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Toxazano, umo Oeticmeue ROYGEHHOU 3ACYXU HA HAYATLHLIX IMANAX PA3GUINUL CIMPECCA He Bbl3bledem
6 omocuHmemuyeckux MemMoOpaHax IucCmves pPacmeHul SUMeHs. SHAYUMbIX OeCmPYKMUBHbIX NPOYECCO8,
Ha Ymo yKazvleaem Omcymcmeue Hapyulerusi pomoxumuieckou akmusnocmu gomocucmem 1 u 2. Jleqpu-
yum enazu 6 nouee Gbl3bleaen aAKmMusayulo aA0anmayuOHHO20 MeXAHUIMA, 3aKT0HaAIOue20cs 6 nepepacnpe-
OeneHuu 3Hepeul Medxcoy Gomocucmemamu, 4mo MUHUMUIUPYEM HOMOOeCmpPYKMueHoe 6030elicmeue.
Yemanoesneno, umo 6 nucmusx pacmenutl suMeHs npu 3Acyxe CYyuWeCmeeHHo CHUNCAEMCs: Hehomoxumuye-
cKoe myuieHue uyopecyeHyuu X10pouina, 6 boIbulel Cmenenu e2o pecyiupyemasi Cocmagisiowas, Ymo
ROMEHYUATIbHO ONACHO, MAK KAK NPU OIUMETbHOM CIPecco8oM 8030eliCmaull XA0PONIaAchbl MaKux pacme-
HUll YA36UMbL K (homookucaumenvhomy cmpeccy. Tlooasnenue pe2ynupyemoil ouccunayuu snepeuu 6 Gpomo-
CUHMEMU4ecKoll MeMOpane Npu 3acyxe MOdicem Oblmb JUMUMUPYIOWUM DAKMOPOM, ONPeoensiouum
YCMOUYUBOCIb PACMEHUT IUMEHSL K MAKOMY CIpPecco80MYy 6030€UCmEUIO.

Knrwouesvle cnosa: sacyxa, okuciumenvHulili cmpecc, uHOyKyus ¢uyopecyenyuu xiopoguinra, PAM-
Gryopumempusi, HUSKOMEMNEPamypHasl (yopecyenyus, (pomocuHmemuiecKuti annapam, siUMeHb.

It has been shown that the effect of soil drought at the initial stages of stress development does not
cause significant destructive processes in the photosynthetic membranes of barley plant leaves, what has
been evidenced by the absence of disturbances in the photochemical activity of photosystems 1 and 2. Mois-
ture deficiency in the soil causes the activation of the adaptation mechanism, which consists in the redistri-
bution of energy between PSs, which minimizes the photodestructive effect. It has been established that in the
leaves of barley plants during drought, the non-photochemical quenching of chlorophyll fluorescence, which
is to a greater extent its regulated component, is significantly reduced. This is potentially dangerous, since
the chloroplasts of such plants will be vulnerable to photooxidative stress under prolonged stress. The sup-
pression of the controlled energy dissipation in the photosynthetic membrane during drought may be the lim-
iting factor determining the resistance of barley plants to such stress.

Keywords: drought, oxidative stress, chlorophyll fluorescence induction, PAM-fluorimetry, low-tempe-
rature fluorescence, photosynthetic apparatus, barley.

Beenenue. Cpenyt MHOTOUMCIICHHBIX CTPECCOBBIX (PAaKTOPOB B IOCIICTHHIE IECSITUIETHS 3acyXxa Hanbo-
Jiee CYIIECTBEHHO BIIMSET Ha CENbCKOXO3AWCTBEHHOE MPOU3BOJCTBO, MPUBOJSA K MOTEPE 3HAYUTEIHHOHN ya-
cti ypoxas [1]. ®otocunrernueckuii anmapatr (PCA) pacTeHuil MOABEPKEH BO3JCHCTBUIO a0MOTHUSCKUX
CTPECCOBBIX (PAKTOPOB IO MPUYMHE BO3MOXKHOCTH HPOIYKIMH U HAKOIUICHHS B XJIOPOIUIACTAX AKTHBHBIX
(opM KHCIOpOIa, KOIMIESCTBO KOTOPHIX HANPIMYIO 3aBHCUT OT CTEIICHH CTPECCOBOTO BO3ICHCTBHS. Yarme
BCEr0 Peyb UJET O CBETO3aBHCHUMBIX JCCTPYKTUBHBIX PEAKIUAX, KOTOPbIC HA3bIBAIOT (POTOOKUCIUTEIHHBIM
ctpeccoMm [2]. MamynmpoBath (POTOOKUCIUTENBHBIN CTPECC B IUCTHAX PACTECHUM sTYMEHS MOXKET M 3acyxa [3].
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B ycnoBusix HeocTaTKa BOJIBI B MOYBE KIIFOYEBYIO POJIb UTPAIOT aJalTAlMOHHBIE MEXaHU3MBI PaCTUTEIHHO-
ro OpraHusMa, B TOM uuciie MexaHusmbl azantanuu ©CA, no3BoJSIONINE PACTEHUIO NIPEOAOJIETH CTPECCO-
Boe BozJeiicTBue [4]. PacmmdpoBka 3THX MEXaHU3MOB AaCT BO3MOXHOCTb YCOBEPIIEHCTBOBATH TEXHOJIOTHH
0TOOpa CEJEKIMOHHOIO MaTepuaa, a Takxke pa3paboTaTh HOBBIE BBICOKOA((EKTUBHEBIC PETYISATOPH pOCTa
pacTeHHi, 9YTO IMO3BOJIUT CHU3UTH HEOIArONPUATHBIC TIOCICACTBHS OT ICHCTBHUS 3aCyXH.

BaxHbM acriekToM MOBBIIICHUS 3P (GEKTHBHOCTH CEITBCKOX03SHCTBEHHOTO TIPOU3BOICTBA TIPH CTPEMH-
TEIHHOM U3MEHEHHHU KJIMMaTa, B TOM YHUCIIE B YCIOBHUSX YaCThIX 3aCYX, SBJISAETCS MOHMTOPUHT POCTa U pas-
BUTHUS pacTeHUU. B mepByto ouepesb pevb UIET O BHICOKOMH(OPMATHBHBIX IKCIPECCHBIX OMOPHU3NUECKUX
METOJIaX OLEHKH COCTOSHHUS PAaCTUTEIBHOTO OpraHn3Ma. MeTolbl KOHTPOJIST JOTOCHHTETHYECKONH aKTHBHO-
CTH TIPECTAaBIIAIOT HAaHOONBIINKA UHTEpEC: COCTOSTHUE U (YHKIMOHANbHAs akTUBHOCTh PCA HrparoT KIito-
YEBYIO POJIb C TOUKH 3pEHHsI MPOIYKTUBHOCTU pacTeHuit, a cam @CA mpencrasisieT codoil BecbMa YyBCTBU-
TENFHYIO K CTPECCOBBIM BO3AEUCTBHSIM cucTeMy [5, 6]. C 3To#l Touku 3peHust Hanboiee HHPOPMATHBHBIM
HEMHBA3UBHBIM METOAOM KOHTPOJIST aKTHBHOCTH PCA sBISIETCS METOA MHIYKIUH (DIyOPECHEHINH XJIOPO-
¢dumna (Xu), wmu metoq PAM-dnyopumerpun, ocHoBanHEIH Ha 3ddekre Kayrckoro [7, 8]. B 3aBucumoctn
ot coctosiHust DCA WHTCHCUBHOCTH (hIIyOpecleHIMU XIT @ i Vivo MOXET CYIIECTBCHHO M3MEHSTHCS: MPH
OCBEIIEHUH MPEIBAPUTEIBHO aTAITHPOBAHHOTO K TEMHOTE JINCTA HHTEHCUBHOCTH ()JIyOPECIIEHTHOTO CUTHA-
Jla pe3KO BO3pAcTaeT, 3aTeM MOCTEIIEHHO CHIKaeTcs o Mepe agantanuu ¢orocucremsl (PC) k hoTocunTe-
TUYECKH aKTHBHOMY CBeTy. JlaHHOE sBIieHHE BIICPBHIC OMUCAHO HEMEIKHM HccienoBareneM KayTckum.
Cy11ecTBYIOT MHOTOYHCIICHHBIE HHCTPYMEHTAIbHBIE TIOJXOAbI AJISl peau3aliu 3TOro 0Mo(pU3NIECKOro Me-
tona. Haubosnpliee KOMUYeCTBO MOJIE3HOM MH(POPMALMK U3 KPUBBIX MHAYKIUU (IIyopecueHIH XJI TI03BO-
JISIeT TONMYYUTh U3MepuTeNbHbI Komiiekc DUAL-PAM-100 (Heinz Walz GmbH) [9], Bkirouas Takue mo-
Ka3aTenu, Kak d(PQPEKTUBHOCTh (PYHKIIMOHUPOBAHUS HIICKTPOHTPAHCIIOPTHON IIETH, KOHCTAHTHI (DOTOXUMH-
YEeCKOTO ¥ HEe(OTOXMMHUUECKOTO TYIICHUS (PIyopecleHINN, MaKCUMAIILHBIN KBAaHTOBBIN BBIXOI (POTOXUMH-
yeckux peakimii @C2, 3¢hekTHBHBIC KBAHTOBBIC BBIXOBI (poToxmMHudeckux peakiuii @PC1 u ®C2, kBaHTO-
BBIM BBIXOJ PEryJIMpyeMOH U Heperynupyemoi auccunanuu 3Hepruu B @C2, a Taxke KBaHTOBBIE BBIXOJBI
(otoxumuueckux peakuuit ®C1, xapakTepusyrolnue JOHOPHBIE U akienTopHble cBokicTBa P700 (mepBu4HO-
ro poropa ®C1) [10, 11]. [IpumernMocTh MeTOAa UHAYKIMHU (pryopecteHnu X Kak BbICOKOMH(OpMa-
TUBHOTO OMO(MU3NYECKOTO MOAXO0MAA IJsl OLEHKH COCTOSIHHA PACTUTEIBHOI'O OpraHu3Ma IIUPOKO OMHCaHa
B IuTeparype (cM., Hanpumep, [12—14]). B koHTekcTe JaHHOTO HCCIEeN0BaHUs MPEACTaBIseT HHTEPEC UC-
monp30BaHue m3mepurenbHoro komruiekca DUAL-PAM-100 B coueTanuu ¢ MOJNEKYIISIPHO-OMOIOTHIECKUMHU
MTOIXOIaMH TSI KOHTPOJISL 32 COCTOSIHUEM W (DYHKIHOHAIBEHON akTHBHOCTBI0O @CA pacTeHHI B yCIOBHIX
3aCyXH.

[Nomumo MeTona MHAYKINH (QIyopecHeHIuH X Uil OLEHKH CTPYKTYPHO-(YHKIIHOHAJIHHOTO COCTOS-
st DCA ¢doToTpodoB YacTO MPUMEHSETCS METOA PETUCTPALUH (DIIyOpECLEHIINN PACTUTEIBHOM TKaHU TIPU
Temreparype xuakoro asota (77 K). Peructpupyemsie mapaMeTpsl HU3KOTEMIIEpAaTypHOU (IIyopeceHINn
XJIOPO(MIITIOBBIX MOJIEKYJI XJIOPOIUTACTHBIX MEMOPaH OTPasKaroT CIIOCOOHOCTH K (hIyOPECICHIIMH MUTMEHT-
6enkoBbIx cBetocobuparomumx kommiaekcoB (CCK) kak @CI, tak u @C2. MeToa UCToNb3yeTcs Uil aHaIn3a
CTPYKTYpHO-(yHKIIMOHAIEHOTO cocTtosiHust DCA yxke Ha npoTrsbkeHun 30 neT, naeHTuGuIupoBaHa npuHaI-
JISKHOCTB BeeX ToJioc uryopectenuu k paznunaasiM CCK xmoportactos ¢porotpodos [15].

Panee [16, 17] Obuta mokazaHa IPUMEHHMOCTh METOJa MHIYKIUHU (IyopecHeHIun XJ B COYETAHUU
C METOJIOM pEeTUCTpanuu (BpIyopecleHIny pacTUTEeIbHON TKaHu Tpu Temreparype 77 K mis uccnenoBanus
(dbyHKIIOHATEHOW aKTUBHOCTH PCA JTMCThEB BHICIIUX PACTCHHU (SYMEHS W OTypIia) B YCIOBHSAX NEHCTBHA
(hOTOOKHUCIUTENBHOIO CTpecca U MIPH aAANTALNH PACTCHUI K M3MEHEHHIO CIIEKTPAJIBHOTO cocTaBa (pOTOCHH-
TETUYECKU aKTUBHOM panuanuu. C TOUKM 3pEHHUs] MCCIEAOBAaHUS afanTaludoHHBIX MexaHu3MoB OCA mpu
(hDOTOOKUCITUTENBHOM CTPECCe METOA MHIYKIUH (piyopeciieHIuu X MO3BONSET HE TOJIBKO OLIEHUTH (OTO-
XUMHUYECKYI0 aKTUBHOCTh PC, HO U MOJyYUTh LIEHHYIO HHPOPMALIUIO O TUCCUIIALIUU SHEPTUHU B (DOTOCHHTE-
TUYECKOH MeMOpaHe 3a c4eT padoThl kKcaHTO(hUIoBOro nukia [18]. ToT MexaHu3M KpaiiHe BaxkeH IJisl 3a-
MIATH peaKOHHEIX IeHTpoB PC2 ot poromoBpekaeHus. B cBoio odepens MeTo perncTpanuil HU3KOTEeM-
nepaTypHOi (IyopecleHINN PacTUTENFHONH TKAaHH IO3BOJISIET OICHUTH IepepaclpenelieHne YHePTuH o-
rnomeHHsix CCK kBanToB cBeta mexay dC, koTopoe peanusyercs B pesynbrare murpanun CCK BHemHen
aaTeHHbl 0T ®C2 k ®C1 (3 dexT nepenuBanus Yepe3 Kpail) W/uim Mpu nepepacipeieiecHud CHHTe3a 0ell-
KOB IMUTMEHT-0eNKOBBIX KomIuiekcoB @C [17, 19].

Lens HacTosiel pabOTE — BBISIBICHHE 0COOEHHOCTEH M3MEHEHHS CIICKTPAIBHBIX XapaKTEPUCTHK JIH-
CThEB PACTCHHUU SYMEHS, MOJYUYEHHBIX METOJIOM UHAYKINHU (IIyOopeceHIInd XII U yTeM peructpanuu Qiy-
OpecCIeHLIMU TUCThEB mpu Temnepatype 77 K, nns uccnenoBanus mexanuzmoB afantanun @CA pacteHmii
Ha HayaJIbHBIX dTanax JAeHCTBUS MOYBEHHON 3aCyXH.
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JKcrnepuMeHT. B kauecTBe 00beKTa UCCICIOBAHMS BEIOPAH IEPBBIH JIMCT 3€JICHBIX IPOPOCTKOB STUME-
Hs1 (Hordeum vulgare L.) copta ABaHc, BEIPallICHHBIX B CTPOTO KOHTPOJIUPYEMBIX Ta00paTOPHBIX YCIOBHUSIX
B pexkuMe 14 u cBeTa npy MHTeHCHBHOCTH ocBerenus 6000 moxke (150 Mxmonb - kBauT/(M? - ¢)) 1 10 U TeM-
HOTBI TI0J] JIIOMUHECIICHTHBIMU JammamMu Philips TD-36/765 npu temneparype 23+1 °C ¥ OTHOCHUTEIEHOM
BIIAXHOCTH Bo3myxa 35+2 % B HOPMAITBHBIX YCIOBHSIX — €KCIHEBHBIN IOJMB BOIOIPOBOIHON BOHOH W3
pacueta 25 mi1 Boasl Ha 300 r BiaxHoro rpyHra (Bapuant “KoHTpoins™), 1 Ipu 3acyxe — pacTeHHs He T0-
JUBAJIA ¢ MOMEHTA TTOCAJIKH B MOYBY (BapuaHT ‘“3acyxa”). CeMeHa pacTCHHI SYMEHsI TIPeABAPUTEIHHO MPO-
palyBaId Ha TUTACTUKOBBIX acenTruecku o0paboTanHbIx ceTkax mpu 23+1 °C B Teuenue 1 cyt. 3aTem oTO-
OpaHHBIE 110 pa3Mepy KOpHEH ceMeHa BBICAKMBANU B cOCybl, 3anonHeHHble 300 T BIaXXKHOTO MOYBOTPYHTA
(mauanpHas BiaxxHocTh 50£3 %) “Bocropr” (OO0 “Kapuo”, benapych), u BbIpalliiBajgu B TeueHHE 7 CYT.
BraxxHocTh IOYBOTPYHTA B KOHIIE dKCTIepuMenTa sl BapuanTta “Konrpons” 5043 %, nns BapuanTa “3acy-
xa” 37£3 %. MaccoBast 107151 BOJIbI B JIMCThSIX KOHTPOJIbHBIX pacTenuid 92+1 %, onbitHeix — 89+1 %.

®doroxumuueckas akTUBHOCTb DC JINCTHEB PACTEHUM STUMEHS 3apETUCTPUPOBAHA C IOMOIIBIO U3MEPHU-
tenpHOTO KomIutekca DUAL-PAM 100 (Heinz Walz, 'epmanust) ¢ MoayJieM perucTpanuu (ryopecieHITnN
®C2 u aByxBoiHOBBIM (830/875 HM) MOJyJIeM perucTpaluuu curuana nepsuanoro nounopa @C1 (P700) [9].
ITapamerps! akTuBHOCTH DC1 M OC2 nucTheB pacTeHUil suMeHs paccuuTasbl cornacHo [14]. TemHoBas
aJanTanysl JIMCTHEB OCYIIECTBICHA B Te4eHHE 15 MuH. VIHTEHCHBHOCTH W3MEPUTEIBHOTO CBETa
0.048 MkMOTB - KBAaHT/(M?-€)  (hposs =460  HM), aKTMHMYHOTO  ((OTOCHHTETMYECKM  AKTHBHOIO)
131 MKMOIB - KBaHT/(M? - ¢), HACHIIAONINX Benbimek — 10000 MKMob - kBaHT/(M? - ¢). B kauecTBe akTH-
HUYHOTO CBETA M JUIsl HACHIIAIOIIMX BCIBIIICK UCTIOIB30BaH CBET ¢ A = 635 HM. PeructpupoBanu (GoHOBYIO
(ayopecriennuio X1 mociie TEMHOBOU amanTanuu (Fo) ¥ IpU BKIIIOYSHHH aKTHHUYIHOTO cBeta (F)), Makcu-
MaJIbHBI YpOBEHb (IIyopecueHIu: Fy,, a Takke U3MEHEHHE MHTEHCHUBHOCTH (IyOpeCLEHIUH ¢ YpOBHS F
no F', TiocIie BCTIBIIKKA HACKHIIIAIONIETO cBeTa Ha (oHe JACCTBUS aKTUHUYHOTO. Paccuntansl BapuadenpHast
(bayopecnennus (F,= Fy,— Fo), moTeHIHanbHbIA KBaHTOBBIH BbIX0A poToxumun ®C2 (F\/Fin=(Fu— Fo)/Fn),
3¢ dexkTuBHBIA KBaHTOBBIA BbIX0OA (ortoxumun OC2 (Y(II) = (F, — F)/F'y), KoHCTaHTa (OTOXUMHYECKOTO
(gP=(Fun'— F)/(Fn'— Fy)) u nHedoroxumuaeckoro (gN = (Fy, — F'n)/(Fn — F')) Tymenus gpayopecueHmu X
U CKOpOCTh TpaHcmopTa 31ekTpoHoB (ETR (I/11) = Y(I/I)xPARx%cx0.5), rne PAR — WHTEHCHUBHOCTH (HOTO-
CHHTETHYECKH aKTHBHOH pamwanuu (131 MxMomb - kBaHT/(M? - ¢)), ¢ — 4YacTh a6COPOUPOBAHHOTO CBETA
(84 %), 0.5 — 4acTb (POTOCHHTETHYECKH aKTUBHOM panuanuy, npuxomsuieiics Ha onny @C [10, 11]. ITapa-
MeTp NPQ, KOTOPEIHA SIBISIETCS MEpOH HE(POTOXMMHUIECKOTO TYHICHUS (IIyOpECICHINH, OTPaXKaromel Imo-
naienune @C2 kak 3alIMTHOTO MeXaHU3Ma OT U30BITOYHON MHTEHCUBHOCTH CBETA, PACCUUTAH Mo GopmyJe
NPQ = (Fn— F'w)/F' [20].

Jis olieHKHU peltokc-cocTosiHus peaknnonHoro neHtrpa OC1 3apeructpuposan curHan P700 (P), koto-
PBIil IpecTaBIsIeT cO00M Pa3HUIYY HHTEHCHBHOCTEH MOYJIMPOBAHHOTO U3MEPUTEIIFHOTO cBeTa ¢ A =875 u
830 M (A(ls75 — I830)), MOCTHTAIOIIETO (POTOJETEKTOPA, H MOXKET BapbHpPOBaTh OT MHHUMaibHOTO (P700
TTOJTHOCTHIO BOCCTAHOBIIEH) 710 MakcuManbHOTO ypoBHA (P700 momHOCTBIO OKkmcneH). 3Hadenue P, (P700
TIOJTHOCTHIO OKHCIIEH) OMpE/IeNeHO ¢ MOMOMIBIO HAchIIamero ummyisca (10000 Mkmos - kBaHT/(M? - )
IocyIe TMPEeIBapUTEIHHOTO OCBEIICHUS JIFCTa CBETOM C JUIMHOW BONHBI 730 HM, MOTIIONIAEMBIM HUCKITIOYH-
tenbHo DC1. 3nauenue P, ompenensyii aHaJOTHYHO P, HO C HUCIOJb30BAHMEM AKTHHHUYHOI'O CBETa
(635 HM) B KauecTBe (POHOBOTO BMECTO CBeTa ¢ JIMHON BOMHBEI 730 HM. D((eKkTHBHBIN KBaHTOBBIN BBIXO]
poroxumuu OC1 (Y(I) = (Pn' — P)/Pn) onpenaeneH aonei ot obmiero komudecTBa P700, KOTOPBI B JaHHOM
COCTOSIHUM BOCCTAHOBJIEH HE3aBUCHMO OT aKLENTOPHOH CTOpoHbl. 3Hauenue Y(ND) = P/P, npeacraBiser
co0oit gomto odmero P700, okucieHHOro B AaHHOM cocTosiHuM, Y(NA) = Py, — P'y/Py — 10510 OT 00IIero Ko-
mgectBa P700, KOTOPBI HEe MOKET ObITh OKHCIICH HACBIIIAIONIIM UMITYJIECOM U3-32 OTCYTCTBHSI OKUCICHHBIX
aknenTopos [11].

Kpussle, neMoHCTpHpyIoMe u3MeHeHNHE 3()(HEeKTHBHOCTH paboThl AIEKTpoHTpaHcopTHOH 1enn DCl
n ®C2, 3aperucTpupoBaHbl IPH HHTEHCUBHOCTSX akTWHUYHOTO cBera 11, 18, 27, 58, 100, 131, 221, 344,
536 u 830 MKMOIB - KBaHT/(M? - C) (AMTMHA MHTEpBAIa MEX/Ly HACHIIAIOMUMY BCHbIKamu 30 c).

CriekTpbl (hIIyOpECICHIINY JINCTHEB PACTEHHI sTaMeHsI TIpu Temrieparype 77 K 3apeructpupoBaHsl ¢ 1mo-
Moineto payopumetpa Solar CM 2203 (benapych) ¢ ananTUPOBaHHBIM MPOU3BOJAUTEIEM O] YCTAHOBKY CO-
cyna /Iptoapa KIOBETHBIM OTHAejIeHHEeM. DIyOopecleHINI0 BO30YXK a1 MOHOXPOMAaTHYECKUM CBETOM C JJTHU-
HOIi BoNHBI 440 HM, COOTBETCTBYIOIIEH MakcuMyMy moJiockl Cope xiopodwumios [17]. [Jng nomydenus ao-
CTOBEPHBIX PE3YNIBTATOB PETUCTPHPOBAIH CIEKTPHI HU3KOTEMIIEpaTypHOH (uryopecieHu He meHee 30 -
CTBhEB STUMEHS KaXKJ0r0 BapuaHTa OAHON OMOJIOTHYECKOM MOBTOPHOCTH.
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Jus cratuctryeckoit 00pabOTKH SKCIIEPUMEHTANBHBIX JAHHBIX U PETUCTPAIlH TOTYYCHHBIX Pe3yibTa-
TOB HCIONIL30BaHbI porpaMMbl Excel 2019 (Microsoft) m SigmaPlot 12.5 (Systat software) u craructuue-
CKHE€ METOJbl, IPUHATHIE B 00JIaCTH OHOjoruyeckux uccieaoBaHuii [21]. OCHOBHBIMH CTaTUCTUYECKHUMHU
XapaKTePUCTUKAMU CITY>KWIIM CpelHss apupMeTHUecKas BeIMYrHa (X), cpellHee KBaJpaTHiecKoe (CTaHaapT-
HOE) OTKJIIOHEHHE (5). JI0CTOBEpHOCTh pa3inyuii MEX/y BapHaHTaMHU OMpeJelieHa ¢ yueToM ko3dduunenTa
CreronenTa (¢), Ui IPUHITOro YpoBHS 3HaYMMOCTH (p < 0.05) ¥ TaHHOTO YHKcIia cTeneHeit cBoboasl (k=n— 1,
rJie n — BEIUYMHA BBIOOPKH). Bece omucaHHble SKCIIEpUMEHTHI MPOBOAMIN B YETHIPEXKPATHON OHONOrHYe-
CKOW TOBTOPHOCTH.

PesyabTaThl U ux o6cykaenue. [lapamerpsl uryopeceHIMu X1 U peaokc-coctossaus P700 momyde-
HBI Ha OCHOBAaHUM PETHCTPALUU MEAJICHHON KMHETHUKH MHIYKIUH (IyopecleHINH XJ U KHHETUKH U3MEHe-
Hus curHana P700 MHTaKTHBIX 3€JI€HBIX JIUCTHEB PACTEHUHN SUMEHS, BHIPALICHHBIX B ITOYBE B YCIOBUSAX HOP-
MaJbHOIO HOJMBA U MPH 3acyxe. TUIHYHBIE KPUBbIE KHHETHKH MpeAcTaBieHbl Ha puc. 1. Bunna pasHuna
B ypoBHE (hiyopectieHunu u curnaie P700 Mex 1y KOHTPOJIBbHBIMH U ONBITHBIMU PACTEHUSMHU.

Fluo, B a Fluo, B 6
4 4
3 31
2 2
y (I |
0 L L 1 1 O
258700, B 6 25
2.0 2.0
1.5 1 1.5
1.0 1.0
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_0.5 1 1 1 1 1 _0.5 1 1 1 1 L
0 100 200 300 400 0 100 200 300 400¢ c

Puc. 1. TunuaHbie KPUBBIE MEIUICHHOW KHHETHKY HHIYKIIMA (iryopectieHnu X (a, 6)
Y KUHETHKHM W3MeHeHus curHana P700 (s, 2) TUCThEB pacTeHUH siTAMEHS, BRIPAIIICHHBIX
B HOPMAaJILHBIX YCIIOBUSX (@, 8) ¥ ipu 3acyxe (0, 2)

Y CcTaHOBJICHO, YTO 3aCyXa MPHUBOAUT K TOCTOBEPHOMY CHIDKEHHIO Ha 13 % ypoBHs (oHOBOH (hiryopec-
ueHmoo Xia (Fo) u Ha 17 % MakcumanbHOro ypoBHs (hiayopecueHuuu F,, aqanTUpOBaHHBIX K TEMHOTE JIU-
CTBbEB pacTeHHH suMeHs (Tabi. 1). Takxke TEHACHIMA K CHIXXCHUIO 3apETHCTPUPOBAHA Ul YPOBHS CHUTHANIA
P700 (mapamerps! P, u Py'), OqHaKO pa3nuuus HE JAOCTOBEPHBI NPH 3alaHHOM YpOBHE 3Ha4YMMOCTH. CHu-
JKEHHE yKa3aHHBIX MapaMeTpoB MHAYKIMHU (uryopecueHuud X u nepBuyHoro aoHopa @CI1 cBsa3aHbl ¢ u3-
MCHEHHEM COAEPKaHUS XJIOPO(UIIOBBIX MUTMEHTOB B (DOTOCHHTETHUECKUX MeMOpaHax. C IOMOIIBIO BHI-
cOK02(p(heKTUBHOI KUIKOCTHOH XpoMaTorpadun MOKa3aHo, YTO B YCIOBHAX 3aCyXH TOCTOBEPHO CHIDKACTCS
B cpenHeM Ha 13 % conepskanue Xi a u b [3], 9T0 sSBISIETCS MPUIHHON CHIKEHUS ypOBHEH Fo, Fiy, Py 11 Py’
IIpu anHanmse mapamMeTpoB, XapaKTEpU3YIOMUX (oToxumuueckylo akTUBHOCTh PC, — MOTEHIMANBHOTO
KBaHTOBOTO BbIXOJa oroxumuu ®C2 F,/F,, 3¢dekTuBHOr0 KBaHTOBOTO Bbixoaa goroxumun OC2 Y(II) u
®C1 Y(I), Y(ND), Y(NA), xoHCTaHTBI (POTOXMMHYECKOTO TYIICHUS (DIyOpecIeHIINU XJiopoduuia gP, a Tak-
K€ CKOpPOCTH TpaHcmopta 3eKTpoHoB ETR (I/II) — He BBISBIEHO NOCTOBEPHOTO BIUSHHS Ha HUX 3aCyXH,
YTO yKa3blBaeT Ha OTCcyTcTBHE HapyiieHUs paboTsl CCK ¥ 3JeKTpOHTPaHCIOPTHOHN IIENH XJIOPOILIACTOB
B YCIIOBHSX AeHcTBHs crpecca (Tadm. 1). [ms moAaTBep>KACHUS 3TOTO MPEAIIONOKEHHS 3apeTUCTPHPOBAHE
KpHUBBIC, OTpaXKarolne u3MeHeHue 3pdexTuBHOCTH paboThl AnekTpoHTpaHcnopTHo nenu OC1 u ®C2 (mo-
kazatenb ETR) TUCThEB paCTEHUN SUMEHS, BEIPAIICHHBIX B HOPMAJIBHBIX YCJIOBUSIX U IIPH 3aCyXe, B 3aBUCH-
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MOCTH OT MHTEHCHUBHOCTH aKTHHUYHOTO CBeTa. MI3MeHEeHHe HHTEHCUBHOCTH aKTHHHUYHOTO CBETa B IIUPOKUX
npenenax (ot 11 10 830 MKMOJIB - KBaHT/(M? - C)) TIPH PETHCTPALINHN HapaMeTPOB MHAYKIMH (IIyopecIIeHIIHH
Xn u P700 nmo3BonseT BBIABUTH HapylleHHE (GoToxumuueckoil aktuBHOCTH @PC B ciydasx, KOTJa 3TO HE
yIaeTcs cenaTh Ha OCHOBAHMM JAHHBIX MEIJICHHONW KMHETHUKH WHAYKIMH (DIyOPECHEHIIUH, PETHCTPUpYe-
MO TIpY (PMKCHPOBAHHOW WHTEHCUBHOCTH aKTHHHYHOTO cBeTa [22]. AHaNHM3 KPUBBIX MOKA3BIBAET, YTO JaXKe
TIpH KpaiiHe BHICOKMX MHTEHCHBHOCTSAX aKTHHHYHOTO cBeTa (10 830 MKMOMb - KBaHT/(M - ¢)) He HabIoaeT-

¢S IOCTOBEPHBIX PA3IUMYHKA B CKOPOCTH TpaHCOPTa 3JIeKTpoHOB B npenenax @C1 u @C2 11t KOHTPOJIBHOTO
Y OTBITHOTO BapUaHTOB (puc. 2).

Taoauma 1. Ilapamerpsl HHAYKINHU (JIyopeceHIINH XJI0POPHUIIa PeaKIMOHHOT0 IIEeHTPa
@®C2 ¥ peoKC-COCTOSHUSI MEePBUYHOrO H0HOpa 3jekTpoHoB ®C1 P700, nucrheB
pacTeHMii TUMeHsl, BLIPAIIEHHBIX B HOPMAJIBHBIX YCJI0BHAX (KOHTPOJIB) U NPH 3acyxe

[TapameTtp Kontpoias 3acyxa
Fo 0.76+0.05 0.65+0.06"
Fn 3.99+0.24 3.31+0.30"

F./F, 0.81+0.01 0.80+0.01
Y(n) 0.67+0.01 0.68+0.02
ETR(II) 36.86+0.64 37.7840.92
NPQ 0.29+0.02 0.19+0.05"
gN 0.26+0.01 0.20+0.04"
qP 0.87+0.01 0.88+0.01
Pn 1.63+0.20 1.43+0.12
Py 1.44+0.16 1.28+0.13
Y{1) 0.85+0.01 0.8340.02
ETR(I) 46.89+0.61 45.61+0.86
Y(ND) 0.05+0.01 0.07+0.02
Y(NA) 0.10+00.01 0.10+0.02

[Ipumeuanwue. [IpuBencHs cpelHNE 3HAUCHUS + CTAHIAPTHOE OTKIIOHEHHUE (X £ 5).
" Pazuuus 1o CpaBHEHHIO ¢ KOHTPOJIEM JI0CTOBEPHBI, p < 0.05.

ETR(I), MkMOIIb - KBaHT/(M? - C) a

ETR(IT), MmO - KBaHT/(M? - €) 6
120

P 60 i

80
40

40 20

O o L 1 L L
200 400 600 PAR,MkMoOnb - KBaHT/(M? - C)

Puc. 2. 3aBucumoctu sddexktuBHOCTH paboThl dnekTpoHTpaHcnopTtHoi menu PCl1 (a) u OC2 (6)
JUCTBEB PACTCHHU SYMEHS, BBIPAIICHHBIX B HOPMAJbHBIX YCIOBUSAX (KOHTpOIb (1)) u mpH 3acyxe (2),
OT MHTEHCUBHOCTH aKTHHUYHOTO CBETA; MIPUBEACHBI CPEIHIC 3HAUCHHS £ CTAaHIAPTHOE OTKIOHEHHE (X £.5)

[Momumo (otoxumudeckoit aktTuBHOCTH PCA MeTO] WHAYKIUU (IIyOpPECICHITUN XJI IMO3BOJIACT OIle-
HUTH BKJIAJ HE(POTOXMMUIECKUX MPOIIECCOB B TymieHUe (yopecueHmy. [lokazatemn gN u NPQ SBusioTcs
Mepoil HehOTOXUMHUUECKOTO TyLIeHHUs (IyopecueHIH XJI, OTpaxkas ero oOIIyI0 U PeryJIupyeMyro coCTaB-
nsirorre. CorJlacHO TOJTyYSHHBIM JaHHBIM (Tabm. 1), Kak B KOHTPOJIE, TaK M B SKCIIEPUMEHTE BEIMYMHBI g/N
u NPQ comocTtaBUMEI (B Ipeienax IOTPENIHOCTH), YTO YKa3blBaeT Ha OTCYTCTBHE JIMOO KpaifHe Mallbiid
BKJIaJ] HEPETyJIUPyeMOi AUCCUTIALIMU PHEPTUU B (DOTOCHHTETUUECKO MeMOpaHe, KoTopasi OOBIYHO SIBISETCA
CJIEJICTBHEM JECTPYKTUBHBIX MpPOIEccCOB. TakuM 00pa3oM, HEPOTOXUMHUECKOE TyIICHUE (IIyOpecUeHINH
XJ1, pETHCTPUPYEMOE B JINCTHSIX PACTEHHUN SUMEHS KaK B HOPMAJBHBIX YCIOBHSIX, TaK U IPH 3acyxe, 00y-
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CJIOBJICHO B OCHOBHOM paboToii kcaHTo(hmIoBoro nukia [18]. OnHako B yCIOBHAX 3aCyXH JOCTOBEPHO pe-
ructpupyercst camkenue gN u NPQ otHocuTenbHO KOHTpois Ha 23 u 34 %. CHmKeHue mapaMeTpoB Hedo-
TOXUMHUYECKOr0 TylIeHUus (uyopecueHIH XJ, B OONbIIEH CTENEHH €ro PeryjupyeMoil cocTaBiAroLIei
(NPQ), B yCIIOBHSX 3aCyXH CBSI3bIBAEM C CYIIECTBCHHBIM YMCHBIIICHHEM CO/CPKAHUS B JIUCTHSIX SIUMEHS IIPU
JEWCTBHH STOTO CTPECCOBOTO (pakTOpa KapOTHHOHIOB, IPEXK/E BCEr0 KCAHTO(UIIOBBIX, KOTOPBIE BHOCST OC-
HOBHOM BKJIaJ B PETYIIALHUIO IUCCHUITAIIH H30BITOYHON HEPTHH B (POTOCHHTETHICCKOH MeMOpane [3]. Pac-
TEHUS SYMEHS COpTa ABaHC XapaKTepU3YIOTCS HEBBICOKOW YCTOWYHMBOCTBIO K 3acyxe. [lonaBieHue perynu-
pyeMoii TUcCHUIIaluy YHEPTHH B (POTOCHHTETHIECKOH MeMOpaHe MpH 3acyXe MOKET OBITh JTUMHUTHPYIOITHM
(haxTOpOM, OTIPEICIIONINM YCTOHINBOCTE STOTO COPTa STIMEHS K TAKOMY CTPECCOBOMY BO3ICHCTBHIO.
Meton uHAYKIUHN (IIyOopecUeHIUN XJI OCHOBAH Ha PETUCTpaluil (IyopecleHUUH (HOTOCHHTE3UPYIO-
IIMX TKaHeH MpY KOMHATHOW TemIeparype, Korja B CIIeKTpe OOBIYHO MpeobialaeT TONbKO Mojioca ¢ MaKCH-
MyMOM IIpH 685 HM, NpUHAATEKaIIas U3IydeHn0 X1 a BHyTpeHHel anTeHHbl @C2, a U3MEHEeHUs1 YPOBHA
(hayopectieHIMK 00yCIOBIEHB! (POTOXUMHUUECKUMHU M HE(POTOXMMHUYECKMMH TUCCUIIAIIMOHHBIMHU Tpoliecca-
mu. IIpu Temneparype >KHIKOTO a30Ta OTCYTCTBYIOT JIMOO MUHHMHU3HUPOBAHBI TEIJIOBASI TUCCUIIALIUS 3HEP-
rur B CCK u (poToxuMudeckre mpoIecchl ¥ B CIIEKTPax MpeodiiajacT mojoca ¢ MakCUMyMoM Tipu 740 HwM,
npuHaanexamas ¢uyopecueHuu xiaopopuinoB CCK @Cl1, a Taxke peructpupyercs nosuoca 690 HM, npu-
Hajmexaniast payopecueHnmu Xi a peakimonHoro neatpa @C2 [15]. M3MeHeHre COOTHOIICHUST MEXTy UH-
teHcuBHOCTAMU (hiryopecueHinu mosoc ®C1 u @C2 (740 u 690 HM) B OTCYTCTBHE SIBHBIX JECTPYKTUBHBIX
MPOLIECCOB B XJIOPOILIacTax 00YyCIOBIEHbI aJalTalMOHHBIMU MEXaHU3MaMH, B OCHOBE KOTOPBIX JIEKHUT Iie-
pepacnpeaeneHue sHeprun Mexxay OC 1i1s 3auThl peaKIMOHHBIX IIEHTPOB OT (POTOMOBPEIKACHUSI.

[q,n, OTH. €. a 1740/1690 o
90 10 ¢
8 | T
= I
60 6L
4|
30
2 L
0 i I 1 0 r T
660 700 740 780 A, HM KonTtpons 3acyxa

Puc. 3. CnexTpsl (@) 1 oTHOIIeHHEe HHTeHCUBHOCTEH mpu 740 u 690 HM (6) HU3KOTEMIIEPaTypHOIl

(ITyOpeCIeHITUH JTUCTHEB PACTEHUH STYMEHS, BBIPAIICHHBIX B HOPMAIILHBIX YCJIOBUAX (KOHTPOJB (1))

1 pH 3acyxe (2), Asoss = 440 HM; IpUBEICHBI CpeJHHE 3HAYCHUS + CTAHIAPTHOE OTKIOHECHHUE (X * §),
pas3nuyus o CPAaBHEHUIO C KOHTPOJIEM J0CTOBEpHEL p < 0.05

AHaNM3 CIIEKTPOB HU3KoTeMIiepaTypHoi ¢uryopecteriyn (77 K) 3eJIeHBIX THCTHEB PACTCHUH SIMEHS,
BBIPAIICHHBIX B YCJIOBUAX HOPMAaJbHOIO MOJHMBA (KOHTPOJB) M MPH 3acCyXe, MOKAa3bIBAET, UTO PETUCTPUPY-
I0TCS JIBa YKa3aHHBIX MakcumyMa — Tipu 690 u 740 M (puc. 3, @), OqHAKO NPH IESHCTBUM 3aCyXH Ha pacTe-
HUS HAaOJIOAAr0TCS U3MEHEHUS B CIIEKTpax (UIyopecleHIINN JIMCTheB Tpu Temreparype 77 K. YcraHosieHo,
YTO B TaKUX YCIOBHSX HPOHCXOJUT CHU)KEHHWE HHTEHCHUBHOCTH (iyopecueHIMH mojiockl mpu 690 HM
Ha (oHe yBenmuueHus BBIXOAa (iryopecreHuuu npu 740 HM MO CPaBHEHHUIO CO CIIEKTPaMH KOHTPOJIBHBIX
pacrennii (puc. 3, @). COOTBETCTBEHHO yBeTMUUBACTCS (B cpeiHeM Ha 26 %) OTHOIICHHE WHTCHCHBHOCTU
¢yopecrenuu npu 740 HM K WHTEHCHBHOCTH (hiryopecteHInu mpu 690 HM 1Mo CpaBHEHHIO C KOHTPOJIEM
(puc. 3, 6). Takoe U3MeHEHHE COOTHOIICHNUS HHTEHCUBHOCTEH HU3KOTEMIIEpaTYPHOH (hIyOpecIieHIIMH MOXK-
HO 00BSCHUTH IepepacnpeneicarneM Mexy @C 3a cyer MUTpaIi KOMIUIEKCOB BHEIIHEH aHTeHHBI 0T DC2
k ®C1 (spillover-effect, umu 3¢ ekt nepenuBanus yepes kpai) [19].

3akmaouenne. [TokazaHo, 4To AeHCTBUE MOUYBEHHON 3aCyXW Ha HAYaJIbHBIX dTalax pa3BUTHUS CTpecca He
BBI3BIBACT B (POTOCHHTETHUECKUX MeMOpaHaX JHCTHEB PACTEHHU SUMEHS 3HAUYMMBIX NECTPYKTHBHBIX IIPO-
IIECCOB, HAa YTO YKa3bIBaCT OTCYTCTBHE HapyIICHUS (OTOXUMHUYECCKOH akTUBHOCTH (oTtocucteM 1 u 2. Jle-
(bUIUT BOJBI B MOYBE BHI3BIBAET aKTUBAIMIO aIallTAIIMOHHOTO MEXaHM3Ma, 3aK/II0YaloIerocs B epepacnpe-
JICJICHUU DHEPTUU MEXIy (HOTOCHCTEMaMH, BEPOSTHO, 32 CYET MUTPAIMH CBETOCOOHPAIONIMX KOMIUIEKCOB
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BHEIIHEH aHTEHHBI, YTO MUHUMH3UPYET (HOTOACCTPYKTUBHOE BO3NCHCTBHE. Y CTAaHOBJIEHO, YTO B JIUCTHSIX
pacTeHHH SUMEHS TPH 3aCyXe CYIIECTBEHHO CHIDKACTCS HE()OTOXMMHYECKOE TYIICHHE (IIyOpecIeHINN
xJopoduiLIa, IpudeM B OOJbIICH CTENEHH €ro peryjampyeMasi COCTaBIIIONIasl, YTO MOTEHIHAIbHO OMAaCHO,
TaK Kak IpH 0ojee JTUTEIHHOM CTPECCOBOM BO3/CHCTBUH XJIOPOIIACTH TAKUX PACTCHUl OyayT OGonee ys3-
BUMBI K (DOTOOKHCITUTEIRHOMY cTpeccy. IlomgaBienue peryampyeMoi AUCCHUIIAIMN YHEPTHH B (POTOCHHTETH-
geckoil MeMOpaHe MpH 3aCyXe MOXET OBITh JUMHTHPYIOIINM (DaKTOPOM, ONPEIEISIONINM YCTOMIHBOCTh
pacTeHHUH STUMEHS K TAKOMY CTPECCOBOMY BO3JIEICTBHIO.

[1] O. Ahluwalia, P. C. Singh, R. Bhatia. Resources, Environ. and Sustainability (2021),
https://doi.org/10.1016/j.resenv.2021.100032

[2] A. Kumar, A. Prasad, M. Sedlafova, B. Ksas, M. Havaux, P. PospiSil. Free Radical Biology and
Medicine, 160, N 3 (2020) 894—907, https://doi.org/10.1016/j.freeradbiomed.2020.08.027

[3] T. I. Kansara, H. B. Kozea. Xypn. ben. roc. yn-ta. buomorms, N 3 (2020) 46—53,
https://doi.org/10.33581/2521-1722-2020-3-46-53

[4] S. Talbi, J. A. Rojas, M. Sahrawy, M. Rodriguez-Serrano, K. E. Cardenas, M. Debouba,
L. M. Sandalio. Environ. Exp. Bot., 176 (2020) Art.104099, https://doi.org/10.1016/j.envexpbot.2020.104099
[5] M. Ashraf, P. J. C. Harris. Photosynthetica, 51, N 2 (2013) 163—190, https://doi.org/10.1007/s11099-
013-0021-6

[6] A. Sezgin, C. Altuntas, M. Demiralay, S. Cinemre, R. Terzi. J. Plant Physiology, 232 (2019) 65—73,
https://doi.org/10.1016/j.jplph.2018.11.026

[7] H. Kautsky, A. Hirsch. Naturwissenschaften, 19 (1931) 964—969

[8] A. FO. KopueeB. UnpopmalioHHbIE BO3MOXKHOCTH METOJa MHAYKINH ¢uryopecueHuy, Kues, Anprep-
npecc (2002) 5—7

[9] Dual-PAM-100 Measuring System for Simultaneous Assessment of P700 and Chlorophyll Fluorescence.
Instrument Description and Instructions for Users, Germany, Heinz Walz GmbH (2009) 3—26

[10] D. M. Kramer, G. Johnson, O. Kiirats, G. E. Edwards. Photosynthesis Res., 79 (2004) 209—218,
https://doi.org/10.1023/B:PRES.0000015391.99477.0d

[11] C. Klughammer, U. Schreiber. Planta, 192 (1994) 261—268, https://doi.org/10.1007/BF01089043
[12] H. M. Kalaji, L. Rackova, V. Paganova, T. Swochyna, S. Rusinowski, K. Sitko. Environ. Exp.
Botany, 152 (2018) 149—157, https://doi.org/10.1016/j.envexpbot.2017.11.001

[13] A. Stirbet, D. Lazar, J. Kromdijk, Govindjee. Photosynthetica, 56 (2018) 86e104,
https://doi.org/10.1007/s11099-018-0770-3

[14] M. S. Makarenko, N. V. Kozel, A. V. Usatov, O. F. Gorbachenko, N. G. Averina. OnLine J. Biol.
Sci., 16, N 4 (2016) 193—196, https://doi.org/10.3844/0jbsci.2016.193.198

[15] B. I'. Jlagpirud. ®uzuon. pactenuit, 45, Ne 5 (1998) 741—762

[16] H. B. Mlaawsiro, H. B. Ko3en. Xypn. mpuki. cmekrp., 73 (2006) 266—269 [N. V. Shalygo,
N. V. Kozel. J. Appl. Spectr., 73 (2006) 301—304], https://doi.org/10.1007/s10812-006-0073-5

[17] FO. B. Bsazos, H. B. Ko3zea, B. I1. lomanckuii, H. B. llaasiro. XypH. npuki. crnekrp., 81 (2015)
929—934 [Y. V. Viazau, N. V. Kozel, V. P. Domanski, N. V. Shalygo. J. Appl. Spectr., 81 (2015)
1019—1024], https://doi.org/10.1007/s10812-015-0044-9

[18] D. Latowski, P. Kuczynska, K. Strzalka. Redox Rep., 16, N 2 (2011) 78—90,
https://doi.org/10.1179/174329211X13020951739938

[19] Y. Ueno, S. Aikawa, A. Kondo, S. Akimoto. J. Phys. Chem. Lett., 7 (2016) 3567—3571,
https://doi.org/10.1021/acs.jpclett.6b01609

[20] F. Busch, N. P. A. Hunter, I. Ensminger. Funct. Plant. Biol., 36 (2009) 1016—1026,
https://doi.org/10.1071/FP08043

[21] II. ®. Pokuukwuii. buonornueckas crarucruka, Munck (1973) 28—50

[22] J. Manoyan, T. Samovich, N. Kozel, V. Demidchik, L. Gabrielyan. Int. J. Hydrogen Energy, 47,
N 38 (2022) 16815—16823, https://doi.org/10.1016/j.ijhydene.2022.03.194



