KBAHMOGblE 8bIX00bL hO-
moxumuueckux peaxyuti pomocucmemsvl 2, Ko3p@uyuenmol pomoxumuieckoeo (qP) u nepomoxumuueckoeo
(gN) mywenus gpryopecyenyuu X a cyuecmeeHHo He USMEHAIOMCS NPU 030eUCmEUU OAHHBIX CHPECCOBbIX
paxmopos. Bvicokas cmpeccouyscmeumensHocms 06Hapydicena 015 KOIDHUUUeHma 3Hepeo3asucumoo
mywenus gayopecyenyuu Xn a (qE), nuneiino ceéazannozo ¢ epaduenmom H™ na munaxouomoii membpane.
THockonvky qE sensemcs uHmMeSpaibHblM NOKA3AMeNeM, 3A6UCAUUM Om (DYHKYUOHUPOBAHUS C8EMOBOT
U MeMHOB80U cmaoutl homocunmesda, OAHHbII NAPAMEMDP NPEOLONCEHO UCHOIL306AMb 6 Kauecmee Mapkepd
CMpecco8020 COCMOSHUA Y PACTNEHUL HA PAHHUX CIAOUX.

Kntoueswvie cnosa: ¢nyopecyenyus xnopouina a, Heghomoxumuueckoe myuterue, npopocmru Horde-
um vulgare, nosviuiennas memnepamypd, 06e3604CuUsaHue.

The parameters of chlorophyll a (Chl a) fluorescence of the primary leaves of 7-day-old barley seed-
lings under the impact of elevated temperature (40°C, 3 h) and water deficit (45 h in 3% PEG 6000) were
studied. It was shown that the potential and effective quantum yields of photochemical reactions of photosys-
tem 11, the photochemical (qP) and non-photochemical (gN) quenching of Chl a fluorescence did not change
significantly under these stress factors. High stress sensitivity was found for the coefficient of energy-
dependent quenching of Chl a fluorescence (qE), related linearly with the magnitude of the H" gradient
across the thylakoid membrane. Since the qgE value is an integral indicator dependent on the light and dark
photosynthetic reaction, it is proposed to use this parameter as a marker of the stress state in the photosyn-
thetic apparatus.

Keywords: chlorophyll a fluorescence, non-photochemical quenching, Hordeum vulgare, elevated tem-
perature, dehydration.

BBeaenue. ®oToCHHTE3 — BayKHEHIINI mpoliecc, JeXallii B OCHOBE XKM3HE00eCeueHUs] Kak CaMHUX
pacTeHui, TaKk U TeTePOTPOPHBIX OpraHu3MoB. OH SBISETCS CAMHCTBCHHBIM HCTOYHHUKOM YTIIEpoJia, HE0O-
XOJUMOTO Ui pocta W pasButus pacteHuid [1]. [losromy momnepkaHue BBICOKOH (DOTOCHHTETHYCCKOM
AKTUBHOCTM — OCHOBA JHKOJIOTMYECKOH M MPOAOBOJILCTBEHHOH Oe3omacHOCTH. POTOCHHTE3 OTHOCHUTCA
K HanboJiee CTPECCOUYBCTBUTEIBHBIM MPOLIECCaM Y pacTeHUH. DOTOCHHTETUYECKHIA amnmapar npeTepreBact
M3MCHEHUSI ke TP HE3HAYMTENBHBIX KONCOAHUIX MapaMeTpoB OKpysKaromeil cpensl. M3mMeHeHus ¢oto-
CHHTETHICCKOH aKTHBHOCTH HAONOIAIOTCS TPH BO3ACHCTBUU TAKMX CTPECCOBBIX (PAKTOPOB, KaK MOBBIIICH-
Hasi OCBENICHHOCTS [2, 3], 3acyxa [4—6], 3aconenue [5, 7], sxcTpemanbHbie Temneparypsl [8—10], nedpuur
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nuTaTeNbHbIX BemecTB [11], Tokcuunble metamnsl [12, 13, 2], mouBenHas rumnoxcus [14, 15], UV-B-
nznydyenne [16, 17]. HccrenoBanue (QyHKIMOHMPOBAHUS W aaanTalid (POTOCHHTETHYECKOTO amrmapara
B CTPECCOBBIX YCJOBHUSAX BAXKHO Kak Ui (OPMHUPOBAHMSA MPEACTABICHUH O TUHAMUYECKOW JIOKAIM3allWH,
OpraHu3alu U (yHKIMOHUPOBAHMHU MUTMEHT-OCNKOBBIX KOMILJIEKCOB, DJIEKTPOH-TPAHCIOPTHON IIeMu H
(bepMEHTOB TEMHOBOW cTamuu (OTOCUHTE3a, TaK W JUIS Pa3pabdOTKH CIIOCOOOB JUATHOCTHKH CTPECCOBOTO
COCTOSIHMA y PAaCTEHUI Ha paHHUX CTaIUsiX.

Merton uHAYKIMH (uryopeceHIn xiaopodumia (Xim) — Haubosee 3¢phekTHBHBIN cIocod TecTHpoBa-
HUSI COCTOSTHHS (POTOCHHTETHUYECKOTO allapara HEMHBA3WBHO. B WHTAKTHBIX JHCTHAX BBHICIIMX PACTCHUI
¢yopecenist X 00yCIIOBIICHa HCIYCKaHHEM KBAaHTOB CBETa TONBKO XJI g, TaKk KaK HIHTMEHTHI-
CBETOCOOPILUKH, IOMNIOTUB KBAaHT CBETA, NEPEAIOT 3HEPIHIO AIECKTPOHHOTO BO30YXAEHUS Ha X1 a peaKlUOH-
HBIX LeHTpoB [18, 19]. Ilpu xoMHaTHON TeMmepaType Oojblnas 4acTh (PIyOpeclEHINH 3€JICHBIX JIHCTHEB
(~90 %) ucnyckaetrcs murmentamu ¢otocuctemsl 2 (PC2) [20]. Ceuenne OC1 <5 % npu 720 M u 1—2 %
npu 685 HM 0T 0011ero BhIxoaa (ayopectieHnmu. [loce moriomneHus: KBaHTa cBeTa BO30YKISHHAsI MOJICKY-
na Xi1 a peakinoHHOTO 1eHTpa PC2 MOXKET Je3aKTHBHPOBATHCS Pa3TUYHBIMUA MYTAMHU: (POTOXUMHUCCKUM,
U3IyYaTeJdbHbIM U JuccunanuonHbeiM [18]. Mcnonb3oBaHue cepuu MUMIYIBCOB MOAYJIHMPOBAHHOM HaCTOTHI
BBICOKOH MHTEHCHBHOCTH Ha (JOHE IOCTOSIHHOT'O OCBEIICHUS YMEPEHHOM HMHTCHCHBHOCTH IIO3BOJIIET Olie-
HUTH BKIAJ “OTKPBITHIX” ((POTOCHHTETHYECKH aKTUBHBIX) U “3aKPHITHIX” ((POTOCHHTETHYCCKH HE aKTHBHBIX
" Qayopecupyromux) peakinoHHbX neHTpo ®C2. Meron PAM (pulse-amplitude-modulation) dayopu-
METPHH MO3BOJISET OICHUTH MOTJIOMICHHYIO CBETOBYIO BHEPIHIO, KOTOpasl HCHOIb3YyeTCs Ui OCYIICCTRIIC-
HUS (POTOXUMHUYECKUX PEAKIMHA M PacxXoJyeTcss Ha Oe3bI3NydaTelbHYIO0 TEIUIoByro auccunanmio [18, 20].
Meton PAM-¢dayopumeTpuu MpUMEHAM U H3MEPEHUS psilla XapaKTepPUCTHK (HOTOCHHTE3a U MIUPOKO HC-
MOJIB3YETCA ISl OLIGHKU CTPECC-UHIYLUPYEMBIX HapyIIEHUH 3JIEKTPOH-TPAHCIIOPTHON LIENMH XJIOPOILIACTOB.
[Tapametpsl durypectieHIMU X1 @, XapaKTepU3yIOIre HeMocpeICTBEHHO akTUBHOCTh @ C2 (OoTeHIIMATBHBIN
1 2 dexTuBHBIN KBaHTOBBIE BEIX0ABI OC2, PpoToXUMUIECcKOe TyIICHHE (IIyOPECICHIMN XII ), OTINYAIOTCS BBI-
COKOW YyBCTBUTENHHOCTBIO K JICHCTBHIO TaKUX CTPECCOBBIX (PaKTOPOB, KaK BBICOKAsk OCBEIIEHHOCTH [2, 3], mo-
BBIIIICHHAs Temrieparypa [21, 22], 3acyxa [4—6], 3aconeHHOoCTb [5, 7], neurmt nurarensHbIX Bemects [11].

B nanHoli paboTe MpoTECTHPOBAHO U3MEHEHUE TTApaMeTPOB (IIYOPECIICHITMU XJT @ IPOPOCTKOB STYMEHS
IpU BO3JEHCTBUM aOHMOTHYECKUX CTPECCOBBIX (PAKTOPOB, CYIIECTBEHHO Pa3MYAOLIMXCS MO MPHPOJIE BO3-
JeHCTBHSI — IOBBIIICHHOH TeMIepaTypsl ¥ BOAHOTO Aeduimra. M3BecTHO, YTO MUIIEHBIO IPH BO3ACHCTBUN
MOBBIIICHHON TEMIICPATypPhI SBISIOTCS MUTMEHT-OCIKOBBIC KOMIUIEKCH XJIOPOIUIACTOB, B MEPBYIO OYEpEIh
®C2 [23, 24]. BonHblii AeGHUIAT OKa3bIBACT BIMSHUEC HA (HYHKIIMOHHPOBAHHE (DOTOCHHTETHYECKOTO ara-
paTa mocpelCTBOM M3MEHEHUsI MUKPOBSI3KOCTH THJIAKOMIHBIX MeMOpaH [25]. B o0oux ciy4asx mpoaeMoH-
CTPHPOBAHO, YTO HAMOOJBIICH TyBCTBUTEIHFHOCTBIO K JEHCTBHIO CTPECCOPOB XapaKTepU3yeTcs HE(POTOXH-
MHYECKOe TYIIeHHE QIyopeceHInN XJI d, B 0COOCHHOCTH €T0 TaK Ha3bIBAEMBIil SHEPrO3aBUCUMBIN KOMITO-
HeHT. [lony4yeHHble 3aKOHOMEPHOCTH OOYCIIOBJIEHBI TEM, YTO 3HEPrO3aBUCHUMOE TYLICHHE SBISAETCS MHTE-
IpaJIbHBIM MOKa3aTesleM (YHKIIMOHUPOBAHMS NEKTPOHHBIX IOTOKOB B XJIOpOIUIacTax. B ¢Bs3M ¢ 3THM JaH-
HBIU ITOKA3aTeNb MPEI0KEHO UCIIONB30BATh B KAYECTBE MapKepa CTPECCOBOTO COCTOSHUS (POTOCHHTETHYE-
CKOTO armapara Ha paHHUX CTalusX.

JKkcrnepuMeHT. B kauecTBe OOBEKTOB HCCIEOBAHMS HCIOIB30BANN CEMHUIHEBHBIC IPOPOCTKH
Hordeum vulgare L. copta ['oHap, BbIpaliieHHbIE Ha c10¢ GUIBTPOBAILHONW OyMaru, yBIaXKHEHHOW BOJOTPOBO/I-
Hoit Bojioit nipu 21 °C, otonepuoze 16/8 u (ieHb/HOUB) U OcBeleHHOCTH 120 MKMOJTb - KBaHT - M~ - ¢ . Temo-
BYI0 00pabOTKy pacTeHHI MPoBOAMIN B BO3ayHOM TepmocTtate TC-80M-2 B Teuenue 3 4 nipu 40 °C u mo-
CTOSHHOM ocBenleHuHt (120 MKMOJIb - KBaHT - M2 - ¢ ). Bojublil Je(uIuT co3asamu B Teuenue 45 4 mpu mo-
Ipy’KeHHH KOPHEBOM CHUCTEMBI IIPOPOCTKOB B 3 %-HBIN pacTBOp moimdTHiICHrIHKOIL 6000 (Sigma), KoTo-
PBIH TO3BOJISLT co3aTh ocMoTuueckuid nmoreHuan —0.28 MIla. Kontponem ciay XUy pacTeHUsI TaKOTO XKe
BO3pacTa, Haxonsduuecs 45 4 B yCIOBUAX HOpMaJIbHOTO BogocHaOxeHus. dnyopecueHnnto Xi a perucTpu-
poBanu Ha ¢uryopumeTpe Dual-PAM-100 (Walz, ['epmaHusi) B MHTAKTHBIX JIUCThsSI PACTEHUI MOCIIE OKOHYAHUS
BO3JIEVCTBUS CTPECCOPOB M TEMHOBOM aJanTallii B TeueHue 15 MuH. BkiroueHue MOayIMpOBaHHOIO C HU3KOM
gactotoit (32 I') cnadoro ceera (650 1M, 0.04 MKMOTB - KBaHT - M 2 - ¢ |) HHIyLIMpoBano GoHOBYIO (ryopec-
nenmmio (Fo), a cBeTOBOi MMITymbe (A = 665 HM) BBICOKOH MHTEHCHBHOCTH (3500 MKMOB - KBaHT - M 2 - ¢ 1)
YBEJIMYMBAI KBAHTOBBIH BBIXO/1 (DIIYOPECIICHIIUU 10 YPOBHS .

Ha ocHoBe kuHETHKY (hi1yopecieHInu XII ¢, I3MEPEHHOH TP KOMHATHOM TeMIieparype ¢ pUMEHCHH-
€M TIEPUOTUYSCKIX KOPOTKHX HACHIMAIOIINX HUMITYJBCOB Ha (POHE aKTHHHYHOTO CBETa MHTECHCHBHOCTHIO

120 MKMOJIb - KBaHT - M ~ - ¢ |, paccunTaHsl creyronue nokasarenu [19, 20]:
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FFn=(Fn—Fo)/Fn,
Daocr = (Fm' - Ft)/ m,,
qP = (Fn'— F)/(Fy' — FY"),
gN = (Fw' — Fo)lF/,

NPQ = (Fin— Fu)/Fy',
rae F\/F, — NMOTeHIMaIbHBIA KBAaHTOBBIM BBIX0J (oToXUMHUUecKuX peakiuin ®C2; F\, = F,, — Fo — miepe-
MeHHast uryopecueHus X a; Fo — MUHUMAaIbHBIA KBAaHTOBBIA BBIXOH (piyopecteHIMu Xi a aaanTupo-
BAaHHOTO K TEMHOTE 00pasIia Mociie BKIIOUYEHHS CBETa HU3KOM HHTCHCUBHOCTH; F; — MaKCHMAaJIbHBIH KBaH-
TOBBI BBIXOA (iyopecueHIMA X1 a oO0pasia, MpenBapUTeIbHO WHKYOMPOBAaHHOTO B TEMHOTE, MOCIE
BCIIBIIIKK Hachlamomero csera; ®oco — 3PPexTHBHBII KBaHTOBBIN BBIXOJ (POTOXMMUYECKHX PeaKIHii
OC2; F,' — MakCUMAaJbHBIA KBAaHTOBBIM BRIXOA (IIyOpecIieHInH XII d, PETHCTPUPYEMBIH TOCHIe TPUMEHE-
HUS BCTIBIIIKH HACHIMIAIONIETO CBETa HA (POHE NEHCTBUS aKTHHHYHOTO CBETA; F; — KBaHTOBBIH BRIXO (pIryo-
pecueHuu XJ @, PETHCTPUPYEMBI IMOcie BKJIIOYEHUS AaKTHHUYHOTO CBeTa B TEYCHHE BPEMEHHU f;
Fo' — KBaHTOBBIN BBIXOA (IIyopecueHINU X @, U3MepseMblil Ha (oHe TEHCTBUS CBEeTa HU3KONW MHTCHCHB-
HOCTH TIOCTIe BCIBIIIKH HackImaroniero ceera; gP u gN — ko3 dunneHTs HOTOXMMHUIECKOTO U HE(OTOXH-
MHUYECKOTo TymieHus ¢uryopecueHu Xi a; NPQ — koaddurreHT HepoTOXUMUUECKOro TyIIeHus ¢iryopec-
ueHuuu Xi a lteppa—a®onasmepa.

CraTucTH4ecKyto 00paboTKy JNaHHBIX BBITOJHSIIM COTJIACHO [26] ¢ TIOMOIIBIO MaKeTa CTATUCTHYCCKOTO
ananm3a mporpammbl Microsoft Excel 2019. MccnenoBanust mpoBoauiu B 3—4 OHONOTHYESCKHX U TPEXKpaT-
HBIX AHAINTHYCCKUX TOBTOpsEMOCTAX. PesynpTarel mpezicraBieHs! B Buae (M#SD), rme M — cpennee
apudmerndeckoe; SD — craHmapTHOe oTKIIOHEHHE. OIICHKA IOCTOBEPHOCTH PA3JIMIHNA U3MEPSEMbIX 3HaUe-
HUI OCYIIECTBIIACHh HA OCHOBE MapHOTro f-Kputepus CThIOJIEHTa [IPU YPOBHE CTaTUCTHYECKON 3HAYMMOCTH
p <0.01. na qucniepcuonnoro anaimuza ANOVA npumensscs nporpammusiii maket SigmaPlot10.0.

Pe3yabTaThl M ux o6cyxnenme. Ha puc. 1 mpeacraBiceHbl mapamMeTpbl HHAYKIUU (IIyOpECIICHITUN
X1 a, 3aperucTpUpOBaHHbIE B MEPBBIX JIMCTHSIX CEMHUIHEBHBIX IIPOPOCTKOB SYMEHS IIOC]IE TEMHOBOHM ajam-
taiuy. BeicokotemmneparypHas oOpadotka (40 °C, 3 4) He BIUseT HAa MAKCUMAJIbHBIA YPOBEHb KBAHTOBOTO
BEIXOZa (pyopectieHunu Xi a Fy,, NepeMeHHYI0 (GIyopecueHInIo F), MOTCHIINAIbHBIH KBAHTOBBIM BBIXO]
dotoxumudeckux peakuuit ®C2 (F\/Fy), 530(eKTUBHBIA KBAHTOBBIN BBIXO (OTOXUMHUECKUX peakimii PC2
(Pac2), x03pdunuentsr gP u gN tymenus duyopecueHuun Xia (puc. 1, a). M3MeHeHuil B NaHHBIX
napaMeTpax He 3apeTHCTPUPOBAHO M B CIIyYae BOJHOTO JeUIMTa MPOPOCTKOB siuMeHs (45 4 Ha 3 %-HoM
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Puc. 1. Tlapamerpsl MHIYKIUH (IIyopecueHIMH XJIa B KOHTPOJBHBIX M ITOABEPIIIUXCS

BO3JieiicTBUIO TMOBBIMeHHON Temreparypbl (TLI, 40 °C, 3 4) (¢) u 00C3BOKUBAHUIO

(B, 45 aHa 3 % pactBope 121" 6000) (6) mpopocTKax sIAMEHST; ATl pacdeTa TOCTOBEPHOCTH
OTIMYUN MEXIy TPpYIIaMu MpoBoauics aHanu3 Ha ocHoBe ANOVA-tecta, p <0.01; 7 =9
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pactBope [13I" 6000) (puc. 1, 6). Benuunna F\/F,, oTpaxaeT 3((HEeKTUBHOCT pa3ieNeHusl 3apsioB MEXIY
NEPBUYHBIME JOHOPOM M aKIENTOPOM 3JIEKTpoHOB P680 ®eodernn B peakumonHoM nenrpe ®C2 [18].
O¢ddexTuBHbIN KBaHTOBBIKA BHIXOJ (oToXUMHUECKUX peakiuid PC2 xapakTepusyeT COCTOSIHHE TepBUYHBIX
JIOHOPA U AKLENTOPOB 1EKTPOHA Peso’, Peodetnn  Qa~, BKIIOYAs PEKOMOUHALMIO 3apS/I0B B 3aKPHITHIX pe-
akMoHHBIX meHTpax ®C2 [27]. doToxuMudeckoe TymeHue QuyopectueHu X a (¢P) BO3HHKAaeT H3-3a
okuciaenust Qa~ ¢ yuactuem ®C1 nubo mocpencTBOM albTepHATHBHBIX 3JEKTPOHHBIX MOTOKOB [28]. TTomy-
YCHHBIC JJAHHBIE TIOKA3BIBAIOT, YTO BO3JICHCTBHE MOBBIIICHHON TeMIlepaTyphl U 00€3BOKHUBAHHUE MTPOPOCTKOB
STUMEHSI HE BJVSIOT Ha MPOTEKAaHUE PEAKIUi pa3JesieHus 3apsiioB B peakmoHHOM neHtpe PC2, mepeHoc
JJIEKTPOHA Ha yYacTKE MIEPBUYHOTO U BTOPUYHOTO XMHOHOBBIX akientopoB OC2.

Hedoroxumuueckoe tymenue dpiayopecuenunn Xia a lllrepaa—®onsmepa (NPQ) cHHxaIOCh Kak MO-
CJie BO3JICHCTBUSI TIOBBIINIEHHOW TEMIIEpaTyphl, TaK U B pe3yJbTaTe 00C3BOKMBAHHUS B CEMHUIHEBHBIX MpPO-
poctkax sumeHs (Ha 26.142.2 u 13.0+0.4 %; n = 9, £SD) (puc. 1). B 10 xe Bpems BenuuuHa gN B TaHHBIX
pacTeHusix He u3MeHsanach (puc. 1, 6). Koadpunuent gN onuceiBaeT BKiIa] HeHOTOXUMUUECKUX TPOLIECCOB
B TyILICHUE (IyOPECHEHIMN XJI @ Ha OCHOBE KOHICHIIMK “OTKPBITBHIX” M “‘3aKPBITHIX” PEaKIMOHHBIX IICH-
tpoB ®C2 [29, 30]. NPQ oTpakaeT OTHONICHHE KOHCTaHTHI HE()OTOXUMHUYECKOTO TYIICHHS K CyMME KOH-
CTaHT BCeX IyTeW NUCCHUIMALUU YHEpruu B MeMOpane, BKiIouas (GiayopecreHnno, GOTOXUMHIO U TEIIOBYIO
muccumnanyio [20, 30], 1 xapakTepu3yeT KOHIEHTPAIMIO LIEHTPOB TyIIeHUs (iyopecteHnu Xia ¢ B (HoTo-
cunrernueckoit antenHe [30]. [Toaromy n3menenue mapamerpa NPQ mpu TerioBoM crpecce U 00e3BOKHBa-
HUH PaCTEHHH MOXKET OTpakaTh HapyIIEHUE IPOLECCOB AUCCHUIIAIIMN YHEPTUH AIIEKTPOHHOTO BO30YKICHUS
XJI0po(IILIOBBIX MoJIeKyn B anTeHHe PC2 mim cBetocobuparonieM komiuiekce PC2 (CCK2).

[prunnamu HEPOTOXUMHUUECKOTO TyIICHHS (yopecteHInu X @ SBISIOTCS N3MEHCHNE TPAaHCTHIIAKO-
HJHOTO TpajJieHTa MPOTOHOB, pa3zodmieHue cBetocoduparoniero komruiekca (CCK) nm ®C2, nHaKTHBAIUS
peakoHHBIX 1eHTpoB PC2 Beneactsue (HOTOMHTHOMPOBaHUS, 00pa3oBaHUE 3€OKCAHTHHA, CBS3BIBAHUE
cyobenuaunbl DC2 PsbS u gp. [20, 29—32]. Cpenn MHOKeCTBa MEXaHU3MOB HE(OTOXUMHUECKOTO TYIIIE-
HUs Metox PAM-diayoprMeTpun O3BOMISET SKCIIEPUMEHTAFHO BBIICIUTh TPH KOMIIOHEHTA: ‘“YHEpPro3aBH-
cumoe” Tyuienue (¢E), BBI3BaHHOE BHYTPUTHIAKOMTHON aliuan(UKaueil Bo BpeMsi CBETOMHAYIIHPOBAHHOTO
IepeMEIICHHUs IPOTOHOB BJOJIh MEMOpPAHBI; TYIICHHE, CBSI3aHHOE C MEpexoJ oM (POTOCHHTETHUCCKUX MEM-
Opan u3 cocrosiHus 1 B coctosinue 2 (¢7) u perynupyemoe pochopumupoBanrem CCK; Tymenue, o0ycios-
neHHoe porounrndoupoBanuem (gl) [33—36].

Ha puc. 2 npeacraBieHsl pe3yibTaThl THHEHHONW SKCTPAIONSAIUK JIMHEHHBIX YY9aCTKOB KHHETHYECKUX
KPUBBIX TEMHOBOW perakcanud NPQ KOHTPOJIBHBIX M TOABEPTIIUXCSA CTPECCOBBIM 00pabOTKaM pacTeHHMA
SIMEHST B TOJdyNorapupmmdeckux xoopanHarax llltepana—®orpmepa. KOMIOHEHTE HE(POTOXHMUIECKOTO
TYIICHUs] BRIYUCIEHBI MMyTEM IOCIIE0BATENILHOW aNMMPOKCUMAIH JIMHEHHBIX YYaCTKOB M BBIUUTAHHEM HX
aMIUTUTY [ U3 BenuarHbl NPQ. DKcTpanonsuust TMHEHHBIX y9acTKOB MPOBEICHA C JJOCTOBEPHOCTHIO AIIPOK-
cumvamuu R* > 0.97; NPQ = ¢E + qT+ ¢ql. Bpems momycnaga GbICTPO peTaKCHPYIOMIEro KOMIOHeHTa gE
B CEMUJIHEBHBIX U JCBATHIHEBHBIX MpopocTKax 8.5+0.7 u 6.0+0.5 c (puc. 2, a u g). Cnenyer y4uThiBaTh, 4TO
B ClIydae TEIUIOBOTO IOKa aHAJIM3HPOBANNCH PAaCTEHHS CEMHIHEBHOTO Bo3pacrta (pHc. 2, a U 6), B ciIydae
00e3BOKMBaHUS pacTeHUs SUMEHA nepeHocunuch Ha 3 % pactBop 121 6000 B Bo3pacTe ceMu qHEl, a aHa-
TU3 MPOBOAMICS yepes 45 4, T. €. B ACBITUTHEBHOM Bo3pacte (puc. 2, ¢ u &). CtpeccoBbie 006padoTku (Tmo-
BBIIIICHHAS TEMIIEpPaTypa U 00C3BOKMBAHKE) COKpAIIAIN BPeMs Pa3BUTHS JaHHOTO THIA TyIIeHHS (iryopec-
ueHmu X a Ha 45.0£5.9 u 32.3+4.2 % (puc. 2). Bpems nonycnana cpeqHero KoMmnoHeHTa g7 B MEpBBIX
JMCTBSIX CEMHUHEBHBIX TPOPOCTKOB siuMeHs 87.2+3.1 ¢, neBaTunHeBHBIX 36.9+3.3 ¢. CtpeccoBble 00paboT-
KU (TIOBBIIIEHHAS TEMIIEpaTypa M 00€3BOKMBAaHNE) HECYIIIECTBEHHO BIMSUIM Ha BpeMs penakcanun q7. Men-
JICHHBIA KOMITOHEHT TeMHOBOH penakcanuu NPQ ¢/ xapakrepu3oBaics BpeMeHeM rnoycnana 26.3+2.5 mMuH,
KOTOPOE CTaTUCTHYECKU TOCTOBEPHO HE Pa3NU4ajoCch JJIS CEMHU- U JICBATHIHEBHBIX MPOPOCTKOB SIUMEHS H
B pe3yJIbTaTe BO3JICHCTBUSI UCCIICYEMBIX CTPECCOBBIX (PAKTOPOB (pHC. 2).

[epeceuenne SKCTPANONUPOBAHHBIX JHHEHHBIX YYaCTKOB C OCBIO OPIUHAT IIO3BOJISIET OMPEACIHUTH
BKJIJ KaX/J0TO WHIMBHIYyaJbHOTO KOMIIOHEHTa B CyMMapHOE€ He()OTOXMMHUYECKOE TylIeHHe. AMILTUTYAa
BBICOKORHEPIeTHUECKOT0 TYIIeHHS ¢FE B pe3ynbTare TemioBoi o0paboTkm cHiwkamack Ha 41.0£3.9 %
(n=9, £SD), gT — na 25.0+1.8 % (n =9, £SD), Bknag ¢/ cTaTUCTUYECKU AOCTOBEPHO HE HM3MEHsUICS (pHc.
3, a). JlanHble yKa3bpIBalOT Ha TO, YTO IOCJIE HAarpeBaHUs CHOCOOHOCTH XJIOPOIUIACTOB CEMHUAHEBHBIX MpPO-
POCTKOB STUMEHS (hOPMHUPOBATh TPAHCTUIAKOUAHBIN MPOTOHHBIN I'paJUeHT CHIKaeTcs. Panee ObIIO mokasa-
HO [37], 9TO TEpMOUHIYIIMPOBAHHOE MOAABICHUE TUHEHHOTO MMOTOKA AJIEKTPOHOB B CEMUIHEBHBIX MPOPOCT-
Kax SYMEHs MPOUCXOAMT Ha akuenTopHoi ctopoHe @C2 B pe3yabTaTe CHHXKEHHUS pa3Mepa (HOTOXUMUYECKH
aKTHBHOTO ITyJIa IJIACTOXUHOHOB. CHIDKEHHE aMIUTUTY bl ¢ yKa3bIBaeT Ha MepepactpeiesieHUe MOTIONICH-
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HOH »Heprum cera Mexay ¢ortocucreMamu. Ilockonsky g7 obycnoBieHo ¢ochopumupoBanueM CCK2 u
ero murpanueit or ®C2 k cnabo duryopecuupyromieid @C1, cHUKeHHE TaHHOTO KOMIIOHCHTa MOXKET OBITh
CBSI3aHO C TEPMOMHAYLHPOBaHHBIM paspyiienneM CCK2 unu unrubupoBanuem ¢ocdatassl, gedochopuiu-
pytomeit CCK2. B 10 xe BpeMs TEIUIOBOE BO3ACUCTBUE HE BBI3BIBATIO Jerpagaluu (HOTOCHHTETUYCCKUX
MeMOpaH B pe3yibTare (OTOMHTHONPOBAHUS, TaK KaK BETHYUHA ¢/ HE H3MCHSIIACh.

InNPQ 5 10 15 5 10 15 ¢, munH
0 Q% 0
. a 9]

ql,26.3£2.5 vun ql, 29.4+2.6 mun

qT,87243.1¢ qT,89.3+4.2 ¢

4 4
_s | 9585807 ¢ 5 UqE 460.5¢
WNPQ 5 10 15 5 10 15 4, mum
0 | . e
L 8

g, 26.942.4 vun —2 ql,21.2£2.2 muH

3| -3
—4 gT,369+33c —4 '4T.30783.0¢
5| gE 60+05¢ _s| 9B 41H04c

Puc. 2. Kunernka TeMHOBOH penakcanuu He()OTOXHMMHUYECKOTO TyHIeHUs (iayopecleHInu X1 g Mocie
OCBEIICHHS B TeUCHUE 15 MUH KOHTPOJIBHBIX (d, 8) ¥ TIOABEPTIIUXCS HAarpeBanuto (6) u 00e3BOXKUBAHUIO (2)
TIPOPOCTKOB SUMEHSI CBETOM C MHTEHCHUBHOCTBIO 120 MKMOIb - KBAHT - M 2+ ¢! B HONyIOrapupMUIECKUX
koopauHatax (InNPQ (0)); In(NPQ —gl) (o) u In(NPQ — g/ — ¢q7) (w), mMHAN — JTMHEIHAS aNPOKCHUMAITHS
JTUHEWHBIX YYaCTKOB; BO3JIE KQXKIOTO KOMIIOHEHTa — €ro BpeMs mosycnajia (ti2), M£SD, n =9

qE, qT, ql

057 O KoHTtpos
1 m TIII

04 a
03F | [.2
02
0.1+

0 qE qT ql

qk, qT, ql
057 O Kontpoib
04 " B 6
03t |
02
0.1

0 qE qT ql

Puc. 3. AMmIUTyapl KOMIOHEHTOB HE()OTOXMMHUYECKOTO TyHIeHHS QyopecueHIun X a
B KOHTPOJILHBIX U MOJIBEPTIINXCS BO3IEHCTBUIO0 TOBBIMIeHHOU TemmiepaTypsl (T, 40 °C, 3 1) (a)
u obe3BoxkuBanuto (BJl, 45 4 Ha 3 % pactBope 191" 6000) (6) mpopoctkax sumens; p < 0.01;n=9
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PasButue BomHOro NMeduIMTa CHIDKAIO aMIUTUTYAy ObIcTporo kommoHeHTa Ha 33.30£2.8 % (n = 9;
+SD) u "e Brnusuto Ha Bkiaa g7 u gl (puc. 3, 6). YMeHblIeHHE gF yKa3bIBaeT Ha CHUKCHUE CIIOCOOHOCTH
(hopmupoBath ApH Ha THIakouAHON MeMOpaHe Npu AETHUAPATalluH, YTO, BEPOSITHO, CBSI3aHO C MOAAaBICHUEM
MEKCHUCTEMHOTO AJIEKTPOHHOTO TpaHcmopTta. Panee Obuto mokazaHo [38, 39], 4To mpu pa3BUTHU BOJHOTO
JneduIITa B IPOPOCTKAX SUMEHS MPOUCXOIUT MOBBIICHHE MUKPOBS3KOCTH JIMITHIHOTO OWCIION THIAKOWA-
HBIX MeMOpaH 1 ToIaBIeHUE AIIEKTPOHHOTO TPAHCIIOPTa Ha akuenTopHoi cropone OC2.

Taxum o6pas3om, IpH BO3AEHCTBUH CTPECCOBBIX (PAKTOPOB pa3NIUYHON MPHUPOIB — MOBBINICHHONW TEM-
nepaTypsl ¥ 00€3BOKHBaHMS — HAMOONBIICH TyBCTBUTEIBHOCTHIO K CTPECCY OTJIMYANACh BEIMUYMHA DHEP-
T03aBUCHMOTO TYIICHHUs (IyopecHeHIn X1 @ — OBICTPO (POPMUPYIOIIETOCS KOMIOHEHTa HE(DOTOXUMMIE-
CKOTO TyIIeHHs (IyopecleHIu: XJI a. OTO MOXKET ObITh 00YCJIOBJICHO MPOTEKTOPHOM POIBbI0 YHEPrO3aBHU-
CHUMOTO TymIeHHs. Eciam xyopo(miaoBele MUTMEHTHI MOTJIONIAIOT OOJBIIC SHEPTUH, YeM HEOOXOIUMO IS
cunreza AT® u HAJI®H, TO IpOHMCXOAUT MOBBILEHUE KOHUEHTpauuu H' B IMOMEHe, U IpH CHIKEHHH
pH < 5.5 BximouaroTcs MmexaHu3Msbl 3auTel @C2 ot doTonHrnduposanus [31]. Dueprozasucumoe TyIIeHHE
MOJKET NMPOUCXOAUTh Ha YPOBHE PEaKIMOHHOTO 1eHTpa U B anTeHHe [31, 40]. B nepBoM ciyuae yBennueHue
KOHIICHTPAlLlMK MPOTOHOB B JIIOMEHE BBI3BIBAET BHICBOOOXKIEHHE MOHOB Kanblius U3 Mns-Ca Kiactepa Kuc-
JIOPO/-BBIACIISIIONIETO KOMIUIeKca U HapymieHue S-umkna [31]. Tlpu atom BTopuuHblit noHOp ®C2 Z TepsieT
Croco6GHOCTh BOoccTaHaBIuBaTh P680°, mpoucxomut pekomOunamus 3apanoB P680" ¢ Qa-, dpeodpernroM ,
NpuBOS K 06paszoBanmio cunriaeTHoro (P680*) mmu tpumierroro ((P680*) cocTOSHMS TIepBHYHOTO TOHOPa
51ekTpoHoB [41]. DHeprus Bo30yxaeHus 'P680* MokeT UCIycKaThes B BUe (IyOopecLeHIMy HilH Tepe/ia-
BaThCS 00paTHO B aHTeHHY [31, 42]. DHeprus Bo30yxaeHns *P680* mu6o TymmTcs P-KapoTHHOM, OO Tiepe-
naercst B aHTeHHY [42]; B-kapoTnH MoxeT TymmTh “P680* Hermocpenctenno (*P680*+B-kapotuH—P680+p-
KapoTun*, >B-kapoTHH* —B-KapOoTHH+TEI10) TGO Yepes3 cHHIIeTHEIH kucaopon ((P680*+0,—P680+!0,*,
10,*+B-kapoTun—>O,+B-kaporun*, *B-kaporun*—p-kaporun-+remnno) [31]. ITpu pasBUTHH BHICOKOSHEP-
TeTUYECKOTO TYHICHUS B aHTEHHE YBEIMYMBACTCS KOHIICHTPALWS MOHOB BOAOPOIA B JIOMEHE, YTO MOXET
MPUBOAMUTH K 00pa30BaHMIO TUMEPOB Xi1 a-Xi a [43] u akTHBaLMU KCAaHTO(UIOBOTO LIMKJIA, B X0JIe KOTOPO-
r'o 3eaKcaHTHH oOpasyercst u3 BHonakcaHnTuHa [44]. Tymenune dayopectieHInN XI1 @ 3¢aKCAaHTHHOM TIPOHC-
XOZIUT 10 cxeMe ' Xi1 a*+3eakcanTuH— X1 a+'3eakcanTur*, '3eakcanTH*—3eakcanTuH+TeIo [44]. Takum
0o0pa3oM, pa3BUTHE SHEPro3aBHUCUMOrO TYIIEHUS (DIyOopecleHIrnn X a OTPaXKaeT aKTHBALMIO MPOTEKTOp-
HBIX MEXaHU3MOB, HAPABJICHHBIX Ha MPEIOTBPAIICHHE CBOOOHO-PANKAIBHBIX TPOIIECCOB B THIAKOUTHBIX
MeMOpaHax.

3axmouenne. [Tokazano, uro moseimeHHas Temrepatypa (40 °C, 3 1) u obe3BoxuBanue (45 9 Ha 3 %
pactBope II2I" 6000) He BIMAIOT Ha MOTEHIMAIBHBINA U 3(P()EKTUBHBIN KBAHTOBBIM BBIXOJ] (POTOXHMMUYECKUX
peakiuii poTocucTeMbl 2, KOAPGUIMEHTH (POTOXUMHUECKOTO U HE(POTOXUMHUUECKOTO TYHICHHS (IIyopec-
[EHIINU XJIOPO(IIUIA ¢ B CEMUTHEBHBIX MPOPOCTKAX sSUMEHs. UyBCTBUTEIBPHOCTD K BO3JACHCTBHIO JaHHBIX
CTPEecCOBBIX (PAKTOPOB BBISBJICHA I KO3 (PULIMEeHTa 3HEPro3aBUCUMOTr0 TYIIEHUs (PIyopecleHIINN XI0po-
¢bunna a, TMHEWHO CBA3aHHOTO C BEMMYMHON rpaauenta H™ Ha TunakommHon MemGpane. Ilockonbky dop-
mupoBanne ApH Ha THmakommHOW MeMOpaHe ompenessieTcsl (YHKIMOHHPOBAHHEM BCEH AIEKTPOH-
TPAHCIIOPTHOM LIeNH, BKITI0Yast 00e (POTOCUCTEMBI, KUCIOPOA-BHIICIAIONINN KOMIUIEKC W TIOJBM)KHBIE TIepe-
HOCYMKH, a TaKkke cucTteMbl cuHTe3a U notpednerns AT® u HAJIDH, BenuunHa gE sBIsSETCS UHTETPallb-
HBIM TTOKa3aTelieM, 3aBUCSIIUM OT (DYHKIIMOHHUPOBAHHS CBETOBOW M TEMHOBOW cTanuii ¢ortocwHTe3a. JlaH-
HBIN MMOKa3aTellb MOXKET ObITh MCIIONB30BaH B KaUeCTBE MapKepa COCTOSIHUA (POTOCHHTETHUECKOTO anmnapara
Ha paHHUX CTAJMSIX Pa3BUTHUS CTPECCA Y BBICIINX PACTEHUI.
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