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1. BBEAEHUE

AKTYaJIbHOCTDH TeMbl

HazemHble pacTeHus: moaBepraioTcs BO3IEHCTBUI0O MHOTOYMCIIEHHBIX HEOIAaronpHUsITHBIX
dakTOopoB  (BKJIIOYAs CUJIBHBIM CBET, HEONTUMAJbHBIE TEMIIEPATyphl, MEXaHUYECKOE
HOBPEXICHHUE M MHOTHE Jpyrue), HAeHCTBHE KOTOPBIX MOXET ObITh MPOCTPAHCTBEHHO-
HEOJHOPOAHBIM. BcnencTBue 3TOro, pacTeHHsIM HEOOXOIMMBI  CTPECCOBBIE  CHTHAJIBI,
pacnpoCTpaHSIOIMECS] U3 30HBI JIEWCTBHUE CTpeccopa B HMHTAKTHBIE YacTH PACTUTEIHHOIO
opraHm3Ma ¥ BbI3bIBaIOIIME cUCTeMHbIe (usnonorndeckue orBetsl (Dempsey, Klessig, 2012;
Shah, Zeier, 2013; Devireddy et al., 2018; Hilleary, Gilroy, 2018). Takyio poib MOryT
BBITOJIHATD 3JICKTPUYECKUE CUTHAJIBI, MPEACTABICHHBIC Y PACTCHUN MOTCHLIMATIAMU JIEHCTBHSA,
CHCTEMHBIMHU MOTCHIMAJIaMU W BapuadenpbHbiMH ToTeHImaiamu (BIT) (Fromm, Lautner, 2007;
Szechynska-Hebda et al., 2017; Pachu et al., 2023).

BII saBnsercss yHMKaJbHBIM JIEMOJIAPU3ALMOHHBIM 3JIEKTPUUYECKHUM CHUTHAJIIOM BBICHINX
pacrenuii (Stahlberg et al., 2006; Fromm, Lautner, 2007; Szechynska-Hebda et al., 2017),
KOTOPBI T€eHEPUPYETCs Y PACTEHUI B OTBET Ha JIOKAJbHOE JIEUCTBUE MOBPEKAAIOIMINX (HaKTOPOB
(HampuMep, 0XKOT, SKCTPeMajbHBII HArpeB WIHM pa3[JaBiMBaHUE), UMEET CIOXHYI (GopMmy u
OOJBIIYI0 JNMUTENbHOCTh (necsaTku MuHYT). [lo-Bumumomy, BII mpencraBiser coboit
SJIEKTPUYCCKUI OTBET Ha PacCIpOCTPaHEHUE CHUTHAIA HedleKkTpuueckor npupozasl (Pachu et al.,
2023), B KauecTBE KOTOPOTO pacCMaTpUBAIOT JTUOO pacnpocTpaHEHHE TUAPaBINYECKON BOJHBI,
00 MmepeHoc XxuMuueckoro arenra. Jlanpneiiee pa3sutue BII npeanonoXuTenbHO CBI3aHO C
aKTHUBallMe MEXaHOYYBCTBHUTENBHBIX (B cCllyuyae THAPABIMYECKON TUNOTE3bl) WIM JIMTaH[-
3aBHCHMBIX (B CiIydae XHMHYecKod rumotessl) Ca?* kaHAJOB MIa3MAaTHYECKOH MeMOpaHBI
BXOJOM HMOHOB KalbL¥s, KOTOPHIM NPHBOAMT K JUIMTENbHOM uHakTuBaiuu H-AT®daswl
IIa3MaTHYeCKO MeMOpaHbl, popMupys BosiHy aenonspusaiuu (Szechynska-Hebda et al., 2017;
Pacha et al.,, 2023); Bbi3BaHHas Ca®** akTuBanMs AHMOHHBIX KAaHAJIOB, BEPOSATHO, TaKKeE
yuactByer B renepauuun BIl (BoxeneeB u ap., 2011; Katicheva et al., 2014), dbopmupys
OBICTPYIO JeNOpU3aIHIo0 (HadalbHas AeTOIsIpU3alusl, Caiku).

WNupykius BapuabeabHOTO TOTEHIIMAA TTOBPEXKIAIONIMMA BO3ICHCTBUSMHU TIOKA3bIBAECT,
4YTO TeHepanusi u pacrnpoctpaHeHne BIl Bo3HHMKaeT B KPUTHYHBIX I BBDKHBAHHUS PAaCTEHUS
curyarmsix. C ydeToM 3TOro, MOXHO OXuIaTh, 4ro BIl 1omkeH BBI3BIBATH MacIITaOHBIE
dbuznonornueckue H3MEHEHHUS |, BEpPOSTHO, HUIpaTh pOIb B aJanTallid pPacTEeHUs K
SKCTpeMajbHBIM (hakTopaM cpeibl. JleiicTBUTENbHO, U3 TUTEpaTypsl u3BecTHO, yTo BII Bruser
Ha DKCIPECCHIO 3aIUTHBIX TCHOB M MPOAYKIHIO cTpeccoBbix (hutoropmonos (Mousavi et al.,
2013; Farmer et al., 2020), BbI3BIBACT IUTEIBHYIO OKKIIIO3HIO IIIACTHHOK CHTOBHIHBIX
anemenToB kaymto3oi (van Bel et al., 2014), ctumynupyer apixanue (Lautner et al., 2014),
UHIynupyeT MHorodasHeie u3aMeHenus Tpancnuparnmu (Vuralhan-Eckert et al., 2018),
3amemisier  pocroBbie mporecchl  (Stahlberg, Cosgrove, 1996) wu BbI3BIBaET JApyrue
(U3HOIOTUYECKHUE OTBETHI.

@OTOCHHTE3, WIPAIOLIMKA KIIOYEBYI0 pPOJIb B 0O0ECHEUYEHUM PpACTEHUs HHEprueil u
OpPraHUYeCKUMHU COCIMHCHHUSIMH, TAKXKe SBISETCS BakHOH «wmwumieHbo» BIT (Fromm, Lautner,
2007; Gallé et al., 2015); mpu 3TOM H3MEHEHUST MOTYT pa3BUBaThCs Kak B ¢porocucreme | (OCI),
tak U B @Qotocucteme Il (PCIl). B wyacTtHOCTH, mNOKa3aHO, YTO JIOKAJIbHOE JCHCTBUE
HNOBPEXJAOIMUX  (AKTOPOB, KOTOPOE HHAYLHMPYET paclpoCTpaHEHHE BapuadeIbHOIro
MOTEHI[MAJIA, MOXET BBI3BIBATh OBICTPYIO (00bIuHO, 10 5-10 mun) (Grams et al., 2009; Biatasek
et al., 2017) w/unu mmrensHyro (1o vaca u Oonee) (Hlavackova et al., 2006; Hlavinka et al.,
2012) wnakTHBanUiO0 (QOTOCHHTETHYECKUX MPOIEcCCOB. MOXKHO OXHAaTh, 4YTO OBICTpas
WHAKTUBallMs (OTOCHMHTE3a UIpPaeT BAXHYK pOIb B aJalTallud pPacTeHUs K JCHCTBHIO
HEeOJIaronpusATHBIX (PAaKTOPOB, TAK KAK UMEHHO OHa IMpe/CTaBiseT co0oil Hanboiee paHHUM 3Tall
CHUCTEMHOT0 ()OTOCMHTETHUYECKOTO OTBETA PACTEHUS MPH JIOKAITEHOM MOBPEXICHHH.

Takoe npeamnonoxenue TpeOyeT MOIPOOHBIX UCCIENIOBAHNUN; B YaCTHOCTH, HEOOXOIMMO
OTBETUTH Ha cleayronme GpyHaaMenTanbHble BOmpockl: Kakue hoTocHHTETHYECKHE TTapaMeTphl
MEHSIOTCS MpU  pa3BUTHM ObICTpoil MHakTHBauMM (QorocuHreza? SAmmstorcs sm Bl



HEOOXOAMMBIMH I €€ MHIYyKIMK? KakoBbI MEXaHU3MbI (POPMUPOBAHUS OBICTPON MHAKTHUBAIIUU
¢dorocunTe3a? Biusier nmu ObICTpas WHAKTUBAIMA (OTOCHHTE3a Ha YCTOMYMBOCTH pacTeHUs (B
YaCTHOCTH, €ro (POTOCHMHTETHYECKOIro ammapara) K IeHCTBHIO HeOIarompusiTHbIX (PakTopoB?
KakoBbI yTH Takoro BIUSHUSA?

YyuThiBas MOTEHIIMAILHYIO poJib BhI3BaHHOM BII ObicTpoli nHaKTHBAIMK (OTOCHHTE3a B
aJanTalMyd PacTEeHH, HWCCIeNI0BaHHE A3TOM NpoOieMbl TpeOyeT TakkKe pelIeHHs BOIPOCOB
npukiagHoro xapakrepa: CymecTByloT ju MeToasl moaudukauuu BIl u BbI3BaHHON uM
ObicTpoii nHaKkTUBaIUK (oTocuHTe3a? CylecTBYIOT U METObl MOHUTOpUHTA pa3Butus BIl u
ObicTpoit MHaKTHBAMK (hoTocuHTe3a? PerieHre OTMEUYEHHBIX MPHUKIATHBIX BOIPOCOB CO3/ACT
IPEINOCHUIKH I pa3pabOTKH HOBBIX METOJIOB OLIEHKH COCTOSIHUSI PACTEHHUI U MOBBIIICHUS UX
BBDKMBAEMOCTH B HEOIArOMPUSATHBIX YCIOBHSIX.

JuccepraonHas paboTa MOCBSAIICHA aHAIN3Y 3asBJICHHBIX BOIPOCOB, CBsi3aHHBIX ¢ BII
u ObIcTpoil mHakTuBauued Qorocunreza. [Ipu 3ToM, B pabore, mpexae BCEro, UCCIEIyeTcs
BiaustHue BII u OpIcTpoii nHaKTHBAIMK (POTOCHHTE3a HA TEIUIOYCTOWYMBOCTDh PACTCHHMN, TaK KaK
MMEHHO BBICOKHE TeMmeparypbl (BIUIOTh 1O OXOTa) SBISIOTCA Hambonee 3¢EGEKTUBHBIM
UHIYKTOpPOM BapualenbHOro mnoTeHnuaia [A65]; T.e., MOXKHO OXHIaTh, YTO BIMSHHE Ha
YCTOWYMBOCTD K HarpeBY MOXET ObITh OAHON U3 KIH04YeBBIX QyHKImi BII.

Crenenb pa3padOoTAHHOCTHU TeMbI HCCJIEIOBAHNS

K mMoMeHnTy Hauana quccepTallmOHHOTO UCCIIeIOBaHMS, 3HAUUTEILHOE YUCIIO paboT ObLIO
HANpaBICHO Ha W3yYEHHs MEXAaHHW3MOB TEHEpallMd M PacIpOCTPAaHEHHS BapHaOEIbHOTO
norenimana (BomeneeB u mp., 2011; Stahlberg et al., 2006; Katicheva et al., 2014), a takxe
BEJINCh AaKTUBHBIC (DEHOMEHOJIOTHYECKHE HCCIIETOBaHMs ObICTpON WHAKTHBAIMU (DOTOCHHTE3a
(cm. o630per Fromm, Lautner, 2007; Gall¢ et al., 2015), koTopble MOKa3aad YMEHBIICHHE
¢dorocunTeTnyeckoit accummsiun CO2 (A), CHMKEHHE KBAaHTOBBIX BBIXOJOB (hoTtocucrem |
(dpsi) u 11 (dpsi) 1 Bo3pacTanue HEHOTOXUMHUYESCKOTO TyHICHUS (ITyOpECICHIIMK XIopoduiia a
(NPQ) mpu pazButuu takoi mHakTuauuu. Poinbs BIT B popmupoBanuu ObICTpOil MHAKTHBAIMH
¢doTocuHTe3a ObLIa MMOKa3aHa HAa OCHOBaHMM ABYX TIpymn aprymeHtoB. (i) Bomee panmee
dbopmupoBaHue 0TBETOB (POTOCHHTE3a HAOIII01aI0Ch 0KOJIO MpoBoasmx my4kos (Lautner et al.,
2005; Grams et al., 2009; Gallé et al., 2013), koTopbIe SIBISIOTCS OCHOBHBIM KaHAIOM Tepeaadn
BII. (ii) OtBersl (oOTOCHHTE3a MOJABISUIUCH B YCIOBHUSAX TIOJABICHUS TCHEPAIMH U
pacrpoCTpaHeHUs SJIEKTPUUYECKUX CUTHAJIOB (pacTeHHs NeUIMTHbIe 1Mo Kaubluio) (Lautner et
al., 2005).

B 10 ke Bpemsi, B OTAENbHBIX paboTax ObUIM MOKa3aHbl HEKOTOPbIE MEXAHU3MBbI BIMSIHUS
JNEKTPUYECKMX CHUTHAIOB Ha (orocuHTe3. [Ipexme Bcero, Obuto mokaszaHo (Krupenina,
Bulychev, 2007; Pavlovi¢ et al., 2011), uro momaBieHHE TEMHOBOH CTaaud MOKET OBIThH
KJTFOYEBBIM 3TanoM (OpMUpPOBaHHsI OBICTPON MHAKTHBAWHU (POTOCHHTE3A MPU PACIIPOCTPAHEHUN
NOTeHIMajga JefcTBUsA. B 4YacTHOCTH, BBISBIEHO, YTO BbI3BaHHBIC MOTEHLUAIOM JI€HCTBUA
M3MEHEHHS CBETOBOM CTaJIMH IOJIHOCTHIO MOJIABIISIFOTCS B YCIOBHSX HU3KOM KoHIeHTparn CO2
(Pavlovic¢ et al., 2011); T.e., B yCIOBHSX, MPEABAPUTEIbHON WHAKTUBAIIMU TEMHOBOW CTaJHUU
doTocHHTE3a W TIOJNABJICHUS €€ OTBETOB IPH PACIPOCTPAHEHHH AIIEKTPHUYECKOTO CHTHAJIA.
OnHako, NPUMEHMMOCTh MpPEUIOKEHHOro MexaHu3ma K BiausHuio BIl Ha QorocunTes
ocraBayiach €i1abo ucciemaoBaHHoi. EnurcTBenHas padora B atoit obmactu (Gallé et al., 2013)
NoKa3blBaa CHIDKEHHE MpoBoguMocTH Me3zoduiuia st CO2 B xone passutus BIL; nmpu stom
KOJIMYECTBEHHBIN aHAJIN3 CBS3M W3MEHEHHI MTPOBOIMMOCTH Me30(HIUIa U TApaMETPOB CBETOBOU
craguu (OTOCHHTE3a OTCYTCTBOBaJ. Bo-BTOphIX, ObUTO mokazano (Grams et al., 2009), gro
piussane BII MoxeT omocpemoBatbess u3MeHeHMsiMH pH BHYTpH ©W BHE KIETKH, YTO
MOJTBEPK/IAIOCH BBISIBIICHUEM 3alllelauyMBaHMs aroIuiacTa u 3aKUCIEHHs IIUTOIIa3Mbl Ha (oHe
pa3BUTHs BapuaOeIbHOTO TMOTEHIMANa, a TAaKKe yYMEHbIICHHEM (psi Y XJIOPOIUIACTOB IIPH
3aKHCICHUU CPEbl BBIICICHHUS.

Takum oOpa3omM, Ha MOMEHT Hadajla TUCCEPTAIMOHHOTO WCCIIEOBAHMS HMeENach
JIOCTAaTOYHO OrpaHMYEHHas apryMeHTanus B mnojaiepxkky yuactus BII B ¢dopmupoBanun
ObIcTpoli MHaKTHBaMK (oTocuHTe3a (CHIKeHHS A, dpsi, dhpsi 1 Bo3pactarus NPQ). B To xe



BpEMsl, OTCYTCTBOBAJIO LIEJOCTHOE MOHUMAaHUE IyTel (OPMHUPOBAHUS TAaKOM MHAKTUBALMU NPU
pacrpocTpaHeHUH BapuabenbHOro mnoTteHuuana. OcTaibHblE BOINPOCH, OTMEYEHHBIE B
IIPEIbIAYIIEM Pa3zeiie, OCTaBAIUCh IPAKTUYECKU HE U3YUCHHBIMU.

Henpb n 3a5a4un uccae10BaHus

Heas pauccepraliMoHHOM paboOTHl 3aKiOYalaCh B KOMIUIEKCHOM HCCIEIOBaHUU
BBI3BAaHHOH BapuaOelbHBIM IMOTEHIMAIOM OBICTPON WHAKTHBALMK (OTOCHHTE3a Y BBICHIUX
pacTeHHH, BKJIIOYasl aHAIU3 €€ MEXaHW3MOB U BIIMSHHA Ha TEIUIOYCTOMYMBOCTD, a TAKXKE ITOMCK
MOJIXOJI0B K PEryJIsiUU U MOHUTOPUHTY TAKOW MHAKTUBALIUU.

Jlia nocTrkKeHus OCTaBICHHOM 1IEJIU PEIIAJINCh CIELYIOIINE 3aJa4u:

1. IlpoBect (EHOMEHOIOTUYECKUN aHAJIM3 BIMSHUS BapHaOEIbHOTO IMOTEHIHANa Ha
(OoTOCHHTETHYECKHE TPOLIECCH, BKJIIOYas OLEHKY HeoOxoaumoctu ywactus BII B
dbopMupoBaHuU (HOTOCHHTETHUECKOTO OTBETA.

2. IlpoBectn aHamM3 MEXaHU3MOB (OPMHUPOBAHUS OBICTPOM MHAKTUBALMM (POTOCHHTE3A,
BBI3BAaHHOH BapraOeIbHBIM MOTEHIHATIOM.

3. IlpoBectn aHanu3 myTeld BIUSHMS BapuaOeNbHOrO IMOTEHLMANa U BbI3BAaHHOH UM
OBICTpOYi MHAKTHBALMHU (POTOCHHTE3a HA TEIUIOYCTOWYMBOCTHh (DOTOCHHTETHYECKOTO ammnapara u
pacTeHus B LEJIOM

4. MHccnenoBate (akTopel, MomupunHpyomme QGOpMHPOBaHHWE BapuaOEIHLHOTO
HOTEHIMAaja U OBICTPON MHAKTUBALMU (POTOCHHTE3A.

5. OneHnuTh BO3MOXXHOCTH BBISIBJICHUSI PACIIPOCTPAHEHUST BapHaOeIbHOTO MOTEHIHAIA H
pa3sBUTHL OBICTPOM MHAKTHBALMU (POTOCHHTE3a METOJIaMH OITUYECKOI'0 MOHUTOPHHTA.

O0beKT U nmpeaMeT HCCJIeJ0OBAHNS

OObexTaMM HCCIEIOBAHUS CIYXKHMJIU CENbCKOXO3SICTBEHHbIE U KOMHATHBIE PAcTEHUS.
Pacrenuss ropoxa BBICTyHaIM B KAayeCTBE OCHOBHOIO OOBEKTa HCCIEIOBAHUS, TaK Kak
OpEeACTaBIsUIn  cOOOM  CTaHIApTHBIH OOBEKT, C 3apaHee ONpPEAEICHHbIMU YCIOBUAMU
BeIpamuBanus u u3MepeHuit. BII m ObicTpas muHakTuBamust (oTocwHTe3a y Topoxa ObuUTH
JIOCTAaTOYHO XOpOILIO BBbIpAXEHbl. B KayecTBe JONOJHUTENbHBIX OOBEKTOB HCIOJIb30BAIH
NIIEHUIly, THIKBY, TOMAaThl, T'€épaHb U JApyrue, 4YTO IO3BOJSUIO OLIEHUTh YHHUBEPCAIbHOCTH
NOJYYEHHBIX pe3ysbTaToB. OCHOBHBIMM MpEIMETaMH HCCIIEIOBAaHUS OBbLIM BapHaOesbHBINH
NOTEHLIMaN, ObICTpasi MHAKTUBALMSI (POTOCUHTE3A U TEIIOYCTOMUMBOCTD Y H3y4aeMBbIX pacTECHUI.

Hayuynast HoBu3Ha padoThI

B Xone BBINOJIHEHMS] JOUCCEPTAMOHHOIO MCCIEIOBAHMUA OBUIM  HCIOJb30BaHBI
COBPEMEHHBIE METOJIbl M MOJXO/bI, BKJIIOYas pa3pabOTaHHBbIE aBTOPOM, KOTOpBIE MO3BOJIMIN
MOJIYYUTh PSIJT HOBBIX PE3yJIbTATOB.

IIpexne Bcero, 6bUI0 BHEepBble Moka3aHo, yTo BII BbI3bIBaeT oOpaTtuMoe Bo3pacTaHHe
[UKJIMYECKOTO TIOTOKA AIEKTPOHOB BOKpYT QoTocuctembl | (CEF); mus pernenus sroii 3agauu
Obu1 pazpaboTtaH ynyurieHHbI MeTo] pacuera CEF Ha 6a3e uzmepenus ¢psi # Qpsii B yCIOBUAX
UCCIIEyEMOT'0 U €1a00r0 aKTHHUYHOTO OCBELICHUS.

IIpoBenen MacmiTaOHBIM aHanM3 CBsA3W Mexay mapamerpamu BII u  ObicTpoit
MHaKTUBaluel (OTOCUHTE3A, YTO MMO3BOJIMIIO NTOKA3aTh CUIIBHYIO CBSI3b MEX]Ly HUMH B YCIOBHSIX
€CTeCTBEHHOM BapuabenbHOCTH napameTpoB BII, B ycIOBHAX pa3iMyHBIX PAaCCTOSIHUN OT 30HBI
MOBPEXACHUS, B YCIOBUSX JOMOJIHUTEIHLHOTO BO3JEHCTBUS (uTOropmMoHamu. Takoil aHamus
HNOATBEPAMI KiTtoueBy10 poib BII B mHAyKIIMHM OBICTPOI HHAKTUBAIMK (POTOCUHTE3A.

KomruiekcHo ucciieqoBanbl MEXaHU3Mbl HHIYKIMKM OBICTPON MHAKTHBAIMHM (DOTOCHHTE3a
npu pacnpoctpaneHun BIl u BrepBble MMOKa3aHbl JBa pa3HbIX MyTH (HOPMUPOBAHUS
dorocunTeTnueckoro otseta. llepBbiii myTh oOycnosieH Bbi3BaHHOM BII wmHakTuBaiumein
TEMHOBOM cTaguu (OTOCHHTE3a, KOTOpas MHAYLHUPYETCs 3alleladyMBaHUEM arloIiacTa
pacTeHus; Jajee, MHAKTUBALMS TEMHOBOM CTaINH NMPUBOJUT K OTBETY CBETOBOM cTraanu. Bropoit
nyTh 00yCIIOBIIEH HETOCpeICTBEHHBIM BiusHueM BII Ha cBeTOBYIO cTaanio (OTOCHHTE3A; TaKOe
BIIMSIHHE CBSA3aHO C 3aKMCJIEHUEM LIUTOIUIa3Mbl, KOTOPOE MPUBOJIUT K CHIKEHUIO pH B cTpome n
JIOMEHE XJIoporyiacToB. JlomomHUTENbHO, BHEpBbIe CGHOPMYIMpPOBaHA U  TOATBEpXKICHA
TUIOTE3a 0 HEOOXOAMMOCTH HU3KOH MPOBOJMMOCTH YCTBHHI] B KAUECTBE YCIOBUS UX y4acTus B



BbI3BaHHOM BII oTBere dortocunTesa; T.€. chopMyIUpoBaHbl YCIOBHS ISl PYHKIIMOHUPOBAHUS
TpeTbero nmyT opmupoBanus BbizBaHHOTrO BIT oTocnHTETHYECKOTO OTBETA.

BnepBeie mnokazano, uro BII BbI3bIBaeT clnokHOe H3MEHEHHE TEIJIOYCTOWYHMBOCTU
(OTOCHHTETHYECKOTO ammapara ropoxXa M BbISIBIEHBI €ro MexaHu3Mbl. Ilpu cuipHOM Harpese
muctbeB (okono 53°C), mpenBaputenbHas WHAYKIMS BapuaOENbHOTO MOTEHIIMAada BBI3BIBAET
noseiieHue  TerioycroiunBocty  OCIl;  omHako, NPOUCXOAUT POCT TEMIIEPATYPHOIO
noBpexaenust OCII. [Tokazano, uto Bo3pacranue tertoBoro nopexaeHus OCIlI oO0ycnorneHo
CHIDKEHHEM TpaHCIHpanuu Tmocie pacnpoctpaneHuss BIl M u30BITOYHBIM HarpeBOM JHCTa
pactenus. Bospacranue TtemnoycroiunBoctt DPCl 00yciaoBIEHO OBICTPON HWHAKTHUBAIMEH
¢dorocuHTE3a, YTO, B YACTHOCTH, MOJITBEPKAACTCS KOPPEISAIHEH MEXIy 3TUMHU BEIUYHMHAMU U
MOBBIIICHHEM  TEIUIOYCTOWYMBOCTA MpH HMMUTALMU WHAKTUBAlMM TEMHOBOH  cTaguu
¢dorocuntesa. Bozpacranne NPQ, CEF u comepxanuss AT® B nucte SBISIOTCS BEPOATHBIMU
MexaHu3MamH MoBbieHus TerioyctonunBoctd OCI. Kpome Toro, cHuxeHue TEMI0BOrO
nospexaeHuss OCl nonoxuTenbHO CBA3aHO ¢ yBennyeHueM teroBoro nospexaeHus @CII, uro
nokasbIBaeT pojib BbizBaHHOTrO BII ycunenus temnosoro mospexnaenus OCIlI B moBblmenun
teroycroiunBoctu PCIl. Hamportus, B ycnoBusax Oonee cinaboro HarpeBa (50°C u Huxe),
reHepaus EKTPUIECKUX CUTHAJIOB MOJIOKHUTENBHO CBsI3aHa ¢ TerioycroiunBocThio OCII.

BriepBrie BbIsIBIIEH psii PaKTOPOB, CTUMYJIMPYIOUIMX WM TTOAABISIONNX (POPMUPOBAHHE
BII u GwicTpoii nHakTuBanuu (oTocuHTe3a. Tak BIEpBbIE MOKA3aHO, YTO CTUMYJISLUS OTBETOB
MOKET IMPOUCXOAUTh 3a cueT (Guaykryanuil aktuBHOCTH H'-AT®a3bl, HEOJHOPOIHOCTH €€
MIPOCTPAHCTBEHHOTO pAaCIpe/ielieHHs], a TaKKe MyTeM MpeABapuTeIbHON 00paboTKU pacTeHui
24-stmbpaccunonuaom (ObJI). [lomaBnenne oTBeTa MOXKET Pa3BUBATHCS B YCIOBHSX CHIBHOM
3acyXHd U IpU MpeIBapUTeNbHON 00paboTke pacTenus adcuizoBoi kuciaoroit (ABK).

Bnepsble  mpemiokeH  psa HOAXOAOB A JUCTAHLMOHHOINO  MOHUTOPHUHIA
pacnipoctpanenuss BII u pasButus uHakTHBanuu (OTOCHMHTE3a, KOTOPHIE OMMUPAIOTCA Ha
U3MEPEHUs] OTPAKEHHOTO CBETa M TOCIEAYIONIMH aHaau3 MoKas3areieid (POTOXMMHUYECKOTO
uHnekca otpakenus (PRI) u HOBBIX Y3KOMOJOCHBIX HWHIEKCOB OTpaxkeHHUs. IlokazaHo
NpUHLMIIKAIbHOE cXo/acTBO BiusHUsA BIl u HemocpencTBEHHOro MAEWCTBHUSA CTPECCOPOB
(M30BITOUHBIA CBET, HArpeB, 3acyxa) Ha IOKas3aTelau oTpakeHus. Kpome TOro, BmepBble
BBISIBJIEHO, 4TO pacnpoctpaHeHue BII Biuser Ha oTpakeHHe B HIMPOKUX CHEKTPAJIbHBIX
Jana3oHax M, B YaCTHOCTH, MHAYLIMPYET U3MEHEHUS IHUPOKOIOJIOCHBIX UH/IEKCOB OTPAXKEHUS.

[Ipn ananuze CHEKTPOB OTPAKEHUS MPEIJIOKEH HOBBIM THM TEIMJIOBBIX KapT, KOTOpHIE
MOKa3bIBAIOT CTATUCTMUYECKYIO 3HAYMMOCTb M HampaBieHue u3MeHeHud. Takoil moaxon
MO3BOJISIET  OBICTPO  BBISIBUTH  UYBCTBHUTEJIBbHBIE K JCHCTByIOmEeMy (akropy WM K
pactipoctpaHeHuto BII  umHzAekchl 03 JOMONHUTENBHBIX M3MEpPEHMH  (U3MOIOTHUYECKUX
XapaKTEPUCTHK.

BriepBble pa3paboTaH psii MaTeMaTHYeCKMX Mojeleld MpolueccoB (GOTOCHHTE3a U
AIIEKTPOreHe3a, KOTOPBIE MO3BOIMIIN AOMOJHUTh IKCIIEPUMEHTAIbHBINA aHAIN3 UCCIEA0BaHUIMU,
0a3upyromuMICs Ha pa3pab0TaHHBIX MOJEISIX.

HoBusHa pe3ynbTaToB JUCCEPTALMOHHOTO HCCIIEIOBAaHUS OTpaXX€Ha B HAyYHBIX
nyONMKanusax B TEPeAOBBIX MEXKIYHAPOAHBIX H3JaHHMAX, a TaKXkKe MaTeHTOM Ha CHCTEMY
POCTPAHCTBEHHOTO MMH/DKHAHTA (oToxumuueckoro uuaekca otpaxenus (PRI) [A58], koropas
Obuta pa3zpaboTaHa € HCIIOJIB30BAaHHEM IPEAJIOKEHHOTO HOBOro Merona u3mepenus PRI ¢
MOMOIIbI0 KOPOTKHUX UMITYJIHCOB KEJITO-3€JIEHOT0 U3MEPUTEIHHOTO CBETA.

Teopernueckasi U NPaAaKTHYECKasi 3HAYMMOCTb PadoThI

[TonydyeHnHble B paboTe pe3ynbTaThl UMEIOT KakK (yHIaMEHTAIbHYIO, TaK M MPUKIIAJAHYIO
3HaYUMOCTh. C (QyHAAMEHTATbHOW TOYKH 3pPEHMS, PEe3yJIbTaThl HCCIIEIOBAHUS IOKA3bIBAIOT
HOBBIA MeXaHU3M (OPMUPOBAHUS CHCTEMHOTO a/IallTAllHOHHOTO OTBETa PACTEHHUI Ha JIOKaJIbHOE
JCCTBHE TOBpEXIAIOIUX (AaKTOpOB (B YACTHOCTH, BBICOKOH TeMIeEparypsl), BKIOYas
reHepanuio M pacrnpoctpaHenue BII, ¢opmupoBanue ObicTpoll MHaKTHUBALUU (POTOCHHTE3A,
U3MEHEHHE  TeIUIOYCTOWYMBOCTH  (POTOCHMHTETMYECKOrO  ammapara M BO3pacTaHue
TEIUIOYCTOMYUBOCTH PACTEHUA B 1ETOM. MOXKHO 0XHUJaTh, YTO TAaKOW CUEHAPUN CUCTEMHOTO



aJanTallMOHHOTO OTBETAa pACTEHUH MOXKET pa3BUBATHCS IPU JEHUCTBUM HKCTPEMAIbHBIX
(dakTOpoB cpebl (B YaCTHOCTH, SKCTPEMAJbHBIX IMOBBIIICHUH TEMIIEpaTyphbl WM MOXKApOB) U
MOBBIIIATh IIAHCHl HA BBDKMBAHHME PACTEHUN B ATUX YCJIOBHUSAX. YUWTHIBAs, 4TO PA3BUTHE
rJ100aTbHBIX KIMMAaTHYECKUX M3MEHEHHH MOBBIIIAET BEPOATHOCTh IKCTPEMATIBHBIX TEMIIEPATyp
U T0XapoB, BbIABICHUE (PYHIAMEHTAIBHBIX MEXaHHU3MOB OBICTPOTO OTBETAa PACTEHHS B TaKHX
YCIIOBUSIX UMEET BBICOKYIO 3HAUUMOCTb.

C mpakTUYecKOW TOYKM 3pEHMs, IOJIYYEHHBIE pe3yJbTaThl CO3JA0T OCHOBY JUIS
pa3pabOTKH HOBBIX METOJIOB YIIPAaBJIEHUS TEIUIOYCTOMYMBOCTBIO PACTEHUMH HAa OCHOBAHUU
CTUMYJISIUU WK noaasieHus: ¢popmuposanust BII u ObicTpoil mHakTHBanMu (OTOCHHTE3Q; B
YaCTHOCTH, JUIS PpEIICHUs 3TOM 3aJayd MOXXET OBITh HCIIOJIb30BaHa 00paboTKa pacTeHuit
sk3oreHHpiMu  OBJI  wmm  ABK, coorBerctBeHHo. IlomoOHbIE MeTOABI  yNpaBlICHUS
TEIUIOYCTOWYMBOCTHIO MOTYT OBITH MCIOJIB30BaHBI /Il OBICTPON KOPPEKIIUH OTBETOB PACTCHHS
Ha yCJIOBUS CpPebl U CTaTh OJHUM U3 HHCTPYMEHTOB «TOYHOIO 3E€MIIEICITIUSY.

Jpyras rpynna NpukiIaJHbIX Pe3yJbTaTOB CBsSI3aHA C Pa3BUTUEM METOJ0B MOHUTOPHHIA
BbI3BaHHOW BII ObicTpoii mHakTHBanuu ¢GOTOCHHTE3a y pacrteHuid. K sTomy OTHOCHTCS, B
YaCTHOCTH, pa3pabOTKa HOBBIX METOJOB M3MEPEHHsS M aHaiu3a (HOTOXUMHUYECKOTO HHICKCA
OTPa)KE€HHUS U BBISBICHUE PsAJla HOBBIX MHJEKCOB OTPAXKEHUs, UyBCTBUTEIBHBIX K MOKa3aTesiM
¢dorocunTe3a. YuuteiBas, uto pacrnpoctpanenue BII u ¢popmupoBanue ObICTpOil MHAKTHBALIUU
doTtocuHTe3a SABJISETCS OJAHMM W3 HaumOoJee paHHUX OTBETOB PACTEHUS Ha TMOBPEXIEHUE,
pe3ynbTaThl JUCCEPTALMOHHOIO MCCIEAOBAHUSA CO3AAIOT MPEANOCBUIKA i pa3paboTKu
METOJIOB PAHHErO BBISBICHUS JEHCTBUS SKCTPEMAIbHBIX HEOIAronpusATHBIX (PakTOpoB Ha
pactenus. BaxHO TakXke OTMETUTb, UTO pa3padOTaHHbIE B  XOJI€  BBIIOJHEHUS
JUCCEPTAIMOHHOTO HCCIEI0BAaHUS METOABl M MOAXO0JbI (METObI MOBBIIIECHUS 3()PEeKTUBHOCTU
ucnoas3oBanus PRI, cucrema /i n3mMepeHust npocTpaHcTBeHHOro pacnpeznenenus PRI, meton
MOCTPOCHHsSI TEIUIOBBIX KapT HAa OCHOBAaHMM 3HAYMMOCTH W HANpaBlICHHsS HM3MEHCHUU W Jp.)
MOTYT OBITh MCIIOJIb30BaHbI JUIS JETEKIIMN PA3INYHBIX BAPHAHTOB (JOTOCHHTETUYECKUX OTBETOB,
BKJIIOYasi BbI3BaHHBIC HEIMOCPEJCTBEHHBIM JACHCTBHEM HEONaronpusTHeIX (akTopoB. Takum
0o0pa3oM, MOJy4YeHHbIE pPE3yJbTaThl PACIIHUPSIOT HWHCTPYMEHTapuil [UIsl JHCTAaHIMOHHOTO U
IPOKCUMAJIbHOTO MMU/PKUHTA CTPECCOBBIX M3MEHEHUH (OTOCHHTE3a y PACTEHMi; T.e. MOTYT
OBITH UCIIOJIb30BAaHbI B TOUHOM 3€MJIEICNIUU U IKOJIOTUYECKOM MOHUTOPHHTE.

MeTtoa0/10rMsl 1 METOAbI HCCICIOBAHUSA

PaGora  mpoBoagmiack € HCIOJNB30BAaHHMEM  COBPEMEHHBIX  BBICOKOTOYHBIX
MHCTPYMEHTAJIBHBIX METOJIOB, BKJIIOYas KakK METOJbI, IIHPOKO HCIIONb3YyEMbIE B MHPOBOMU
IpPaKTHUKE HCCIEeOBaHUI, Tak W pa3paboTaHHbIE IpPU ydacTUW aBropa. MccnemoBaHus
¢doTocHHTE3a MPOBOJMINCH C HUCMONb30BaHMEM psifa cucteM PAM-duyopumerpun (BKiIrodas
cuctembl PAM mMumkuara), cucremsl Juist BeimonHeHuss OJIP-tecta m cuctemsl s aHamm3a
ra3oobMeHa pacTeHui. DeKTpo(hU3N0IOTHIECKUE OTBEThI NCCIEA0BAINCH IPU OMOIIUM MUKPO-
¥ MakKpOd3JIEKTPOJHOTO OTBEJEHUS; MOCieHee B OOJIBIIMHCTBE HKCIEPUMEHTOB OCYLIECTBIISIIN
napajjielibHO C U3MEPEeHUsIMH OTBETOB (hoTocuHTe3a. [losiHBIE CHEKTPBI OTPaKEHUS JIUCTHEB
OBUTM W3MEPEHBI CIEKTpoMeTpoM, a st u3MepeHus PRI ucnonb3oBanm pa3paboTaHHYIO
copmectHo ¢ UII® PAH cucremy ero mnpoCTpaHCTBEHHOTO HMMMJDKHUHIA; 00€ CHCTEMbI
MO3BOJISIIM  M3MEPSTh IOKa3aTeld OTPaXEHUS OJHOBPEMEHHO C (OTOCUHTETUYECKUMU
u3MepenusmMu. LIupoko npuMeHsIuCch (1yopeclieHTHbIE U IIOMUHECLEHTHBIE METO/IbI, BKIIIOYast
UCIIOJIb30BaHue (IyopecteHTHBIX pH-4yBCTBUTEIBHBIX 30HI0B U JTIOHMU(pEpUH-TIONUpEpa3HbIN
MeToh. [l KOMIUIEKCHOIO aHalu3a CHEKTPOB OTPAKEHUS M BU3YaIM3alMM IOJyYEHHBIX
pe3ynbTaToB OblIa pazpaboTaHa cepHsi IPOrPAMMHBIX HHCTPYMEHTOB C UCIIOJIb30SIBHUEM SI3bIKA
nporpammupoBanus Python. Taxoke ObuT pa3paboTaH psiJi «TOYEUHBIX» H «IIPOCTPAHCTBEHHBIX)
MaTeMaTUYECKUX MOJEJNEH Pa3IMYHOrO ypOBHS JeTalv3auuu s aHanusa BiausHus BIl nHa
dbuznonornueckue mporeccsl (mpexe Bcero, GOTOCHHTES).

JIMYHBIA BKJIAJ aBTOPA

ABTOp JMYHO CTaBWJI LEIM W 3aJa4d HCCIECJOBAaHMM, MPOBOJWI HUX JETAJIbHOE
IUTAaHUPOBAHKE, HETIOCPEICTBEHHO BBIMOIHSII UM OPraHNU30BbIBAJ IPOBE/IEHNE SKCIIEPUMEHTOB,



aHaJIM3 JAHHBIX U pa3paboOTKy MaTeMaTUYECKUX MOJIENei, MHTEepHpeTUpOoBal MOJyYeHHbIE
pe3yJbTaThl, MPEJCTABIUI PE3yibTaThl HAa HAYYHBIX KOH(EpEeHIMAX. ABTOp Y4YacTBOBAI B
MOJrOTOBKE BCEX CTaTed MO TeME JHUCCEPTAlMOHHOTO HCCIIEIOBAHUS, BBIMOJHSASA KIIOUYEBYIO
pOJIb B MOJATOTOBKE OOJIBIIMHCTBA U3 HUX. OCHOBHBIE PE3yNIbTAThl OBLIM MOIYYEHBI JINOO JTHYHO
aBTOPOM, JTUOO O] €ro HEMOCPEICTBEHHBIM PYKOBOACTBOM.

3HaynTeIbHAS YACTh MCCIIEIOBAHUN MTPOBOAMIACH B paMKaX MPOEKTOB, B KOTOPBIX aBTOP
BBICTyNAJI B KadyecTBe pykoBojauTens. Cpeau HUX MOXXHO OTMETUTh IpoeKThl Poccuiickoro
Hay4yHoro (onma: mpoekt Ne 14-26-00098 («Posib 3ekTporeHe3a B MOBBIIICHUU YCTONYUBOCTH
U YBEIMYEHUU TPOAYKTUBHOCTH CEJIbCKOXO3SHCTBEHHBIX pacTeHH mnpu ux o0padoTke
¢uroropmonammy, 2014-2016 rr.), mpoext Ne 17-76-20032 («Pannsst JUCTaHLIMOHHAs
JTUArHOCTHKA CTPECCOBOr0 (POTOCHHTETHUECKOTO OTBETA CEIbCKOXO3SIMICTBEHHBIX PACTEHUN IpU
neiictBun HeOnaronpusaTHIX (akropoBy, 2017-2020 rr., 2020-2022 rr.), mpoekt Ne 23-14-
00127 («KomIiutekcHOe  MaTeMaTHYeCKOE  MOJEIMPOBAHHUE  ONTHYECKUX  CBOHCTB U
¢dorocunTeTHyeckux mpoueccoB C3 pacTeHui Kak HHCTPYMEHT yCOBEPIICHCTBOBAHUS METOJIOB
UX JIMCTAHIIMOHHOTO MOHUTOPUHTA HA OCHOBE MYJBbTHCIEKTPAIbHOIO W THIEPCHEKTPAILHOTO
umukuHaraY, 2023-2025 11.). Takke mox pyKoBOACTBOM aBTOpa OBUT BBIIOJIHEH PsIl IIPOEKTOB
Poccuiickoro ¢gouaa GpynnameHTanbHbIx uccineaoBanuid: mpoekt Ne 14-04-01899 A («Bnusnue
DIIEKTPUYECKUX CHUTHAJIIOB HA JHEPreTUYECKUN CTAaTyC pacTeHWil: ()CHOMEHOJIOTHS U aHaJH3
mexanusmoB», 2014-2016 rr.), mpoekt 18-44-520009 («MaremMatuueckoe MOACIUPOBAHUC
dotocunteza C3 pacTeHUN B YCIOBHUSAX OBICTPBIX KOJEOAHUN WHTEHCHBHOCTH OCBELICHUSY,
2018-2021 rr.), mpoekr Ne 19-04-00614 A («Pomb mpOCTpaHCTBEHHOW HEOIHOPOJHOCTH B
PETyJSUN  DIIEKTPUYECKOTO OTBETa JIMCTAa BBICIIETO pAcTEHUs Ha JCHWCTBUE CTpeccopa:
TEOPETHYCCKUH U IKCIIEpUMEHTaIbHBIN aHamu3y, 2019-2021 rr.).

ABTOp ydYacTBOBaJd B pa3pabOTKe METoAa perucrpanud (OTOXUMHUYECKOTO HHJEKCa
OTpaKeHMs M CUCTEMbI €r0 MOHUTOPHUHTA, KOoTopas Oblia pazpadoTtana coBmectHo ¢ UI1D PAH.
Ha cucremy wmonutopunra PRI Obur momyuen mnareHt [A58]; oHa wucmonb3oBanach mHpu
BBIMIOJTHEHUH Psiia SKCIIEPUMEHTOB B PaMKaX JUCCEPTAIMOHHOTO UCCIIEOBAHHUS.

[Tom pykoBOACTBOM aBTOpa IO TEME HCCIEAOBAaHUS OBLIO 3aIIMIICHO 3 KaHIUAATCKUE
JyccepTaluy, a Takxke Oosee 20 AUMIIOMHBIX pabOT CIEHUAINCTOB, OaKalaBpOB U MarucTpoOB.
PesynbraTel aBTOpPBHI OBUIM OTMEYEHBI HArpagaMH pa3IMYHOTO YPOBHS, BKIIOYAs TOYETHYIO
rpamoty MuHuctepcTBa oOpa3oBanus Huxeropoackoit obmactu (2015 r.) u 3010Tyr0 Menaib
MexnyHapoaHONH  arpolpOMBIIIJIEHHOW —BbICTaBKU-sipMapku  "Arpopycs" (MuHHCTEPCTBO
cenbckoro xo3siicta Poccuiickoit deneparyu, 2016).

IoJ10:keHnsi, BLIHOCUMbIE HA 3aIUTY

1.JlokanpHble MOBPEXKIAIOIINE BO3ACHCTBUS (IpPEKAE BCEro, JOKAIBHBIA OXKOT)
BBI3BIBAIOT PACIPOCTpaHEHHE BapuaOEIbHOTO IMOTEHIMANA, KOTOPBIH WHAYIHPYET OBICTPYIO
WHAKTHBAIMIO GOoTOCHHTeTHYeCKHX mporieccoB (5-10 MuH). BpeMeHHOe CHMKEHHE aKTHBHOCTH
H*-AT®a3bl 1iasMaTu4eckoii MeMOpaHbl SBISETCS HMHIAYKTOPOM TaKOW WHAKTHBAIWH. [Ipu
3TOM, 3allleladyrBaHue anorviacta Hapymaet nocrymieHrue CO2 B GOTOCUHTE3UPYIOIINE KIETKH,
BBI3bIBAs MHAKTHBAIMIO TEMHOBOH cTaanu (DOTOCHHTE3a, YTO SIBISCTCS OJHUM W3 MEXaHHW3MOB
MHAKTHBAaLlUU cBeTOBOM craauu. C Opyroil CTOPOHBI, 3aKMCIIEHUE HUTOIUIa3Mbl MPHUBOAMT K
CHIDKeHHMIO pH B cTpoMe u JIIOMEHE XJIOPOIIACTOB, HEMOCPEICTBEHHO HHAKTUBUPYS TPOIIECCHI
CBETOBOM CTaiuM (CHMXXKas HEHUKIMYECKU moTok 3nekTpoHoB (LEF) u yBenmuuBas CEF u
NPQ, a Take NOBbIIIast NOTEPH Ha akienTopHoi cropore OCI).

2. BapuaGenpHbIif MOTEHIMAT U3MEHSET YCTOMYMBOCTh (POTOCHHTETUYECKOT'O anmapara K
HarpeBy M TMOBHIIIACT OONIYI0 TEIUIOYCTOWYMBOCTh pacTeHHs. B ciydae ACHCTBUSA BBICOKOH
temneparypbl  (okonmo  53°C), BbI3BaHHOE BapuaOEIbHBIM  MOTEHIMAJIOM  CHIIKEHHE
TPaHCHHUpAIMK W YBEJIWUYEHHE TEMIIepaTyphl JHCTa TIPU HAarpeBe TOBBIMIAIOT TEIUIOBOE
nospexxaenne @OCII, a BoizBanHas BII ObicTpas wuHakTUBanus (OTOCHHTE3a IOBBIIIAET
terutoyctoiunBocth ®CI. [lpu >TOM, BBI3BaHHOE BapHaOEIbHBIM MOTEHIMAJIOM YCHIICHHE
terioBoro nospexxaeHus @DCIl camo sBigercss ONONHUTENBHBIM (AKTOPOM CHHKEHHS
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teroBoro noBpexacHus OCIl. B cmywae menbmux temmepatyp (50°C um Hmxke), BII, mo-
BUJMMOMY, MOXET MOBBIIIATH TemioycToiunocts OCII.

3. ®opmupoBanre BapuabeIbHOr0 MOTEHIMaNa U ObICTPON MHAKTHBAIMH (HOTOCHHTE3a
MOTYT OBITh MOAM(DHULIMPOBAHBI PsIIOM (PAKTOPOB, BKIIOYAsh ECTECTBEHHYIO BapHaOeIbHOCTDH
aktuBHocTH H'-AT®a3bl mIa3MaTHYeCKOM MeMOpaHbl, JIMTENLHOE JEHCTBHE 3aCyXH H
npenBapuTenbHyl0  00padorky dk3oreHHbiMH  ABK  u  OBJI.  Ilocmemnee  sBisiercs
MOTEHLMAIbHBIM UHCTPYMEHTOM JJ1s yripaBienus unaykuueid BII u ¢dopmupoBanueM ObICTpoit
MHAKTHBAalMU (OTOCHHTE3a, MyTeM HuX cTtumyisinun (obpabotka OBJI) wnm monaBieHus
(o6paboTtka ABK).

4. ®opMupoBaHHE BBI3BAHHOW BapuaOEIbHBIM IMOTEHIMATIOM OBICTPON WHAKTHUBAIMU
dboTocuHTE3a COMPOBOXKIACTCS U3MEHEHUEM BEIMUYMHBI (DOTOXMMHUYECKOIO MHIEKCA OTPAKEHUS
(PRI) u psina BBISBICHHBIX Y3KOMOJOCHBIX HHAeKcoB, Bkimtodas RI(571,542), RI(538,500),
RI1(646,554) u RI(692,662); Takue MHACKCH MOTYT OBITh MCIOJb30BaHbI AJIs ACTCKTUPOBAHUS U
KOJIMYECTBEHHOW OIICHKU M3MEHEHUH (POTOCMHTETUYECKOW aKTHBHOCTH Tocie mHayKiuu BIL
[Tokazarenu oTpa)keHHsI B IIMPOKUX CHEKTpalbHBIX nuanazoHax (100 HM) Takxke MeEIJIEHHO
MEHSIOTCS II0CJIE PaclpOCTpaHEHUs BapuaOeIbHOro MOTEHIMaNa (AECATKHM MHUHYT); OJIHAKO,
TaKhue€ W3MEHEHHMsS HE CBs3aHbl C (DOTOCHMHTETHYECKHMMH TMpOIECCAaMU U, MO-BUANMOMY,
00yCIIOBJIEHBI HEOOJIBIIUM CHUKEHUEM COJIEPKaHUs BOJbI B JINCTE, KOTOPOE Pa3BUBACTCS IOCTIE
nHaykuuu BII

JlocToBepHOCTH M anpodanusi pe3yJibTaTOB

JIoCTOBEpHOCTh MOJNYYEHHBIX HAYyYHBIX pE3YyJbTaTOB oOOecreueHa MPUMEHEHHEM
COBPEMEHHOI0  BBICOKOTOYHOTO M anpoOMpPOBaHHOTO  OOOpYAOBaHUS,  HAJAEKHBIX
AKCIIEPUMEHTAIBHBIX METO/I0B, KOMIUIEKCHBIX METOJIOB aHAJIU3a U 00paOOTKH JaHHBIX, IIMPOKO
HCIIOJIb3YEMBIX CTaTHUCTUYECKUX METO/0B, BOCHPOM3BOAUMOCTBIO PE3YJITaTOB HCCIEAOBAHUS.
JlocTOBEpHOCTh ~ pe3yJNbTaTOB  aHalM3a  pa3padOTaHHBIX  MaTeMaTHYEeCKHMX  MoJelei
NOJTBEPXKIACTCA UX TapameTpu3alnueld u Bepudukanueil, a TakKe HCIOJIb30BaHHEM XOPOIIO
MOKAa3aBIIUX ce0si paHee OMHCAHMM W YIPOUICHWH TMpH pa3paboTKe TaKUX MOJENEH.
[TosrydyeHHble pe3yabTaThl PACIIUPSIOT U JOMOJHSAIOT MPECTaBICHUs, c(POpMyIMpOBAaHHBIE B
X0Jie paboThl JAPYIMX MCCIEIOBATENbCKUX TIpyMIl. J[OCTOBEpPHOCTh IMOJyUYEHHBIX pPE3yJbTaTOB
JOTIOJTHUTEIIbHO  TMOATBEPXKJIAeTCs MyONMKaUsIMH B MEXIYHApOJHBIX  PEIEH3UPYEMBIX
XKypHanax Belcokoro ypoBHs. ITo teme nucceprauuu 3a nocnegnue 10 ser (¢ 2016 1) ObuIO
OMmyOJIMKOBaHO 57 cTarel B PELEH3HPYEMbIX OTEUYECTBEHHBIX M 3apyOE€KHBIX Hay4YHBIX
KypHajax, BKJIOYas MHAEKcHpyeMmble B 0a3ax naHHbIX Web of Science u Scopus u nmeromue
peiituar Q1 win Q2 no SJR (45) u unnekcupyembie RSCI (12). U3 Hux 42 craThy B )KypHalax
Q1 (SJR). Nmeetcs Takxke psia Oojiee paHHUX CTaTeil B BEAYIIMX HAYYHBIX )KypHAlIaxX IO TEMe
JUCCEPTAIMOHHOTO HCCIIE0BaHNUS.

OcCHOBHBIE pe3yJIbTaThl IUCCEPTALIMOHHON PabOThl OBLIM MPEACTABICHBI Ha Pa3IMYHBIX
MEXIyHapOJHBIX U BCEPOCCUNCKUX KOH(epeHIusax, B ToM yucie: Plant signaling and behavior
2016. 4rd International symposium. Proceedings. St. Petersburg, RUSSIA, 19-24 June,
2016; 7th International conference on “Photosynthesis Research for Sustainability-2016: In
honor of Nathan Nelson and Turhan Nejat Veziroglu, Pushchino, Russia, 2016; IV Poccuiickwuii
CUMIIO3UYM C MEXIYyHapOJHbIM yyacTHeM «DUTOMMMYHHUTET U KJIETOYHAsl CHUTHAJIM3ALMS Y
pactrenuii», Kazanb, 2016; ['ogumunoe cobOpanue oOmiectBa (hu3monIoroB pactenuii Poccuu.
«CurHanpHbple CHCTEMBI PACTEHMI: OT peuenTopa OO0 OTBETHOM peakUuu opraHn3may, CaHKT-
[TetepOypr, 2016; V Cwesna ¢usuonoroB CHI, V Cweszna OmoxumukoB Poccum, Jlaromsic,
2016; VIII Cone3n Poccuiickoro ¢poroduonornyeckoro odmectsa Beepoccuiickas koHpepeHus
“CoBpemennbie TipobneMbl ¢orobuonorun”, Illemcu, 2017; 8th International Conference
“Photosynthesis and Hydrogen Energy Research for Sustainability-2017” in honor of Agepati S.
Raghavendra, William A. Cramer, and Govindjee, India, Hyderabad, 2017; DxcniepimenTaibHas
Ouosiorusi pacTeHuil: (pyHIaMEHTaIbHbIE W MPUKIATHBIE acrekThl: ['omnunoe cobpanue ODP,
Hay4yHas KOH(epeHIMs U IIKoIa AIs Monoabix yueHblX, 2017 r., Cynmak; MexayHapoaHas
koH(pepeHmms «Perentopsl ¥ BHYTPUKIETOUHAs CUTHaM3aIus», [lymuao, 2017; MexaHu3Mbl
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YCTOWYMBOCTH PACTEHUN U MUKPOOPTaHU3MOB K HEOJIArONPUSITHBIM YCIOBUSIM cpefibl, [ onnyHoe
cobpanue OOmectBa ¢usznonoros pacrenuit Poccun, Hpkyrck, 2018; V MexnynapoaHas
Hay4yHO-TIpaKkTuieckas KoHpepeHuus «Poibp ¢usznonorun u OHOXMUMHHM B HHTPOIAYKIHH U
CCIICKIIMU CEeJIbCKOXO3HMCTBeHHBIX pacTeHuit», Mocksa, 2019; 10th International Conference
“Photosynthesis and Hydrogen Energy Research for Sustainability-2019” in honor of Kimiyuki
Satoh, Tingyun Kuang, Cesare Marchetti, and Anthony Larkum”, Saint Petersburg, Russia,
2019; IX Cse3n obmiectBa (husmosioroB pacrenuii Poccun «®u3nosnoruss pacTeHU — OCHOBA
co3manus pacreHuid Oymymero» Kaszawb, 2019; VI Cee3n 6modusukor Poccun, Kpacuonap,
2019; Conference proceedings 3rd International Conference Volga Neuroscience Meeting,
Nizhny Novgorod, 2021; IX Cse3n Poccuiickoro ¢HoToOHOJOTHUECKOro OOIIecTBa.
Bcepoccuiickas kondepenius «CoBpemMeHHBbIE Mpobiembl (orodmomorum», Illencu, 2021;
Bropoit  MexnmyHapomaHelii  arposkonorumueckuii  gopym,  Caskrt-IletepOypr,  2021;
Bcepoccuiickas HayuHas KOH(MEpeHIHs ¢ MeXIyHApOAHbIM yyacTHeM «DU3U0JIOTHS PacTeHUN U
(eHOMHUKA KaKk OCHOBA COBPEMEHHBIX (uToOHOTEeXHONOTUIY», ['ognuHoe cobpanue OOmiecTBa
¢usmonoroB pactenuii  Poccum, Hwkamit Hosropon, 2022; X cbe3l POCCHUCKOTO
¢doroOnomornueckoro oO0IecTBa, KOH(EPEHIUs «COBPEMEHHBIE MPOOIeMbl (HOTOOHOIOTHI,
[Mencu, 2023; [ peruonansHoe coOpanue PDO wu Bceepoccuiickas koHpepeHIHS C
MEXIyHapOaHBIM ydacTHeM «CoBpeMeHHBIC Mpo0aeMbl (OTOOMOIOTHH W OMO(DOTOHHUKMY,
Hwxnuit Hosropoa, 2024.
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2. OCHOBHOE COJEPKAHHUE JOKJIAJJA

2.1. DueKTpUYecKHe CUTHAJIBI Y PACTeHUH U X (YHKIHOHAJIBHAS POJIb

B ecrecTBeHHBIX  yCIOBHSX  Ha3eMHBIE  DPACTCHHS  IOJBEPKCHBI  BIHMSHUIO
MHOTOYHCIICHHBIX ~ HEONAronpusATHBIX  (aKTOPOB, JCHCTBHE KOTOPBIX MOXET HMMETh
POCTPaHCTBEHHO-HEOHOPOIHBIN xapakTep [Al6]; B 4acTHOCTH, N30BITOYHBINA CBET ICHCTBYET
PEUMYIIECTBEHHO Ha JIMCThS, HEOIArompusATHBIE TEMIIEpaTyphl CHIIbHEE BIUSIOT Ha IMOOeT,
HEXXEIM Ha KOPEHb, MEXaHWYECKOE TIOBPEXKICHUE JICHCTBYET Ha KOHKPETHBIC 30HBI
pacTUTENBHOTO OpraHu3Ma. BcrencTBue 3TOro, pacTeHUI0 TpPeOyOTCS CTPECCOBBIE CHTHAIBI,
PacIpOCTPAHSIONINECS] U3 30H JICHCTBHSI CTPECCOPOB B HEMOBPEXKICHHBIC YYACTKH PACTCHUS H
o0ecreynBaroIye KOOPAUHAIMIO (PU3NOIOTHYECKUX MPOLIECCOB HA YPOBHE IEJIOT0 OpraHu3Ma
(Dempsey, Klessig, 2012; Shah, Zeier, 2013; Devireddy et al., 2018; Hilleary, Gilroy, 2018).
DJEeKTpUYECKUe CHUTHANbBI, TPEACTABIAIONIME CO00H o0OpaTuMbple HW3MEHEHHs TpaJueHTa
JJIEKTPUYECKOr0 TOTeHIMada Ha IUia3matiuueckoil wmemOpane (Em) W cmocoOHBIE K
pacIpoCTpaHEHHIO, MTPAIOT, MO-BUAMMOMY, BRXHYIO POJb B KauecTBE OBICTPHIX CTPECCOBBIX
curnanoB y pacrenuii (Fromm, Lautner, 2007; Hedrich et al., 2016; Huber, Bauerle, 2016;
Szechynska-Hebda et al., 2017; Pachu et al., 2023).

W3 nureparypel HW3BECTHO, YTO JJICKTPUYECKUE CHUTHAIBI MOTYT WHIYIIMPOBAThH
SKCIPECCHIO 3alUTHBIX reHoB, BKaouas PIN1, PIN2 u VSP2 (Wildon et al., 1992; Mousavi et
al., 2013), cTtuMynupoBaTh CHHTE3 CTPECCOBBIX (HUTOTOPMOHOB, BKJIIOYas aOCIH30BYIO |
xacmoHoByto kucnotel (Hlavackova et al., 2006; Hlavinka et al., 2012; Farmer et al., 2020),
Hapymiath 3arpy3ky ¢iaosmer (Fromm, 1991; Fromm, Bauer, 1994), BbI3biBaTh BPEMEHHYIO
OCTaHOBKY (DJIOOMHOTO TOTOKA M JUIUTENIbHYIO OKKIIFO3MIO CUTOBHIHBIX 3JIEMEHTOB KaJUIO30M
(Furch et al., 2007, 2009; van Bel et al., 2014), ctumynuposats asixanue (Filek, Koscielniak,
1997; Lautner et al., 2014), moanduIMPOBaTh TPAHCIHPALUIO, BBI3bIBas €€ MHOTO(Aa3HbIC
usmenenus (Kaiser, Grams, 2006; Vuralhan-Eckert et al., 2018), 3ame119Th pOCTOBBIE IPOLIECCHI
(Shiina, Tazawa, 1986; Stahlberg, Cosgrove, 1996) u BIuSTP HAa MHOTHE JpPYyTUE
¢dusnonoruueckue  mpormecchl  pacteHuid. CuuTaeTcs, UYTO KOHEYHBIM  Pe3yJIbTaTOM
MHOT000Pa3HBIX (PH3HOIOTUYECKHX OTBETOB SIBJISETCS BO3PACTAHHWE YCTOMYMBOCTH PACTEHHS K
JeiicTBHIO HeOmaronpusTHeIX (aktopoB (PeruBun u mp., 1997, 1999; Szechynska-Hebda et al.,
2017). CornmacHO JaHHBIM JMTEPATYphl, TAKOE€ BO3pPACTAHUE MOXKET TMPOSBIATHCA KaK B
CHIDKEHUM TOBPEXIEHUsI (OTOCHHTETUYECKOIo ammapara M COXPAaHEHMH XJIOpPO(PUIUIOB NpHU
JEHCTBUH CTpeccopoB (OXJIaKIEHHE, HATPEB, U30BITOUHBIN CBET), TaK U B MEHBLIEM HapyIIEHUU
LEJIOCTHOCTH IUTa3Matiueckoir MemOpaubl (PetuBuH u ap., 1999; Szechynska-Hebda et al.,
2010; Zandalinas et al., 2020a, 2020b). OtmeueHHBIC pe3yJNbTaThl IMOKA3bIBAIOT, YTO
AIIEKTPUUYECKHE CUTHAIIBI YYaCTBYIOT B ((OPMUPOBAHUM CUCTEMHOI0 a/IallTAlIMOHHOTO OTBETA.

[Ipu »TOM, (poTOCHHTE3 SABISIETCS BAXKHON «MUIIEHBIO» JJIS DJIEKTPUUECKUX CUTHANIOB. B
psine pabotT moka3aHo (cM. 0630p [Al]), 4To Takue CUTHAJIBI MOTYT BbI3BIBAaTh OBICTpPYIO (5-10
MUH) U JUIMTEIbHYIO (0 yaca M OoJjiee) MHAKTHBALMI (OTOCUHTETUYECKUX IPOILIECCOB
(camxenue accummisinuu CO2 u akTuBHOCTH noToka 31eKTpoHoB B OCl u OCII u Bo3pactanue
NPQ), aktuBammio ¢GorocuHTe3a (Bo3pactaHue A), a Takke KOMOMHUpOBaHHBIC OTBeTHI. [Ipm
aTOM, ObICTpast MHakTHBanus Gotocuntesa (Kaiser, Grams, 2006; Gallé et al., 2013; Biatasek et
al., 2017; Szechynska-Hebda et al., 2022) sBisercst MIMPOKO pacHpOCTPAaHEHHBIM M HanboJjee
paHHUM (OTOCHHTETHYECKMM OTBeTOM. CyIlecTByeT THIOTe3a O TOM, YTO BBI3BaHHBIE
DIIEKTPHUYECKIMH CHTHAJIAMH (PU3UOJIOTHUECKUE OTBETHI OOJIETYar0T Pa3BHTHE CHEIH(PUISCKIX
a/IanTallMOHHBIX U3MEHEHUH, KOTOphle MHIYLUPYIOTCS Oojiee MEJICHHBIM paclpoCTpaHEeHHEM
curHanoB apyroi npupoasl (Choi et al., 2017; Szechynska-Hebda et al., 2017). Mcxoas u3 Hee,
MOYKHO TpEeAIoaraTb, YTo UMEHHO ObICTpast MHAKTHBALKs (POTOCHHTE3a B HAUOOJbIIEH cTeNeHn
CBSI3aHA C PACIPOCTPAHEHHEM DJJIEKTPUYECKHX CHTHAJIOB W TpedyeT o0co00 TIIATeTLHOTO
U3yYEHHUSL.

B HacTosimiee Bpemsi, BBLICISIOT TPH OCHOBHBIX THIA PACIPOCTPAHSIOLIIXCS
aNeKTpudeckux curHanoB y pacrenuit [Al,A16,A51,A57]: nmoreHnnan AEWCTBUS, CUCTEMHBIN
noteHuuan u BapuabenbHbiil noreHuuan (BII) (Puc. 1). [loTenuman aeiictBus mnpeacTaBisieT
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€000l KOPOTKYIO (IECATKN CEKyHJ] — MHHYTHI) UMITYJIbCHYIO PEaKIUIO, KOTOpast BOSHUKACT TPH
JEICTBUM HEMOBPEKIAIOIINX CTPECCOPOB (OXJIAKIEHUE, HAAABIMBAHUE, NEUCTBUE COJEH U
JpyTHe), HalpaBieHAa B CTPOHY ICTOJSAPU3AINHU, MOJUUHSIETCS 3aKOHY «BCE HIJIM HUYETO» U
AKTHBHO PacIpOCTPAHSICTCS 10 CUMILIACTY MIPOBOSIIUX ITYYKOB M/HJIH CUTOBHIHBIM dJIEMEHTaM
(Trebacz et al., 2006; Fromm, Lautner, 2007). I'eHepamus moTeHIMaga ICHCTBUS SBIISETCS
pe3yNbTaTOM aKTUBAIMM MOTEHIHAT-3aBUCHMBIX Ca?* KaHanoB MIa3MaTH4eCKOH MeMOpaHEI,
BXOJla MOHOB KaJblMs B IUTOIUIA3y W TOCICAYIOICH aKTHBAllMd aHUOHHBIX u outwardly-
rectifying xanmeBbIx KaHAIOB, a TakKe KparkoBpeMeHHOW wuHaktuBaimu H'-AT®azer (Felle,
Zimmermann, 2007; Sukhov, Vodeneev, 2009).

50 MB

10 M1

v

IloTeHnman geiicTBIA

Bapnadensuerii motenrman (BIT)
+

50 mB

10 vt

CuHCcTeMHEBIII ITOTEHIIIAT

Puc. 1. CxeMbl OCHOBHBIX THUIIOB PACIHPOCTPAHSIOMIUXCS DIEKTPHUUECKUX CHUTHAJIOB Y
BhIcIINX pacTeHuit (Ha ocHoBe [Al]). Ctpenka 0003HaYaeT MOMEHT JIOKJIBHOTO JEHCTBUS
ctumyna. [l moreHnuana AEHCTBUS 3TO HEMOBPEXKAAIONINE BO3ACHCTBHUS (OXJIaXICHUE,
HaJaBIWBaHMUE, JeWcTBHEe coled u gap.). Hns BapmabenbHoro mnortenmuana (BII) sto
MOBPEXKAAIOIINE BO3JIEHCTBUS  (OXKOT, OJKCTpEeMalbHBIA HarpeB, pas3aaBnuBanue). Jlus
CHUCTEMHOTO TIOTEHI[MAA, TO-BUJUMOMY, O3TO MOTYT OBITh Kak TOBPEXKJAIOIINE, TaK |
HEMOBPEXKIAIOIINE BO3CHCTBUS.

CucreMHBII TOTEHLMANI MpeJICTaBiIsieT co0OM  JUIMTENbHYIO  (AECSATKH  MHUHYT)
AIIEKTPUUYECKYIO PEAKIUIO CIOKHOW (DOpPMBI, HampaBJIEHHYI0 B CTOPOHY THIEPHOJISPU3ALUU
(Zimmermann et al., 2009, 2016), koTopas MOXeT BO3HHMKAaTh KaK TMpPH JCHCTBHU
HEMOBPEXKAAIOIINX, TaK U MOBPEKAAIONIUX CTPECCOPOB. MeXaHU3Mbl CUCTEMHOIO MOTEHIIHANA
OCTAIOTCSI JI0 KOHIIa HEM3BECTHBIMU; OJHAKO, OH MOXET OBITh CBSI3aH C PACIHpPOCTPAHEHHEM IO
KCUJIEME TH/IPaBINYECKOI BOJIHBI C MaJIOW aMIUTUTYA0H, IPUBOAALICH K YMEPEHHON aKTUBAIMH
MeXaHOJyBCTBHTEeNbHBIX Ca’" kaHanoB MuazMaTHdecKoil MeMOpaHbl 1 HeGombmomMy Bxoxy Ca?t
B IIUTOIUIa3MY; B CBOIO OU€pelb, BO3pacTaHHe KOHIICHTPAIMU HOHOB KaJIbIIUS MOXKET MPUBOAUTH
Kk 3akpeituio  inwardly-rectifying kamueBbIX KaHAIOB W CMEIICHHUIO PE3yJbTHPYIOIIETO
MeMOPaHHOTO MOTEHIMAalIa B 0oJiee OTpHUIaTeIbHYI0 00sacTh [AS1].

BII siBnisieTcst UIMTENBHBIM (JECSITKH MHHYT) JIETOISPU3AIMOHHBIM CUTHAIOM CIIOKHOW
dopmaer (Stahlberg et al., 2006; Szechynska-Hebda et al., 2017), koTopblii BO3HUKAET y BBICIIHX
pacTeHUi MpH JIOKAJTBHOM JEHCTBUH MOBPEXKAAIOMIUX (PaKTOPOB (0XKOT, SIKCTpPEMaIbHbIN Harpes,
MexaHHueckoi pasznaBiuBanue). Ilo-Buaumomy, pacrnpoctpanenue BII sBnsiercs pesynbraTom
nepeiaud CUrHajda HEedJICKTPHUUYSCKON MPHPOJIbI: XUMHUYECKOro areHrta (Bo3moxuo H202) wim
THIpaBInYecKoi BONHBI [AG5], KoTopsle, B CBOI OuepeAb, MOTYT WHIYIUPOBATH
cymecTBeHHEI Bxog Ca?’ uepes JUraHI-3aBUCHMBIE WM MEXaHOUIYBCTBHTEIbHBIE KANbIHEBHIE
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KaHalbl, [PUBOAS K JIMTENbHOM wMHakTuBamuu H-AT®asel M cABATY MeEMOPaHHOTO
noTeHIuana B 0oyiee MOJIOKUTEIBHYIO CTOpOHY. YuuThiBasi, uro BIl mHaynupyercs B kpaiiHe
HEOJArONMPUATHBIX ISl PACTEHUN YCIIOBUSAX, MOKHO MPEAMNOI0KUTh, YTO ITOT CHTHAI UIPaeT
BXHYIO POJb B (OPMUPOBAHHM CHCTEMHOTO aJalTAllMOHHOTO OTBETA PACTEHUI B cCllydae
yrpo3bl uX BeKMBaHUIO [AL6] 1, BeieacTBre 3T0ro, Tpedyer 0co00 TIIATEIHHOTO H3YYEHHUS.

Takum oOpa3om, AMCCEPTAIIMIOHHOE HCCIIEIOBAaHUE OBLIO COCPEIOTOYCHO HAa M3yUYCHUU
BapraleIbHOr0 TMOTEHIMala W OBICTPOW MHAKTUBAMU (POTOCHHTE3a, WHIYLIMPOBAHHON
pacnpoctpanenuem BII.

2.2. O0BbEKTHI H OCHOBHbIE METO/AbI HCC/IEI0BAHUS

2.2.1. PacmumenbHole 00beKmbl U UX KYJ1bMUBUPOBAHUE

B kauecTBe OCHOBHOrO OOBEKTa HCCIEIOBAHMS HCIIONB30BAICS 2-3-HEAETbHBIN TOpOX
(Pisum sativum L.). JlomosHuTe/bHBIE OOBEKTHI, TAKXKE HCIIOIb30BAHHBIC JJIsI UCCIICIOBAHMS
BiusiHust BIT B HEKOTOPBIX JKCIIEpUMEHTaX, BKIIoYanu 2-3-HeaesnbHble mimeHuity (Triticum
aestivum L.) u teikBy (Cucurbita pepo L.), 5-uenensusriii Tomat (Solanum lycopersicum L.) u 2-
MecsiaHyo repanb (Pelargonium zonale L.). B pa3nuuHbix BapuaHTax dKCIIEPUMEHTOB, PACTCHUS
BhIpAlMBaId B KiuMmarudeckoir kamepe Binder KBW-240 (Binder GmbH, Tytausres,
I'epmanusi) [A2,A5A6l] wmu B crnenuasbHO OOOPYJOBAHHOW BETETAIMOHHON KOMHATe C
KOHTPOJIUPYEMBbIMHU  yclioBUsAMHU BbipamuBanus [A39,A44]; npu Ttemneparype 24°C u 16-
yacoBoM (oTomepuose. BripamuBanue OCyIIECTBISUIOCHh THIPONOHHBIM METOJOM Ha Cpefe
Xornanga-Apuaona [A2,A5,A61], necke [A39,A44] unu nmouse [A49,A59].

2.2.2. HuoyKyusa  6apuaenbHvlX  NOMEHUUAN08  JIOKAIbHLIM  OelicHeuem
nospexcoarouwux paxmopos

O>kOT UCTIONBF30BAH B KAYECTBE OCHOBHOTO MHIYKTOPA BapHaOebHOTO MOTEHIIHANA, YTO
COOTBETCTBYET JaHHBIM JuTeparypbl (Stankovi¢ and Davies, 1996; Hlavackova et al., 2006;
Grams et al, 2009). Ilpu »TOM, B ciyyac Tropoxa Ha KOHYMK BEPXHErO IEPBOTO
c(hopMHpOBaBIIErOcs JMCTa MIOMAABI0 | cM? BO3/EHCTBOBANIM OTKPHITHIM IIIAMEHEM B TEUEHHE
3-4 ¢ [A2,A3,A4]. B kauecTBe MOMOJHUTEIBHBIX HHAYKTOPOB BIT HCHoap30Baau MOCTENCHHBIH
HarpeB pacTBOpa, B KOTOPHIH Obljla MOrpy’KeHa MPUMEPHO MOJIOBUHA CTUMYJIMPOBAHHOTO JIUCTA,
ot 22-24°C — o 60°C ¢ ucnonb3oBanueM snemenTa [leaptbe [A13,A34,A35] 1 MexaHHYECKOE
pa3[aBiMBaHUE TOJOBUHBI JIHCTAa IulacTMaccoBbiM muiuHapoM [Al3]. CxomHbiM 00pazom
JIOKQJIBHBIN 03KOT W/WJIM JIOKATGHBIN HArpeB HAHOCHIIM Ha ceMsioiid ThIKBBI [ AG0,A66], HucThs
repanu [A59], muenurs [A34,A35] wiu Tomata [A49].

2.2.3. H3mepenusn 3n1eKmpuyeckoii akmueHocmu

B OonbmMHCTBE SKCIEPUMEHTOB s H3MEPEHUs D3JIEKTPUYECKON aKTUBHOCTH
UCTIONIL30BAIM dKCTpakiierounoe oreenenne [A3,A12,A17,A44, A47,A49,A55]. YcranoBka st
M3MEPEHUS DIIEKTPHUECKON aKTUBHOCTH BKitouyana B cebs Ag'/AgCl snektpomasl (DBJI-1M3,
['omenbckuil 3aBoJ M3MEpPUTENbHBIX NMPUOOPOB, benapyck), BHICOKOOMHBIN MHJIIUBOJBTMETP
(102 Om) (MII-113, Cemukxo, Poccus) M TIepCOHANBHBIA KOMIBIOTED. DIEKTPOIBI
KOHTAKTHUPOBAJIM C PACTEHHEM C TMOMOIIbI0 3ekTponpoBossiiero rens Uniagel (I'empTek-
Menuka, Poccust) unu ¢utuneit, cMoueHHbIX cTaHnaptHeiM pactBopoM (1 MM KCl, 0.5 MM
CaClz u 0.1 MM NaCl). DaekTpos cpaBHEHHS TOMEIIAN B CTaHIapPTHBINA PacTBOP, OMBIBAIOIIU
KOpeHb pacTeHus. s OZHOBPEMEHHOro H3MepeHHs (OTOCHMHTETHUYECKHX IOKa3zaTeneil u
ANEKTPUYECKON AKTMBHOCTH JINCTa B OT/ACIBHOW cepuu dSKcnepuMmeHToB [A8] B KadecTBe
AIIEKTPOAOB HCIOJIB30BAUCH CEpPEeOPEHHbIE 3a0CTPEHHBIE MPOBOJIOYKH, KOTOPBIE MOJBOAMIN K
JCTY, 3)KaTOMY B CHCTEME JUTS U3MEPEHUST (POTOCHHTETHYECKHX TTOKa3aTeIeH.

B pszge skcrepuMEHTOB TakXe HCIOJIB30BAIM MHUKPOAJIEKTPOAHOE OTBEIEHHUE; TaKoe
OTBEJICHUE ITO3BOJISUIO OCYIIECTBHTH TOYHYIO OIICHKY mokazatened curHanma [A2,A34,A61] u
onpenenuth akTuBHOCTh H-AT®a3bl mo BenuunHe MeTaboiuueckoro noreHnuana [A23,A25].
Merabonuueckuii moreHnuan (Ep) oneHnBaim mo u3MeHeHHIO MeMOpaHHOTro noTeHiana (Em)
IpU JEHCTBUM BBICOKOM KOHIEHTpanuu oproBaHanara HaTpus (OB, 5 MM). M3mepurenbHas
cuctema BkIoyana B cebs mukpockon SliceScope Pro 2000 (Scientifica, BenukoOpuranus),
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ycumutenb  Multiclamp 700 B (Molecular  Devices, CIIA), cucremy c6opa
anektpodpusnonorndeckux AaHHbIX DIGIDATA 1550 ¢ mu3kum ypoBHem mryma (Molecular
Devices, Sunnyvale, CIIIA) u nepconanbHbiii Komnbiorep [A2,A47,A61]. Mukponumnerku ObuIH
U3TOTOBIICHBl C  HCIOJIb30BaHMEM MHKpPOKy3HHIBI — Sutter Micropipette Puller P-97
(SutterInstrument, CILIA). MukpoanekTpossl, 3amonHsuiuck 100 MM pactBopom KCI. Dnextpon
CpaBHEHHMSI TOMEIIAJICS B CTAaHAAPTHBIN PacTBOP, KOHTAKTUPYIOIIUH C JTUCTOM.

2.2.4. Hccneoosanue homocunmemuueckux npoyeccos u mpancnupayuu

B wmccienoBaHusX NPUMEHSIIOCh HECKOJIBKO CHUCTEM JUIS OLEHKH (POTOCHMHTETHYECKHX
MIPOLIECCOB U/UITK TpaHCTIUpaluu. B GONbIIMHCTBE SKCIIEPUMEHTOB, UCIIOJIB30BaIM KOMOUHAIUIO
razoananm3aropa GFS-3000, PAM-¢ayopumerpa Dual-PAM-100 u xamepsr 3010-Dual (Heinz
Walz GmbH, I'epmanusi), 4TO MO3BOJSUIO OLIEHMBATh MHapaMeTpbl Kak ()OTOCHMHTE3a, TaKk U
tpancnupanuu [A2,A5,A8,A13,A20,A23,A55]. Ha ocHOBaHWH OOIIEIPUHATHIX YpaBHEHU# (VON
Caemmerer, Farquhar, 1981; Maxwell, Johnson, 2000; Klughammer, Schreiber, 2008)
IpOTPaMMHOE O00ECIIEYeHHE CUCTEMbl aBTOMATHUECKH PACCUMTHIBAJIO OCHOBHBIC MapaMeETPhI
CBETOBOM M TEMHOBOW cTaguu (POTOCHHTE3a M TpaHCIUpalMHU. B 4acTHOCTH, pacCUMUTHIBAINCH
BeNMMUMHBl accuMmwisiiu (A) u tpancnmpauuu (E), BomHas mpoBOAMMOCTB YCTBHUIL (JH20),
kBaHTOBBbIe BBIXOABI DCIl (dps)) u DCI (dpsn), NPQ wu psn apyrux TmoKasaTesei.
Oueprozasucumyio kommoneHTy NPQ (NPQF) ompenernsiiu mo BeauuuHe OBICTPOH peaKcaruu
NPQ (MuHYTBI) TIOCIIE TPEeKpalieHus aeiicTBus akruangaoro ceera (Maxwell, Johnson, 2000).

Pacuer nenukimueckoro moroka 3aekTpoHoB (LEF) u nuknnyeckoro nmotoka 3JeKTpoHOB
Bokpyr ®CI (CEF) ocymectisiiics Ha 6a3e ypaBuenuit (1), (2) u (3), koTopble OnMpaanch Ha
mutepatypy (Miyake et al., 2004, 2005; Huang et al, 2012; Zivcak et al., 2013) u

MMpCAJIOKCHHBIC B paMKax JAUCCEPTATUMOHHOI'O HCCIICA0OBAaHUA IoAXO0 bl
[A12,A25,A44,A48,A53,A55 A63]:
LEF = Abs-dll - g, - PAR 1)
CEF = Abs-((1—dlIl)- g —dIl - by, )- PAR )
d) LL
dil = Pl 3)

LL LL
(ﬁPSI + (pPSI l

rae Abs=0.88 — mons moryomeHHOro TUCThAME (OTOCHHTETHYECKH akTHBHOrO cBeta (PAR)
ans ropoxa [A63]; dIl — nons mormomennoii PAR, nanpasiennas k ¢orocucreme ll, gpsi-- u
drsutt — kBanTOBHIE BEIXOAEI DCI M1 OCIl B yCIOBHAX HU3KOH MHTEHCHBHOCTH OCBENIEHHS (B
HCCIIEIOBAHMH IIMPOKO HCHOJIB30BA0Ch 24 MKMOJL M2 ¢).

B skcniepuMeHTax ¢ OJHOBPEMEHHON pEeTUCTpaIell ClIeKTPOB OTPAKEHUSI U aKTHBHOCTH
¢doTtocunTe3a coBmecTHO wucmoib3oBaan Dual-PAM-100 u cnekrpomerp S100 (SOLAR
Jlazepubie Cucremsl, benapych), KoTopble UMenu (PUKCUPOBAHHOE TMOJOKEHUE OTHOCHUTEIHHO
apyr napyra u Jwucta pacrenus [Al7,A18,A26,A27,A28,A37,A38]; Takoe MOJNOKECHUE
obecneurBaioch MoauduipoBantoi kamepoit Dual-PAM-100 ans uccaemoBaHus CyCIEH3UA.
Taxxe Dual-PAM-100 ¢ kamepoil Ui WCCIEAOBaHHS CYCIICH3HH HCIOIB30BAICS IS
UCCIIeIOBaHMS XJIOPOILIacTOB 1 mpoTorutactoB [A21,A60,A61,A66],

Cucremsr umumpkuara IMAGING PAM M-Series MINI Version (Heinz Walz GmbH,
I'epmanus) [A13,A29,A34,A41,A42,A45] u Open FluorCam-O/1010 (Photon Systems
Instruments, Yexus) [A35,A39] wucnonp3oBaluCh NS HCCIENOBAHUS MPOCTPAHCTBEHHOTO
pacmpesielieHusl TapaMeTpoB CBETOBOH cramuu (orocuHTe3a, BKIodas Dpsy, NPQ u LEF.
YcpeaHenue nokasaresiei mo3BoIsiIo U3MEPATh UX HMHTErpaJIbHbIE BEIMYMHBI 10 YUYaCTKY JIHCTA.

Hus peamm3zanmu  OJIP-tecta (aHanm3a WHIYKIMOHHOH KpHUBOH  (IryopecreHInn
xnopodmuia a), ucnoib3oBaics M-PEA-2 (Hansatech Instruments Ltd., BenukoOputanus)
[A12]. TIpu srom mapamerpbl OJIP Tecta pacCUMTHIBAIMCH ABTOMATHUYECKH TPH TTOMOIIH
IPOTPaMMHOT0 oOecrieueHus: mpudopa, KOTOPOe MPUMEHSIIO IMIHUPOKO UCTONIb3yEeMble YpPaBHEHUS
u3 padort (l"osbues u ap., 2016; Strasser et al., 2000).

[MposogumocTs H-AT®-cunTa3s! (gs) U MApaMeTPhI HIEKTPOXUMHIECKOTO TPAJUCHTA Ha
THJIAKOUIHOW MeMOpaHe, a TaKkKe 3aKUCIICHHUE JIIOMEHA XJIOPOILIACTOB OIPEENSITH C TTOMOIIBIO
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Dual-PAM-100, ocnamennoro P515/535 osmuttep-merekTopabiM  MoayieM  [A3,A42];
UCMOJb30BaTach KOH(Urypamus CHCTEMBbl [ HCCIEJOBAaHUS JIMCThEB. KOMIIOHEHTHI
pellakcalliyd  3JEKTPOXPOMHOTO CIBUTA KCIIONB30BAIM JUISL OMpENelIeHHUs] OTHOCHTEIbHOU
BEJIMYMHBI AJieKkTpoxumudeckoro rpaaueHta (ECSpmf), rpammenta mnporoHoB (ECSapn) u
anektpuueckoro moteHimana (ECSay) Ha TumakougHOW MeMOpaHe B COOTBETCTBHH CO
craggapTHeiM mpoTokosiom (Schreiber, Klughammer, 2008). IIposoaumocts H'-AT®-cunTasbl
OLICHUBAJIM KaK KO3 UUUEHT MpH SKCIOHEHTE MOCce HKCIOHEHIMAIBHOM amnmpoKCUMAIUH
penaKcaiuy 3JICKTPOXPOMHOIO C/ABHMra mpu BbikimoueHun ocBemieHus (Wang et al., 2015).
3aKuClIeHre JIIOMEHA OIICHUBAJIM HAa OCHOBE M3MEHEHHS paccesiHUsl CBETa Ha JJIMHE BOJIHBI 535
HM [OCJIe €ro BBIKIIOYeHHs (MUHYTHbBIH uHTepBan) (LS) B cooTBeTcTBUM CO CTaHAapTHBIM
npotokosiom (Schreiber, Klughammer, 2008).

Ckopocth oOMena Oz B mpororutactax npu umutaimuu (opmuposanus BIT [A23]
usMepsin ¢ nomoimpio Oxygraph Plus System (Hansatech Instruments Ltd., BenukoOpuranus).
Cucrema ObUIa UCTIONIB30BaHA [T OLIGHKH peakuuii poTocuHTe3a (CHHUI akTHHUYHBIN cBeT, 460
uM, 240 Mxmons M2 ¢b) u mpixanus (TemHoTa). TeMmepaTypa CyClEH3HH BO BPEMs H3MEPEHHUS
nojiepKuBaiack noctostHHou (25°C). [l moBbIlIEHUS TOYHOCTH U3MEPEHHUs, BCE MPOObI ObLIN
pas3ziesieHbl Ha IBa PaBHBIX 00bEMa; OMBITHBIN (C 10OaBIEHHEM pacTBOpa OpTOBAaHAIaTa HATPUS,
ABJISAIOIEr0 MHrHOMTOpoM H™-AT®a3pl mia3Marudeckoil MeMOpaHbl) M KOHTPOJBHBIA (C
no0aBJIeHHEM CTaHAApTHOTO pacTBopa). MccienoBanyu TMHAMUKY Pa3HOCTH OIBITa U KOHTPOJIA.

2.2.5. Jleiicmeue cmpeccoevlx ¢haxmopoeé Ha GpomocunmemuyecKkuil annapam u
pacmenue ¢ yenom

HarpeB wuccienyemoro Jmcra pacTeHUs NPEUMYIIECTBEHHO OCYIIECTBISUICS —C
UCIIONIb30BAaHUEM  KOMIUIEKCa s (DOTOCHMHTETHYECKMX H3MEpPEHUH, COCTOSILEro U3
razoananuszaropa GFS-3000, Dual-PAM-100 u xamepsr 3010-Dual [A62,A64]. [TlepBonauabHas
TeMIlepaTypa MOBepXHOCTH Jucta coctaBisia 23°C. Harpes npogoikancss 30 MUH; OCHOBHOE
BO3PAaCTaHWE TEMIIEPAaTyphl MPOUCXOMWiIo B TedeHHWe 10 MHUH, TOCie dYero Temreparypa
OCTaBajlaCh OTHOCHUTEIBHO CTaOWIBHOW. Vcmonb3oBalloch JBa BapuaHTa HarpeBa: HarpeB 0
(UKCUPOBAHHON TeMIepaTypsl BO3AyXa, OKPYKAIOLIETo JHUCT (P ATOM TeMIleparypa JIHCTa
pEerucTpupoBasiacCh U MOTJIa BapbUPOBATh) M HArpeB /10 PUKCUPOBAHHOM TeMIepaTypbl JTUCTOBON
TUTACTHHKH (TIPU TOM TeMIlepaTypa KIOBETHI MOTJIa BapbHpoBath). [lapamerpsl ¢poTocuHTE3a H
ra3oo0MeHa U3MepsUINCh OJJHOBPEMEHHO C HarpPEBOM.

B oTnenpHOI cepum SKCIIEPUMEHTOB, JIJIsl OBICTPOTO MOBPEXKIEHUS (POTOCHHTETHYECKOTO
amrmapara MCIoJIb30BaIM JIOKAIbHBIM HarpeB JMCTa pacTeHUs B ropsueit Boje (5 MUHYT mpH 45
um 50°C) Opu OCBeIeHNH GeNbIM CBETOM C HHTEHCHBHOCTHIO 0Kono 100 Mxmons M2 ¢t [A4];
Jajee JTUCT ocymrancs (S MHH) U UCIIOIb30BAJICS JJIsI AaTbHEUIIIEr0 UCCIIEI0BAHHS.

Harpes nenoro pacrenus mpoBoauiau BHyTpu Tepmocrtata TV-20-PZ-“K” (KacumoBckuii
UHCTpYMeHTaNbHbIN 3aBof, Poccus) niau TC-1/80 CITY (Cmonenckoe CKTh CITY, Poccus) no
3aJ]aHHBIX BBICOKHX Temrepatyp B TeueHue 30 wiu 45 munyt [A26,A34,A38,A49,A64].

3acyXy MHIYyLIHMPOBAIM IPEKpALIeHUEM I0JUBa PACTEHUH, KOHTPOJb MPOJOIKAIN
nonuBath [A26,A38]. BerencTBue MCHONb30BaHUS MECYaHOro CyOcTpara Jjisi BbIpAIMBaHMSA,
Takas cxema oOecrieurBaiia ObICTPYIO MMOTEPIO BOJBI pacTeHueM (4-5 cyTtok). PasBurue 3acyxu
OILICHMBAJIM IO OTHOCUTEIILHOMY COJIEP KaHUIO BOJIbI B IoOerax (WM JIMCThAX) U B cyOcTpare.

2.2.6. Ouyenka mennoycmoiiuugocmu omocuHmemuiecko20 annapama u pacmenuil
6 yenom

PaznuuHble BapyaHThl HarpeBa JIMCTa MM PACTEHHS BBI3BIBAINM OBICTPOE MOBPEXICHHE
(OTOCHHTETHYECKOTO —ammapara, 4YTO TMPOSBISUIOCH B CHIDKEHHH (OTOCHHTETHUYECKHX
nokasareneir  [A4,A34,A38,A49,A62,A64]. UtoroBele BeIMYMHBI TOKa3aTeled  IOCIe
BO3BpALICHUST TEMIEpaTypbl K KOHTPOJIHGHOMY YPOBHIO HCIIONB30BAM IS OICHKU
TEIIOYCTOMYMBOCTH (DOTOCMHTETHUECKOTO amnmapara.

Jlisg omeHKH OOIIel TemIoyCTOMUYMBOCTH PACTeHU, CpaBHMBAJIU JJIUHY IMOOEroB U
KOpHEH B pa3iIMyYHBIX KCIIEPUMEHTAIBHBIX BapHaHTaX (KOHTpoib 0e3 muaykuuu BII, koHTpoib
¢ unaykiueit BII, narpes 6e3 unaykiuu BI1, Harpes ¢ unnykuueit BIT) [A64].
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2.2.1. H3zmepenue uzmenenuit eHympu- u eHexiemouyno2o pH c¢ ucnonviosanuem
pamuomempuueckux QayopecyeHmHvlx 30H006

Benuuunbl BHyTpU- ¥ BHEKJIETOUHOTO pH H3MepsInch npy MOMOIIM paTHOMETPUUECKOTO
merona [A35,A61,A66,A67] ¢ ucionszoBanneM pH-4yBCTBUTENBHBIX (IIyOPECHEHTHBIX 30HI0B
BCECF-AM u FITC-dextran (Life Technologies, CIIA). Jluct pacTeHus BbIIAEP)KHUBAIN B
pacTBopax 30HI0B B TeueHuu 12—-14 yacoB nmpu xkomHaTtHOH Temmepatype (50 MxM pactBOp
FITC-dextran) wnu npu temneparype 4°C (20 mxM pactBop BCECF-AM). [lanee 30HaBI
oTMbIBaM Ipu Temueparype 21-22°C B Teuenue 3 yacoB. DiayopeclEHLHIO HU3MEPSIN C
nomotbio  cnekrpodiayopumerpa Shimadzu RF-5301PC  (Shimadzu Corp., Snonus) wu
CHEIMAILHOTO MOJTYJIs [T u3MepeHus hiayopecieHny TBepabix oopasios (“I'panar”, Poccus).
CrnexTpbl BO30YXXKIEHHS CHUMaIM Kaxasle 5 c. DiayopecueHIUI0 BO30YXJadud CBETOM B
nuanasone 410-500 HM ¢ MHTEHCHUBHOCTBIO OKONO 185 Mkmoins M 2 ¢ 1. B skcrepumeHTax c
BCECF-AM wu3mepsuii OTHOIIEHHWE WHTEHCUBHOCTH ()IIYOPECIICHIIMM Ha JUITMHE BOJIHBI 525 HM
IpY JJIMHE BOJIHBI BO30Y K aaomiero ceera 490 HM K MHTEHCUBHOCTH TaKOH (IyOpeCeHINH MTPH
JUTMHE BOJHBI Bo30Yy kaatomero ceera 450 M. B skcnepumenTax ¢ FITC-dextran paccunTthiBanu
OTHOILICHHE HMHTEHCHBHOCTH ()IIyOpEeCIeHIMH Ha JUTMHE BOJHBI 520 HM TpW UIMHE BOJHBI
B30y knaromiero csera 490 HM K MHTEHCHUBHOCTHU TakoW (pIyopecleHUIry NpH JUIMHE BOJHBI
B030yknatomiero ceera 460 M. HaiiieHHBIE COOTHOIIEHUS UCIIOIB30BAIH [T pacuéTa BHYTPH-
U BHEKJIeToyHOro pH Ha ocHOBE KanmuOpPOBOYHOM KPUBOH.

Jns OMHOBPEMEHHOM PETUCTPALIMU JIEKTPUUYECKUX CUTHAJIOB M KAYECTBEHHOM OIICHKH
usmenenuss pH amorutacta [A35] ucmonb3oBaan cucTeMbl (IIyOPECHEHTHON BU3yaIH3aldK
DVS-03 (MJIMT PAH, Poccus). 10 mxkM BCECF 3arpyxanu nmpu KOMHaTHOH TeMIiepatrype B
TEMHOTE IO/l BpEMEHHO NMOHMKEeHHBIM faBieHueM (0.2 at™, 10 MUHYT) B TUCT pacTeHHUsI, a 3aTeM
BBIJICP)KMBAJIM B TE€UYEHUE 6 4acOB NpU HOPMAILHOM JaBiieHUH. [lamee mpoBOIMIM OTMBIBaHUE
30HAa. DIyopecieHINI0 30H1a BO30Y KAl Mpu JJIMHE BOJHBI 488 HM U PEruCTpUpPOBAIIU C
nomoIipio uaTepdepernuontoro gmistpa 530/50 (Zeiss, 'epmanus).

2.2.8. HneubumopHhulii ananusz MexaHu3mos 6IUAHUA 6apUAdenbH020 ROMEHYUANa Ha
domocunmes

O6pabotka npororodopom KIIXDI' (Sigma-Aldrich, Inc., CIIIA) 6buta ncmonb30BaHa
JUIE MHIYKIAA BXOAAa TPOTOHOB B KJIETKM M aHaHM3a IMOCIEAYIOMHNX (HOTOCHHTETHUECKUX
usmeHeHuit [A61]. IIpu 3TOM MPHKPEIUICHHBI K PACTEHHIO JIUCT, Y KOTOPOTO 3apaHee cpe3ain
SMUICPMHUC, HHKYOUPOBAIM B CTaHAapTHOM pactBope ¢ O0ydhepom (MES-KOH, 20 mM, pH=6) B
usmeputenpHoil kamepe Dual-PAM-100 (c6opka mis cycrnensuit). KIIX®I' nobapmsiin mocie
TEMHOBOM W CBETOBOW aJamnTaliid, KOTOpas COMpPOBOXKAANach H3MEPEHHEM IapaMeTpoB
cBeToBOM ctamuu (Qortocunte3a. Kontpons pH B cpeae ocymiectBisuics ¢ momouipio pH-
anektpona DCK-10614 (OOO "HIII" Biomer, "HW3meputenbHbie TexHonoruu", Poccus) u
muuBoabT™MeTpa UITJI-113.

Ins  momudukanuu aktuBHOcTH H'-AT®a3bl 1mIa3sMaTHYeCKOW MeMOpPaHbl  JIUCT
pacteHust OblT mpeaBapuTenbHo 0ob6padotan 0.5 MM oproBanomaroMm Hatpus (OB) wim 1 MxM
dysuxokuuaom (PK) (Sigma-Aldrich, CIIIA) [A23,A25]. OB ucnoab3oBaics Kak HHTHOUTOP
H*-AT®a3b1 miasmatudeckoii memOpanbl, OK kak ee akrusarop (Zimmermann, et al., 2009).
[Ipu 00paboTke, JHCThbsI pacTEeHH HHKYOMpOBalIM B pacTBOpPE OPTOBAaHagaTa HATPHUS WU
(by3UKOKIIMHA B T€YEHUE 2 YacOB; B KOHTPOJIE UCIOIb30BasIcs pacTBop 6e3 OB u ©K.

2.2.9. H3mepenue cooeprycanus AT® ¢ rucme

B skcniepuMeHnTax ucnonb3oBanu Habop it onpeaeneHus AT® Ha ocHOBe JroIU(epuH-
momudepasznoro meroga (Biaffin GmbH & Co KG, T'epmanusi) [A2]. Cpe3aHHbId JHCT
B3BEIIMBAJIM U TOMOTE€HU3UPOBAIN B 5% JEeIIHON TpUXIOpyKCcycHOU kuciore. Uepes 15 MunyT
romMoreHat HeWTpanuzoBaics HeOonpmuM oobeMoM 3 M KOH wu paz6asmnsincs B 12 pa3 nepen
uzMepenuem coxaepxkanus ATO. Kaxnpas pernmkanus BKIoYala KaluOpOBOYHBIE 00pasIbl,
KOHTpPOJIbHBIN oOpazeny (nuct pacteHus 0e3 uHaykuuu BII) u skcnepruMeHTanbHbIN 00pazer
(;muct pacrenus ¢ unaykuueit BIT). CeroBble cymmbl (15 MHHYT) Beex 00pa3loB U3MEPSUIUCH
0JTHOBpeMeHHO ¢ Tomorisio Synergy 2 Multi-Mode Reader (BioTek Instruments, Inc., CILA).
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2.2.10. Bvioenenue xnoponnacmos u npomoniacmos

Xnopomnacts! Beiaensuid [A60,A61] mpu momomm cTaHAapTHOTO METO/Ia, OMIMCAHHOTO B
muteparype (Egorov, Krasnovsky, 1992). B kadectBe cpebl BolaeIeHUs Hcmoias3oand 0.35 M
NaCl u 0.06 M ¢ocharusiii 6ydep (pH=6.9). [Tapamerpsl cBETOBOM CTaauu B XJIOPOILIACTAX
ucciaenoBai ¢ mnoMonipio koHdurypamuu Dual-PAM-100 mns cycnensuid. s WHIYKIAW
3aKHUCJICHUsI Cpeibl MHKyOammu poOamisuim paznuudbie o0bembl 0.5 M HCI; B kontpose
NOOaBJSUIM  aHAJOTHYHbIE OO0BEMBbl Cpelbl BbIIENCHUS. pH CycneH3uu XJIOpOIIacToB
KOHTpoJIpoBaiiu ¢ moMoibsio pH-3nexkrpona SCK-10614 u UITJI-113.

B kagectBe mpyroro MojenbHOro 00beKTa MCIoiIb30Bau mportomiactel [A23]. s ux
MOJTyYEHUs] y JIMCTHEB PACTEHUS yAAJSUIH SMUACPMUC, 3aTEM MX MOMEIIATN B HHKYOAIMOHHYIO
cpeny (400 MM copbutona, 5 MM CaClz, 5 MM MgCl26H20, 20 MM NacCl, 30 MM MES-KOH
(pH 5.5)), comepxamyto ¢epmentsl (1% nemtronossr U 0.2% mnekrunaza) u 0.2% Obrabero
ChIBOpOTOUHOTO anbObymuna (Sigma-Aldrich, CIIIA). MukyOanus nmpoaoipkaiach B TEUCHHE 2 4
npu cnabom Gerom ceete (0kono 42 MxMonb M2 ¢t) u KoHTponupyemoit Temmepatype (28 °C),
MOCJie Yero MPOTOIUIACThl OTACNSAIN OT JHUCThbEB. [l0TyYeHHYIO CYCIIEH3HMIO MPOIYCKAIU Yepe3
¢mieTp ¢ 50 MxkM mopamu U neHtpudyrupoBanu (5 munyt, 30 g, 4°C); ans mociueayomero
pecycrieHANpoBaHUs OblJIa HKCIIOJIb30BaHAa WHKyOanuoHHas cpena. DoTocHHTETHYECKHE
NOKa3aTel HM3MEpsUId C HChoiib3oBaHueM KoHpurypammu Dual-PAM-100 mist  aHanusa
cycmensuii wiu ¢ wucnonb3oBanueM Oxygraph Plus System. [lns oGoux cucrem Oblia
peanu3oBaHa OJMHAKOBBIE XapaKTEPUCTHKH aKTMHHYHOTO cBeTa (460 mMm, 240 mxmomps M2 cl).
Jns umurtanuu BIT B cuctemy 106aBnisiin opToBaHaaaT HATPHSL.

2.2.11. Obpabomka pacmeHuii IK302EHHLIMU PUMOZOPMOHAMU

PacTeHus onpbICKUBAIN BOJHBIMH PacTBOpaMH abciu30Boit kuciaotsl (ABK, 10° M) um
24-smbpaccunomuaa (ABJI, 10° M) (Sigma-Aldrich, CILIA) 10 MONHOTO yBIaKHEHUS THCTHER
[A25,A55]. KoHTposbHBIE pPACTEHUS ONPBICKUBAIN AUCTHUTUPOBAHHON BOJ0H. OOpaboTka
MOBOJTMITACH 32 CYTKH Tepe] SKCIIEPUMEHTATLHBIMHE ITPOIIC Ty PaMHU.

2.2.12. H3mepenue cneKmpanbHblX XapaKmepucmuK ompaxceHus JUcCmoes u aHaiu3
domoxumuueckozo unoexca ompasrxccenus

J11g vccnenoBaHUi CIIEKTPOB OTPAKEHUS TUCTHEB PACTEHUI HCIIOIH30BAIN CIIEKTPOMETP
S-100 (SOLAR Jlazepusie Cucremsl, benapych), n3mepstoniuii criekTpsl B quamazone 190-1050
HM CO CHEKTpallbHbIM pazpemieHuem okono 1 um [Al7,A18,A19,A26,A27,A28,A37,A38]. B
OKCIIEPUMEHTAX UCIIOIh30BAIHA BPEMs HHTETpalluu 5 ¢. B kKauecTBe OCHOBHOTO MCTOYHUKA CBETA
HCIob30Bagachk rajoreHonas jgamma (Osram Decostar; 3000K, 20 W, 12 V) ¢ HHTEHCHBHOCTBIO
ceera 630 MkMomp M2 ¢t [Al7,A19,A21,A22,A26,A28,A37,A38]. Tlpu HEOOXOIUMOCTH
M3MEpPEHUs] WHIYLHUPOBAHHBIX OCBEUICHMEM W3MEHEHWW HMHTEHCUBHOCTH OTPaXCHUS (MU
WHJCKCOB OTPAKEHWsS) WCIOIB30BAIA PA3HOCTH MEXAY BEIUYHHON OTPaKEHUS IMOCIe
OCBEILIEHUSI B T€YCHHE HECKOIbKUX MHUHYT M B HauaJdbHBIH MOMEHT OCBelleHus. benoe wmu
cepoe mone kanmOpoBouHoro cranmapra QPcard 101 Calibration Card v3 (Argraph Corp.,
CIIIA) ucnonb30Bany JjIsi MUHUMH3AIMH BIUSHUS CIIEKTPA UCTOUHUKA OCBEIICHUS.

Ha ocHOBaHWHM CHEKTPOB OTPaXKEHUS, PACCUUTHIBAIA (OTOXUMHYCCKHA WHJICKC
orpakenus (PRI), s gero ucnons3oBanu ypaBuenue (4) (Garbulsky et al., 2011; Zhang et al.,
2016):

R531 B R570 (4)
R531 + R570

rae Rs3i m Rs7o0 — MHTEHCHBHOCTH OTpa)kK€HHOro cBeTa Ha anuHax BoiH 531 u 570 HM,
COOTBETCTBEHHO.

Jlia 6oree CTpororo aHainusa CBETHHAyUUpoBaHHBIX u3MeHeHH PRI (mpu mzmepenun
PRI u mapameTpoB (OTOCHHTE3a MPH PA3IUYHBIX MHTEHCUBHOCTSX aKTHHHUYHOTO CBETa), OBLI
pa3paboTaH clenUaIbHBIA METOJ] U3MEPECHHsI, Oa3UPYIOMINICS Ha WCIIOH30BAaHUHM HMITYJIHCOB
JKENTO-3eICHOr0 u3MepureabHoro ceera [A18,A39,A58], KoTopsIii MO3BOJISIT MUHUMU3UPOBATh
BiaustHue (OHOBOro ocBemieHus. B 0azoBom Bapuante [Al8] Ha (oHE aKTHHUYHOTO CBTEa
(kpacubrii aktunuuHbli cBer Dual-PAM-100), nucT TOMOIHUTEIBHO OCBEHIAJICS HMITYJIbCAMU

PRI =
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KEJITO-3eJIEHOT0 M3MEPUTEIHLHOr0 cBeTa; A pacuera PRI ncnonb3oBain pa3HOCTH BEIUYUHBI
OTPaKCHHS TIPH HAJIMYUU W OTCYTCTBUHM HMITyJIbca. | eHepanus UMIYIbCOB JKENTO-3EJICHOTO
CBETa OCYIIECTBIISUIACh U3TOTOBJICHHBIM HCTOYHUKOM C MakCUMyM u3nyudeHus Ha 550 um (80%
CBETOBOI'0O MOTOKA Haxoaunach Mexxay S00 u 600 HM), BKIIFOYAIONIUM B ce0s OEITbIe CBETOUOIBI
TDS-P003L4U14 LED (TDS Lighting Co., Kutait) u nBa abcopOIMOHHBIX CBETO(OHIBTpPa C
IIPOITYCKAHUEM B JKEJITOM U JKEITO-3€J€HOM 001acTu.

Janee sToT MeTon ObUI peanu3oBaH B CHElHATW3UpoBaHHON cucteMe PRI-umumxunra
[A39,A58], pa3paboranHoii coBmectHo ¢ UII® PAH. Cucrema Biitodana B ceOs HECKOJBKO
)KenTo-3eneHbX cBetoanonaoB LXML-PX02-0000 (Lumileds, Hunepnanmap), koTopsle UMeETH
ONMU3KYI0 MHTEHCHBHOCTHh Ha JuiiHax BoiaH 530 m 570 HM M ocBemanu OOBEKT KOPOTKHUMHU
uMmItybcamMu (18 Mc). 3eneHo-KenThlii OTpaKeHHBIA CBET Morajaail Ha cBeroienutenb FF552-
Di02 (Semrock, CILIA), ¢popMupyrOLIHii 1Ba CBETOBBIX IIOTOKA: C JUIMHOW BOJIHBI MEHEe U OoJiee
550 uMm. Jlanee cBeTOBBIE MOTOKH MPOXOIUIM Yepe3 COOTBETCTBYIOIIME MHTEP(EpPEHIIMOHHBIE
y3konosocHbie GpubTpbl FF01-530/11 u FF01-575/15 (Semrock), u dopmupoBaiu «3eineHoe
(530 aM) u «wkentoe» (570 HM) M300pakeHUs Ha ABYX 12-pa3psaHbIX MOHOXPOMATHYECKHUX
CCD-kamepax CGN-B013-U (Mightex, Owntapmo, Kanama). Ha ocHOBaHMHM TOJTy4YEHHBIX
uzoopaxenuii [10 cuctemsl hopmupoBaino pacnpenenenue PRI.

2.2.13. Komnnekcubvlil ananu3 CneKmpoe OMpAaj)rceHus U HNOUCK HOGbIX Y3KO- U
WIUPOKONOJIOCHBIX UHOEKCO8 OMPAXMCEHUs, YYECHIBUMEIbHBIX K OCHCMEUI0 CHPeccopos U
pacnpocmpanenuio BI1

[enbro Takoro ananu3a ObLIIO OBICTPOE BBISIBICHHUE Y3KOMOJIOCHBIX HHIEKCOB OTPAKEHUS,
YyBCTBUTEIBHBIX K BO3JCHCTBUIO CTPECCOPOB WM K pacnpocrpaHeHuio BII Ha ocHoBaHuun
CHEKTPOB OTpakKeHUs jucta (Win ero m3MeHeHuit). Taxke Lenplo aHaln3a ObUIO BBISBICHUE
UH/ICKCOB OTPAXCHHS, HMMCIOIUX CHJIBHYIO JIMHEHHYI0 CBsI3b C (DOTOCHHTETHYECKUMU
nokasaresiMu pacteHus. [lyig kommiekcHoro ananu3a BiusHus BII Ha y3KomonocHble HHIEKCHI
OTPa)KEHHUS, PACCUMTHIBAEMbIE HAa OCHOBaHUHU crekTpaibHoro auamnazoHa 400-700 Hm, ObuM
MCIOJIb30BaHbI TEIJIOBBIE KaPTHI.

TpaauumoHHO, TEIUIOBBIE KapThl NPEACTABISAIOT COOOW 3aBHCUMOCTH  BEITHYUHBI
Kod(duUIIMeHTa KOPPENALUU Ui MACCHBA UHIEKCOB OTPAKEHHUS, PACCUUTHIBAEMBIX 110 3aJaHHON
obmet popmyiie, ¢ uccueayeMbiMi (GU3HOTOTUUECKUMH MTPOLIECCAMH Y PACTEHUN OT JUTMH BOJIH,
UCIIONIL3yeMBIX JUTs pacuera uHaekca (Balzarolo et al., 2018; Kovar et al., 2019; El-Hendawy et
al., 2019). Ilpu >TOM, BeTMYMHA KOPPEISAIUH 331aeTCS TICEBIOIBETOBOM IIKAJIOM, a JUTMHBI BOJIH
OTKJIAJIBIBAIOTCS 110 OCSIM, YTO TIO3BOJISET MOIYYUTHh U300paKeHUE, B KOTOPOM Kax/1as MUKCEIh
COOTBETCTBYET KOHKPETHOM HHJIEKCY OTPasKEHHSI.

B mHacTosmem uccnenoBaHUN KOPPESIMOHHBIE TETUIOBBIE KapThl PACCUUTHIBAIMUCH IS
CBSI3M WHJIEKCOB OTPAXKEHHWsI C TapaMeTpaMu CBETOBOH cramuu (oTocuHTE3a; ObUM
UCIONBb30BaHbl KoddduimenTsl Koppensuuu [lupcona. Takxke, B paMKax IUCCEPTAMOHHOTO
UCCIIEIOBaHMS OBLIT TIPEIO’KEH M SKCIIEPUMEHTAIFHO alpoOUPOBaH JOMOIHUTEIBHBIN ITOAX0T K
aHAJIM3Y MHJIEKCOB OTPAXKEHUS: B KaYECTBE 33J]aBa€MOTr0 ICEBOIBETOBOM IIKAJION MapameTpa
Ha TETUIOBOM KapTe OBLIM MCIOJIB30BaHbI CTATUCTUYECKAsE 3HAYMMOCTh H3MEHEHUI HHIEKCA U UX
Hanpasnenue [A38]. Takoii moaxoa MO3BONSET OBICTPO BBHISIBUTH MEHSIOIIMECS WHIEKCHI
OTpaKeHHUsI JaKe TIPU OTCYTCTBHH U3MEPEHUH IPYTUX MMOKa3aTeleil pacTeHusl.

B nuccepralliOHHOM HCCIIEIOBaHWH OblIa HCIOIB30BaHA TOJBKO HOPMAalM30BaHHAs
pasHoctHas popma uHaekca orpaxenus (RI(X,y)); mpu 3tom, uaaekcel RI(X,y) paccuuThiBanuch
B COOTBETCTBHH C ypaBHeHUEM (5).

R,—R
RI(x,y)=—"——" (5)
R, +R,
rie Rx m Ry — BeMMUYUHBI OTpaKEHHOTO CBETa HA JUIMHAX BOJMH X M Y. X H Y SBISIOTCS
MPOU3BOJILHBIMU ANTMHAMU BOJIH B Auana3zoHe 400-700 HM, BHINOIHSIIOMIMMHU yCIOBHE Y<X.
Jia  peanu3aliMiM  ONMUCAaHHBIX MOAXOJNOB ObLI pa3zpaboTaH psAx MPOrPaMMHBIX
UHCTPYMEHTOB Ha si3bike Python (c ucmomb3oBanumem OubOimorexk numpy, scipy u matplotlib)
[A37,A38]. PaspaboraHHble HWHCTPYMEHTBI OCYIIECTBIISJIM pacdyeT MacCHBa WHJIEKCOB
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OTpa’KeHHUsl, BBITIOJIHSUIM OI[EHKY CTaTUCTUYECKON 3HAYMMOCTHU M HANPABJICHUs UX U3MEHEHUH 10
OTHONICHUIO K KOHTPOJBHBIM BEIWYMHAM WM OMPEICISIN BEIUYUHB KOI(PPUIINECHTOB
koppemsituu [lupcona ¢ 3agaHHBIMU (DOTOCUHTETUYECKUMHU IIOKA3aTEIsIMHU, a TaKKe CTPOMIIU
TEIUIOBBIE KapThl. BakHO OTMETUTH, YTO pa3paboTaHHBIE MPOTPaMMbl MOTJIH PEaTn30BBIBATH
OMKCaHHbIE (PYHKIMH HE TOJBKO 751 aOCOIMIOTHBIX BEJIMYUH UHACKCOB, HO U I UX U3MEHEHUH,
BKJIFOYasi ©3MEHEHM, BbI3BaHHbIE pacnpocTpaneHuem BII.

TemoBele KapThl HCHOJB30BAINCH, MPEXKAE BCEro, Mg aHalu3a Y3KOMOJIOCHBIX
WHJCKCOB OTPAXCHHSI C HIMPUHON MOJIOCH, COOTBETCTBYIOIICH pPa3peUICHUIO H3MEPSIOIIETO
cruektp npudopa [A37,A38]. Ognako pa3paboTaHHbIE IPOrPaAMMBI IIO3BOJISIIN TAK)KE PACCUUTATh
[IMPOKOTIONIOCHBIE WHJEKCHI OTPaXXEHHS, KOTOPBIE HCIIOIB30BAIN CIEKTPAIBHBIE TOJOCH C
mprHOM mostockl okoso 100 um [A19]. Jlus pelueHus 3TO# 3agadd, CIEKTPHI OTPaXKEHUS
yepenusuin B puana3zonax 400-500, 500-600, 600-700 u 700-800 HM; T.e. B 3TOM BapHWaHTe
9KCIIEPUMEHTOB JOIMOJIHUTEIBHO AaHATU3UPOBAM JMANa30H JalbHEro KpacHOTO CBeTa U
OJIMKHETO MHPPAKPACHOTO.

2.2.14. Memoovt mamemamuuecko2o mMooeauposanus

B xome peammzanmum AHCCEPTAIMOHHOTO WCCIEAOBaHUS ObUT pa3paboTaH  psin
MaTeMaTUYeCKUX MOJesield, BKJIOYas MOJENb paclpocTpaHeHus uHAaynupyoomed BII
ruapaBaudeckoit BoaHbl [A33], moaens BausHust Bpemernoi [A30] u nmpoctpancTBenHoi [A36]
HEOJHOPOIHOCTH aKTUBHOCTH H'-AT®as3bl Ha apaMeTpsl TeHEPALUH SIEKTPHYECKOIO CUTHAIA,
YOPOIICHHAS MOJICTIb, a TaKKe MOJICTTH (OTOCUHTETHUECKUX MIPOIIECCOB
[A31,A42,A52,A53,A54], Bkitoyast yrpolneHHyo Moaens BiusHus BIT Ha doTtocuntes [A6] u
Mozenb BiusHUS aktuBHOcTM H'-AT®asei ma tpancnopr CO2 B KIETKH Me30o(uiia
[A10,A15,A45,A46]. B 3aBHCHMOCTH OT KOHKPETHON MOJENH, I MX PEIIEHUS HCIIOJIb30BaIIN
AHAIUTHYECKHE [A33,A42] 1501051 YUCJIEHHEIE [A6,A10,A15,A30,A31,A36,A45,A46,
A52,A53,A54] metoasl, BKIIOUass MeTo Ditiiepa u meto MonTe-Kapno. [[ns ananuza mojenei
ucnonb3oBaiu Excell, C++ u Delphi 7.

2.2.15. Memoowvt cmamucmuueckozo ananu3a

[Ipn 00paboTKe MAHHBIX HCIOJIH30BATH TMApPaMETPHUSCKYIO CTATUCTUKY. Pe3ynbTaTsl
MPEJICTABJICHBI B BUJE TUTUYHBIX MPUMEPOB, CPEAHUX U CTAHJAPTHBIX OTKIIOHEHHH CpeTHero, a
TaKkKe JUarpamMMm paccessHus. Jl0CTOBEPHOCTh pa3IMYMil OINpenessuiach ¢ HCIIOIb30BAaHHEM
kputepus CthiofeHTa. Cuia CcBsI3W MeXAy MapaMeTpamMH OLIEHHWBAlIach C MOMOIILIO0 THHEHHON
koppemsinuid [Tupcona u, mpu HeoOXoaUMOCTH, KO3 HUIIMEHTa JEeTCPMUHAIIUHN IS JIMHCHHBIX
PErpeECCUOHHBIX MOJEIIEH.

2.3. MeHOMEeHOJOTHYeCKHil aHaJIN3 BJHSAHUS BapualdelbHOr0 MOTEHUHAJA HA
(oTOCHHTETHYECKHE MPOIECCHI

2.3.1. Ananuz enuanua JN0KAIbHBIX HOBPEHCOEHUIl HA domocunmemuuecKue
noKazamenau GblCULUX PACMEHUTL

Ha mnepBom »srane wccienoBanusi ObUI TPOBEACH aHANIMW3 BIHSHUSA JIOKAJHLHOTO
MOBPEXICHUS TIEPBOTO 3PEJOro JIMCTa TOpOXa, BKIIOYAs OXKOT OTKPBITHIM IUIAMEHEM,
nocreneHHbpli HarpeB 10 60°C um MexaHuueckoe paspasinuBaHue 50% nucra, Ha MOKa3aTenu
CBETOBOM craauu QortocuHTe3a Bo BTOpoM Jsmcte [Al3] (Puc. 2). Beuto mokazaHo, 4TO
JIOKaNbHBIHN oxor Be3bIBad yBenndeHue NPQ u camkenue dpsi. [lpumep nunamuku NPQ u dpsii
(Puc. 2a) mokaszan HalIW4HMe JBYX KOMITOHEHT HWHAKTHBAIMKA (OTOCHHTETHYECKHX IPOIECCOB
(Bo3pactanne NPQ u cHmxenue ¢psi): O6bicTpoit (5-10 MuH) u murensHoOU (Oonee 20 MuH).
CpaBHEHUE CpPEeTHUX aMIUTUTY] (DOTOCHHTETHYECKHX OTBETOB, WHAYIIMPOBAHHBIX Pa3TUIHBIMHU
Tunamu pazapaxureneit (Puc. 26), mokasano, 4yro Hanbosee MacTaOHble U3BMEHEHHUS BO BTOPOM
J¥cTe HaONIOMaNMCh TPHU OKOTe TEpBOro JHcTa. HECKONbKO MEHBIIUMH OBLTH aMILTHTYIbI
m3meHeHud NPQ u ¢psi Tpu MOCTENEHHOM JIOKAIBHOM HAarpeBe TMEepBOrO JHUCTa 10
MOBPEXIAIOIMNX BETUYMH. HakoHen, MexXaHW4YecKoe pa3/laBiIMBaHWE IIEPBOTO JIHCTA He
BBI3BIBAJIO CTATUCTHYECKH 3HAUUMBIX U3MEHEHUI TTapaMeTpOB CBETOBOW CTaanu (POTOCUHTE3a BO
BTOPOM JIACTE.
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ITapametpsl cBeTOBOH cTaguu orocuHTe3a (MINI Version IMAGING-PAM M-Series)
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Puc. 2. a, Cxema pacnonoxeHus 30Hbl MOBPEXKACHUS 1 00JacT U3MepeHui poTocuHTe3a
y pacteHus ropoxa. 0, [Ipumep BbI3BaHHBIX JJOKAJIBHBIM 03KOTOM IIEPBOI0 3pEJOro JUCTa ropoxa
(cTpenka, HyneBas Touka) usmeHeHH kBaHTOBOTO Bbixoga DCII (dpsi) 1 HEDOTOXMMHUUECKOTO
tymenust (NPQ) Bo Bropom nucre. B, Cpetue abCOMIOTHBIC BEIMYMHBI BBI3BAHHBIX JIOKATBHBIM
noBpexaeHreM mepBoro smcra orBetoB (psi (Adpsi) 1 NPQ (ANPQ) Bo BTOpOM nucte. B
BapuaHTe 2B TMOKa3aHbl OTBETHI MPU JEUCTBUH TPEX THUIIOB MOBPEKIAIONIUX CTHUMYJIOB: O0XOT
OTKpBITHIM TIIIAMEHEM, MocTeNmeHHblii HarpeB a0 60°C (10°C wmun?), pasnapiauBanue
IUTACTUKOBBIM MIIMHIpOM 50% nucta. MI3mepenus nokasateneii cBeTOBOW cTauu (OTOCUHTE3A
ocymiectBisuM ¢ ucnonb3oBanueM IMAGING PAM M-Series MINI Version. *, uzmenenus
CTaTHUCTUYECKH 3HAYMMBIL. Pe3ynbrarhl u3 padotsl [A13].

AHaJIOTUUHbIE HCCIEAOBaHUS BIMSHUS JIOKAIbHOTO oOkora W HarpeBa 1o 60°C Ha
(GOTOCHHTE3 HEMOBPEXKACHHBIX dYacTeil pacreHnit mmeHunbl [A35] mMokasamd CXOIHBIE
pe3yNbTaThl: HAIMYKE ABYX KOMIIOHEHT OTBeTa (OBICTPOH U JUIUTEIHHONW MHAKTUBAIMK) U OoJiee
BbIpaKCHHbIE OBICTPbIE U3MEHEHHS (POTOCUHTETUYECKHX MTOKa3aTelel MpH JOKAJIbHOM OXOTe.

[TonmydeHHbIe pe3yNbTaThl XOPOIIO COTJACYIOTCS C JaHHBIMH psifa paboT (cM. 0030psI
[Al]; Fromm. Lautner, 2007; Gallé et al., 2015) u moka3sIBaIOT, YTO 0KOT BBI3BIBAET HanboJIce
BBIpaXCHHBIE OBICTPhIC H3MEHEHHS (POTOCHHTETUYECKUX MPoLieccoB. BeieacTBue 3T0ro, MIMEHHO
0’KOT MCITOJIH30BAJICSl B KAYECTBE OCHOBHOTO MHIYKTOPA OBICTPOro (POTOCHHTETHYECKOTO OTBETA
(ObicTpoii WHaKTHUBaMU (POTOCHHTE3a) B HEMOBPEKIACHHBIX 30HAX pACTEHUS B XOJe
JIanpHEenIero aHanusa. Ha cremyromeM sTame aHain3a ObLJIO TPOBENEHO Oojiee JeTaabHOe
WCCJICTOBAHNE BBI3BAHHOUN JOKAIBHBIM 0XKOTOM WHAKTHUBALMK (OTOCHHTE3a Y psAla BBICIIMX
pactenuii, Bkitodas ropox [A63,A64] (Puc. 3), mumenumy [A5], repanb [A59] U THIKBY
[A60,A66].
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Puc. 3. [Ipumepsl u3MeHeHui POTOCUHTETUYECKUX MOKa3aTeslell BTOPOTro 3pejioro JIMcTa
ropoxa, BbI3BaHHBIE JIOKATHHBIM 0KOTOM MEPBOTO 3pENIOro JUCTa (CTpeKa) B IBYX pa3iHuHbIX
CepUsiX SKCIEPUMEHTOB. a, TUNMUYHAs NIUTENbHAs 3anuch u3MeHeHui Gpsi U dpsi, A, gHo 1 E
(n=10) [A64]. 6, TunuuHas KkpaTkoBpeMeHHas 3amnuch uamenenuii LEF, CEF, NPQ, kBaHTOBBIX
BbIX0/10B moTeph PCI, CBA3aHHBIX ¢ OrpaHUYCHUSAMH TOHOPHOU ((PND) M aKuenTOpHOH ((PNA)
cropon (otocuctemsl, u A (N=17) [A63]. oToCHHTETHYECKHE U3MEPEHUS OCYIIECTRIISIIMCH BO
BTOPOM 3pEJIOM JIHCTEe ¢ Mcronb3oBanueM cuctembl u3 GFS-3000 u Dual-PAM-100 npu 360
ppm CO2, 20000 ppm Hz0, Temneparype 23°C u ocemeruun 239 MKMoIb M 2™ (cuHHIi cBeT).

Ha mpumepe ropoxa, 6puto mokazano (Puc. 3), uTo JOKaidbHBIA 0XKOT MEPBOTO JIHCTA
BBI3BIBAJT TUPOKHHA CIIEKTP OTOCHHTETUICCKUX OTBETOB BO BTOPOM JIHCTE, BKIIFOYAsT CHIDKEHUE
A, drpsi, dpsn 1 LEF; xpome Toro, HaGmoganoch HeOOMBIIOE YMEHBIIIEHHE KBAHTOBOT'O BBIXO/1a
notrepp OCI, cBA3aHHBIX C OrpaHUYEHHEM AKIENTOPHON CTOPOHBI (HOTOCUCTEMBI. JIOKaNbHBIN
OKOT' TaK)Ke BBI3BIBAN CHUXKEHHE E W QH20, KOTOpPOE BKIIOYAN0 B Ce0S JBE BBIpAKCHHBIC
KOMITOHEHTHI (OBICTpOE W JUTMTEIHFHOE CHIDKEHHE 3TUX mokaszateinei). Hanmporus, CEF, NPQ u
KBaHTOBBIN BIX0J oTeph DCl, CBA3aHHBIX ¢ OTpaHHYEHUEM JTOHOPHOU CTOPOHBI (POTOCUCTEMBI,
BO3pAcTalld TIOCJIE JIOKAJTBHOTO okora. Ha pwuc. 3 mpencTaBieHbl THITMYHBIE TIPUMEPBI OTBETOB
U3 JIBYX pa3MuYHBIX cepuil 3kcnepuMeHToB [A63,A64]; omHako, cieayeT OTMETUTh, YTO
JUTUTETbHAsT KOMIIOHEHTAa MHAKTUBAIMU (POTOCHHTE3a ObuIa ciiabee BhIpaykeHa BO BTOPOW cepuu
skcriepumenToB (Puc. 36). HanpotuB, ObicTpas ¢aza mHakTHUBaluu Obula BbIpakeHa B 00€HX
IKCIIEPUMEHTAIBHBIX CEPUSIX.
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B cnyuae mmenunel [AS] u repanu [A59] BeI3BaHHBIC JTOKAJTBHBIM 0KOTOM HW3MCHEHUS
(OTOCHHTETHYECKHX IOKa3aTeleld MMENM CXOIHBIA XapakTep: CHIKeHHe A, ¢psi U dpsn U
Bo3pactanue NPQ, kotopsie BKItoUainn B ceOst OBICTPYIO U ITUTEIHHYIO KOMITOHEHTY. Pa3BuTtune
OBICTPON MHAKTUBAIMHM (DOTOCHHTETUYECKHUX MPOIECCOB B HEMOBPEKACHHBIX JHCTHSIX BBICIIETO
pacTeHHUs B OTBET Ha JIOKaJIbHOE JEWCTBUE CTPECCOPOB XOPOIIO COOTBETCTBYET JaHHBIM
autepatypsl (Grams et al., 2009; Pavlovic et al., 2011; Biatasek et al., 2017). OnnoBpemeHHOE
dbopMupoBaHUE JABYX KOMIIOHEHT (DOTOCHHTETHYECKONW MHAKTHBAIMM ObUIO TaK)Ke MOKa3aHO B
HEKOTOpbIX padorax (Pena-Cortés et al., 1995).

B cnyuae teikBbl [A60,A66], BII He BBI3BIBaT BBIPAXKECHHYIO OBICTPYI0 MHAKTHUBAIIMIO
dorocunteza (Puc. 4). Ilociae JIOKaJIbHOTO OXOra MPEHMYIIECTBEHHO HAOJIOAaI0Ch
MOCTENIEHHOE M JUIMTENbHOE CcHWXeHue A u Bo3pactanue NPQ; wmsmenenuss dpsi u dpsi
MPAKTUYECKH OTCYTCTBOBAIHM. Takoil pe3ylbTaT XOpOIIO COTJIACYeTCs C HEKOTOPBIMU
npeacTaBieHHbBIME B uTepatype paboramu (Hlavackova et al., 2006; Hlavinka et al., 2012), B
KOTOPBIX Y TOMAaToB M Tabaka ObUIO MOKa3aHO TOJIBKO MEUICHHOE pPa3BUTHE JIUTEIHHOU
WHAKTUBAllMM TEMHOBOW cTaguu (OTOCHMHTE3a; HM3MEHEHMs IOKas3aTelie CBETOBOW CTaauu
(doToCUHTE3a MPU ITOM OTCYTCTBOBAJIH.
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Puc. 4. TunuynHselii puMep U3MeHEeHUN accummianuu (A) (a) U mokaszareseil CBETOBOM
craauu (GoTtocuHTe3a (0) y MEepPBOro HUKHETO JIMCTA THIKBBI, BBI3BAHHBIC JIOKAJTHLHBIM 03KOTOM
cemsgonu (ctpenka) (n=15) [A66]. doTocuHTETHUYECKHE W3MEPEHHs OCYIIECTBISUIUCH BO
BTOPOM 3pEJIOM JIHCTe ¢ Hcronb3oBanueM cuctembl u3 GFS-3000 u Dual-PAM-100 npu 360
ppm CO2, 20000 ppm H20, Temnepatype 23°C u ocBemennu 239 Mkmons M ¢! (cuHuii cBer).

Takum o00pa3zom, pe3ysbTaThl 3Tana IOKAa3bIBAIOT, YTO JIOKAJIbHBIN OXOI BBI3BIBAI
WHAKTHBALMIO (POTOCHHTE3a Yy BCEX HCCIEAOBAHHBIX pPACTeHHU (TOpOX, IIICHHIA, THIKBA,
repanb). Ilpu sToM y ropoxa, NIIEHHIIBI U TepaHU HabmOganach ObICTpas WHAKTHUBALUS
dotocunTesa (B mpenenax 10 mMuH), KOTOpas BKJIOYaia B ceOS OTBETHI KaK CBETOBOM, TaKk U
TEMHOBOM cTafuu. BakHO OTMETUTH, UTO TaKUe OTBETHI BKJIIOUAIH B ce0sl HE TOJIBKO CHHXKEHHE
A, dpsi 1 dpsi 1 Bo3pactanue NPQ, koTopble ObITH paHee MOKa3aHbl B psijie padoT (cM. 0030pHI
[Al], Gall¢ et al., 2015), o u yBenuuenue CEF; Takue oTBeThI He ObUIM paHEe BBISBIICHBI.

2.3.2. Ananu3 ponu eéapuadenvH020 NOMEHYUANA 8 UHOYKUUU ObICMPOI UHAKMUBAUUU
¢domocunmesa

Y4uThIBas, YTO OXKOTHM BBI3BIBAIOT y BBICIIMX pacTeHHU pacrpocTtpanenune BIT [A65],
KOTOPBI MOET BIMATh Ha (oTOCHHTeTHYeckue mpouecchl [Al], ydactue BapuabenbHOTO
MOTEHIMaa B (POPMHUPOBAHUH CBSI3U MEXKIY TIOBPEKICHHBIMU yJaCTKAMU U HETTOBPEXKICHHBIMH
30HaMHM, B KOTOPHIX (hopMHUpyeTcss ObICTpas HMHAKTHUBAIUS (POTOCHHTE3a, IPEJCTaBIsAETCS
HanOoJiee BEpPOATHBIM. Puc. 5 moKa3piBaeT MpUMEPHI DIIEKTPHUYECKHX CHTHAIIOB, BBI3BAHHBIX
JIOKaJIbHBIM OYKOT'OM MEPBOTO JINCTa TOpOXa U U3MEPEHHBIX BO BTOPOM JIMCTE, KaK Makpo-, TaK U
MHKPOJIeKTpoAHBIM MeTo oM [A3,A61]. Takue cUTHAIIBI UMETH CIOKHYIO (OpPMY, BKIIOYAs B
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ceOs1 OBICTPYIO JAETOJspU3alui0 (Craidk) u OoJjiee MEIJICHHO Pa3BHBAIONIYIOCS JIATEIBHYIO
BOJIHY penojspuzanuu. MHIyKIus TeMIepaTypHbIM BO3JCHCTBIEM U CIIOXKHAsI (hOpMa CUTHAJIOB
coorBercTBOBaIM ocobeHnocTssM BIT [A1,A16,A65], uTo mo3BoIMIO HACHTH(GHUIINPOBATh X KaK
BapuabenbHble noTeHuuansl. Pacnpocrpanenue BII mocie HaHeceHHs JIOKAIBHOTO 05K0ra OBLIO
TaKXe IMOKa3aHO Y BCEX MCCIICAOBAHHBIX B paMKaX JIMCCEPTAIIMOHHOTO MCCIICIOBAHUS PACTECHHIH,
BKJIrOuast murenuiy [AS], repans [A59], tomat [A49] u TeikBy [A60,A66].
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Puc. 5. a, Ilpumep pacrnosnoxeHuss Ha pacTeHUU ropoxa MHUKPOIEKTPOIOB (Em U €R —
W3MEPUTENIbHBIN 3JIEKTPO U 3JIEKTPO CPaBHEHUS) U MakpodieKTpo1oB (EL, Es u Er — anmextpon
Ha JIUCTE, IEKTPOJ] Ha cTebiIe OKOJIO JIUCTa U 3JIEKTPoJl cpaBHeHUs). 0, [Ipumep BapuabeabHOro
NOTEHIMaja B JIHCTE TOpOXa, HM3MEPEHHOro MHKpodiekTporamu [A61]. B, Ilpumep
BaprabeIbHOTrO MOTECHIMANA B JIMCTE U cTeOlie ropoxa, H3MEpeHHOro MakpodiekTpoaamu [A3].
BII 6b111 MHAYIIMPOBAHBI JIOKAJILHBIM 03KOT'OM IEPBOTO JIUCTA (CTPEKa).

B xome nuccepTalMOHHOTO HUCCIEAOBaHMS ObUI  IMOJNyYeH psjag  apryMEHTOB,
MOJTBEPXKIAIOMINX KifoueBoe yuactue BII B hopMupoBaHuy BEI3BaHHBIX JOKATHHBIMH 0)KOTaMHU
(OTOCHHTETHYECKHX OTBETOB B HEMOBPEXKJEHHBIX JIMCThSIX pacTeHus. llpexxnae Bcero, Ha
npumepe ropoxa [A40,A62] u repann [A59], ObITO TIOKA3aHO, YTO JTAXKE TPU OXKOTE COCETHETrO
JMCTA, Y €IMHUYHBIX KCIIEPUMEHTAIbHBIX pacTeHui BII He mpoxoansa B AMCTOBYIO IJIACTHUHKY.
B aTom ciiyuae reHepaius (POTOCHHTETHYECKHX OTBETOB B JIUCTE TOpoxa OTCyTCTBOBasia [A62]
(Puc. 6). Y repanu, mpu OTCYTCTBUH MpoxoxieHus BIl B JHCTOBYH IIACTHHKY, Ha Hee
HAHOCHJICS JTOTIOJTHUTENIbHBIA OKOTr. PUC. 7 MOKa3bIBaeT, 4TO MpPU TAKOM OKOT€ MPOMCXOAMIIA
renepauus BII B wucciegyemoM mucre M pa3BuBajachk ObIcTpas (OTOCHHTETHYECKAs
uHakTHBanus. [lomydeHHBIE pe3ynbTaThl NMOKA3bIBAIOT, 4TO mpoxoxaeHue BIl B mmcToByro
IUTACTUHKY SBJSIOCH HEOOXOIUMBIM YCIOBUEM JUISl UHAYKUUHU (POTOCHHTETUYECKOTO OTBETA.

Tax kax npu uHaykuuu BIl y pa3snuuHbIX MHAMBUAYaIbHBIX PAacTEHUI HaAOII0JAI0Ch
3HAYUTEIbHAs M3MEHUYMBOCTh aMIUINTYJbl BapuaOeNbHOTO MOTEHIMala, MPOXOJAIIEro B
JMICTOBYIO IJIACTUHKY , OBbIJIa HCCIIEIOBaHA CBSI3b MEXKTy TAKUMHU aMIUTUTYAAMU U aMIUTUTYIaMA
(doTocuHTEeTHYECKUX OTBETOB. bhuTo mokazano [A34,A66], uto xoppemsuus [lupcona mexmy
ammumtyaamu BII u u3menenuii A Obla craTUCTHUECKHM 3HaYMMOW U paBHsach 0.58-0.98 B
pasHBIX BapuaHTax HKCIEPHUMEHTOB; B 4YaCTHOCTH, OHa cocraBisia 0.86 B ciydae OBICTPOTro
CHIKeHUs accumutsnuu [A34].

B pamkax auccepTallMOHHOTO MCCIEOBaHUS ObUIO TOKa3aHO, YTO MpPU YBEIWYECHUHU
paccTosiHMs OT 30HBI MOBpekAeHUs y ropoxa [A2,A12,A17,A24] wu mnmenuns [A35]
HaOJII0aJI0Ch  3HAUUTENIbHOE CHUKEHHE AaMIUIMTYAbl BBI3BAHHOIO JIOKAIBHBIM  0XKOTOM
BapualOeIbHOrO0 TMOTEHIMala W  OJHOBPEMEHHOE yMEHbIIEHHWE aMIUIMTYAbl  OBICTpOM
UHaKTHBalUU (oTocuHTe3a. [IpoBeIeHHbIN aHaNM3 CBSI3U MEXAY CpeAHMMHU amIuutyaamu BIT
(Ave) u Bo3pactranus NPQ (ANPQ) Bo BTOpPOM, TpeThbeM U YETBEPTOM JIHMCThSIX TOpOXa
[A12,A24] moka3an CHIBHYIO JTHHEHHYIO CBS3b MEXIY HMCCIIEIyeMbIMH BEIMYMHAMH, KOTOpPas
HaOJro1anack Kak npu Hanuauu (Puc. 8a), Tak u npu oTCyTCTBHM akKTHHHYHOTO cBeTa (Puc. 80).
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Puc. 6. [Ipumeps1 BapraOeNnbHBIX MOTCHINAIOB U ()OTOCHHTETHYECKUX OTBETOB Yy JIMCTA
ropoxa npu npoxoxkaeHuu BII B nucToByro rmuiacTMHKy (a) u 0e3 Takoro mpoxoskaeHus (0)
[A62]. BapuabesnbHble TOTEHIMAIBI OBUIM MHIYIIMPOBAHBI JIOKAJBHBIM 0JKOTOM IEPBOTO JIHCTa
(cTpenka); GpOTOCHHTETHYECKHE M3MEPEHHsl OCYIIecTBIsUMCh Bo BropoM Jjucte (GFS-3000 u
Dual-PAM-100).

Haxonern, B psne paboT QUCCEPTALMOHHOTO HCCENOBaHUs OBUIO TMOKa3aHO, YTO TNPHU
MOTUGUKAIIMA aMIUTUTYIbl BBI3BAHHOTO JIOKATBHBIM oxoromM BII wmm  BpemeHnu ero
POXOXKJCHHS B JIUCT PA3IMYHBIMU XUMUYECKUMHU areHTaMu (opToBaHaaaT [A23], (hy3uKOKIMH
[A23], ABK [A25], snmubpaccunonua [A55]) y ropoxa MpOMCXOAWINA CXOTHBIC HM3MEHCHUS
aMIUTUTYbl OBICTPOM MHAKTHUBAIMK (OTOCUHTE3a U BpeMEHU ee Haudana. boiee Toro, cHuxeHue
aktuBHOCTH H'-AT®a3pl mia3MaTHuecKol MeMOpaHbl, IyTeM OOpabOTKH OpPTOBaHAIATOM
HaTpHs, KOTOpask UMUTHPOBaNa OCHOBHOW MexaHu3M reHeparuu BII [A16,A65], npuBoauna
dopmupoBaHNI0 (HOTOCHHTETHYECKMX H3MEHEHHWI, CXOIHBIX C BBI3BAHHBIMH BapHaOeIbHBIM
noreHimagoM [A23]. Tak kak 3Ta TpyMnna >KCIEPUMEHTOB Oblja CBA3aHAa C BBISIBICHUEM
MEXaHU3MOB  (OPMHUPOBAHUS (POTOCHHTETUYECKHX OTBETOB WJIM TIOMCKOM IIyTeH WX
MoauduKanuyu, Oosnee NOAPOOHOE ONMUCAaHHE pPEe3YyJIbTaTOB IMPEJICTABIEHO B CIEAYIOLINX
pasnenax.

AHanu3 nuTepaTypbl MOKa3bIBaeT OMOJIHUTENbHBIE apryMEHThl B TOJb3y KIIOYEBOU
ponu pactipoctpanenus: BI1 B mHUIIMaNy OBICTPON HHAKTUBAIMK (POTOCHHTE3A MPH JIOKATHHOM
neiictBuu  moBpexxpamomux  (akropoB. B wactHocTH, Oosee  paHHSAS — MHIYKIMA
(OTOCHHTETHYECKMX OTBETOB HAOIIOJAETCS BOJIM3U MPOBOMASIIUX ITYYKOB, KOTOPBIE SIBIISIOTCS
OCHOBHBIM ITyTeM pacrpoctpanenus BIT (Lautner et al., 2005; Grams et al., 2009), a nogaBnenue
TeHepalud W PACIpPOCTPAHEHUS DJIEKTPHUECKUX CHUTHAJIOB NMPHBOJHWT K TIOAABICHHIO OTBETOB
¢dorocuntesa (Lautner et al., 2005).
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Puc. 7. Ilpumepbl  BapuaGenabHbIX  IMOTEHUUAIOB, (OTOCHUHTETUYECKUX U
TPaHCHHUPAIOHHBIX OTBETOB Y JIMCTA TepaHu npu npoxoxaernu BII B 1ucToByIo mutacTHHKY (a)
u Oe3 Ttakoro mpoxoxiacuus (0) [A59]. BapuaGenbHblie MOTEHIMATIB OBLIM HHIYIHPOBAHBI
JIOKQJIbHBIM OKOTrOM JHMcTa (KMpHasi CTpeiKa); M3MEpeHUss A U (H20 OCYILIECTBIISJIUCH B
cocenueii cBepxy smctoBoi tactuHke (GFS-3000 u Dual-PAM-100). B ciaywae oTcyTcTBUS
npoxoxaeHust BII B 1McTOBYIO IIIACTUHKY, B KOTOPOH U3MEPSIIUCH A U JH20, HETIOCPEICTBEHHO

Ha 3Ty IUIACTHHKY (BEPXHUI KOHYMK) HAHOCHJICS €Il OJWH JIOKAJIbHBIH OXKOT (IIyHKTHpHAs
CTpeJIKa).

a 0
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—e—i
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Puc. 8. [lmarpamMmbl paccesHUs MEXIy CpPEIHUMH 3HAYCHMSIMU AaMIUTUTYAbI
BapuabeapbHOro moreHnuana (Avp) W CPeIHHMMH 3HAYCHHSIMH aMIUTHTYAbl m3MeHeHus NPQ
(ANPQ) BO BTOpPOM, TpeTbeM M UYETBEPTOM JIMCTE ropoxa IOcie 0)KOora IMepBOro JHcCTa. a,
u3mepenust NPQ mpoBoamuck ¢ ucnons3zoBanneM Open FluorCam FC 800-O/1010 B ycioBusix
ocBenieHus (KpacHbI aKTHHIYHBIHA cBeT, 617 uM, 280 Mkmons M2ct) (n=8) (1a ocroe [A24]).

0, m3mepenust NPQ mpoBoauick ¢ ucnosib3oBanueM Dual-PAM-100 Ge3 akTHHHYHOTO CBeTa
(n=5) [A12].
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Taxkum oOpa3oM, MoslydyeHHbIE Pe3yJbTaTbl U JAaHHBIC JIUTEPATypbl MOKA3bIBAIOT, YTO
umMeHHo BII sBisiercs BeposATHOW NPUYMHON HMHIYKIMHU (DOTOCMHTETHYECKUX OTBETOB B
HEMOBPEXKACHHBIX JIMCThSIX PAaCTCHUH, BKJIIOYasi OBICTPYIO MHAKTHBALMIO (POTOCHMHTE3a, Mocie
JIOKAJIbHOTO ICHCTBHSI MOBPEXJAIOIINX (PAKTOPOB.

2.4. AHanu3 MexaHu3MoB (popMupoBaHUSI ObICTPOi MHAKTHBaNMU (POTOCHMHTE3A,
BbI3BAHHOW Bapuale/JbHbIM OTEHIHAJIOM

24.1. Ananu3 éxknaoa usmMeHeHUil C6eMOBON U MEMHOB0U cmaduu gomocunmesa 6
dopmuposanue 6bI36AHH020 eapuadenbHbIM nomeHyuanom obicmpozo
domocunmemuuecxozo omeema

AHanu3 MexaHu3MoB BbeI3BaHHOW BII ObicTpoli mHakTHBanuu GOTOCHHTE3a, TOKa3aHHON
B MIPEBIIYIIEM pa3iene, TpeOyeT, MPekKae BCero, BHISBICHUS MOTCHIUAIBHBIX «MHUIICHEW» IS
BIIMSTHUSL AJIEKTPUYECKUX CHUTHANOB. Takoe BIUSHUE MOXXET OBITh CBSI3aHO C W3MEHEHUSIMU
AKTUBHOCTH CBETOBOU WJIM TEMHOBOH cTaquu (JOTOCHHTE3A.

Jlis mpoBepKH ydyacTHsl MHAKTUBAllMM TEMHOBOW cTaguu (OTOCHMHTE3a B KayecTBe
MeXaHU3Ma pa3BUTHS WHAyIHpoBaHHOW BIl mHakTHBanuM cBeTOBOH cTamuu (QOTOCHHTE3a B
cepun padotr [A3,A59,A61,A62,A63] OblM HCCIIETOBAaHBI OCOOCHHOCTH OTBETOB CBETOBOM
CTaJIuM B YCIOBUSAX HU3KOW KoHIeHTparmu CO2 B kamepe razoananu3aropa GFS-3000, Tak kak
cHmkeHne kouueHTpauuu CO2 MO3BOJSIIO MOAABUTH PAa3BUTHE W3MEHEHUN TEMHOBOW CTaJIuu
dorocuntesa. B padore [A3] Obuto mokazano (Puc. 9, Tabm. 1), 4To B yCIOBHSX MOHMKEHHON
KOHIIEHTPAllUU YIJIGKHCIOr0 Tra3a JCHCTBUTENbHO HAOMIOAANOCh MPAKTUYECKH TOJIHOE
nosasieHue BbI3BaHHBIX BII u3amenenuit accumumnsnuu CO2 y ropoxa; nmpu 3TOM aMIUIUTYAA
usmenenuit ¢psy 1 NPQ cHmxkanack. BakHO Takke OTMETUTbh, YTO CHHMIKEHHE KOHIIEHTPALUU
YIJEKUCIOro rasa, MpUBOJAAILIEE K IOJABICHUIO ACCUMWISALMHU, BbI3bIBAIIO H3MEHEHUS
napaMeTpoB CBETOBOM cTaguu (POTOCHHTE3a, KAYECTBEHHO CXOJHBIE C HW3MEHEHHUSIMH,
Bei3BaHHbIME BII (Puc. 9, Ta6n. 1). BriaBnennoe Bmusaue COz Ha (OTOCHHTETHYECKHE
nokasarenu u BeI3BaHHbIe BII oTBeThl cBeTOBOI cTamuu QoTocuHTe3a HAOMIOAANOCH Yy TOpoxa
KaK TIpH HCIoyb3oBaHuu kpacHoro [A3], tak u cuuero [A61,A62,A63] akTHHUYHOTO CBETa;
OJIHaKO, B YCJIOBHSIX OCBEIEHUSI CHHUM CBETOM HaO0JII0JIAJIOCh MEHbIIEE CHUKEHNUE aMIUIUTYIbI
BbI3BaHHBIX BII n3MeHeHunit mokasareneii cBeToBoii craauu porocunreza [A61,A63].

KayecTBeHHO CXOJHBIE PE3yJibTaThl, HO C OOJBIIMMM aMIUIMTYJaMH OTBETOB, ObLIN
MOKAa3aHbl NPU MCCIEA0BAaHNUN BIMSHUM CHUXEHUsI KoHLeHTpauuu CO2 Ha (OTOCHHTETHUECKHE
nokasaresu U Bbi3BaHHbIE BIT oTBeTH cBETOBOM cTaguK (OTOCHHTE3A Y APYTOro PaCTUTENLHOTO
oObekTa — repanu [A59].

Haxonern, cienyer oTMETUTh, 4TO aOCOMIOTHBIE BETMYUHBI KOAPGHUIIMEHTOB KOPPETSAIUN
[Tupcona mexny BeiBanHBIME BIl m3menenmsmu A u LEF y ropoxa [A63] u mexny
U3MEHECHUSIMU A 1 OOJIBIIMHCTBA APaMETPOB CBETOBOM cTaauu y repanu [A59] mpesblianu mo
abcomtoTHON BenuuuHe (.75 1 ObUIM CTAaTUCTUYECKH 3HAYMMBbI. DTOT PE3YyJIbTaT AOMOJIHUTEIBHO
HNOATBEPXKIAET CHIIbHYIO CBSI3b M3MEHEHMH acCUMWIALMU C M3MEHEHUSMH CBETOBOH cTanuu
¢doToCHMHTE3a, UYTO XOpOIIO COTJacyercss C TIOKAa3aHHOW BBIIIE pOJNbI0 CHIKEHUS A B
(bopMHpPOBAHNUN OTBETOB CBETOBOW CTaIuU (POTOCHHTE3A.

B cootBerctBum ¢ runote3oit Pavlovic et al. (2011) BiusHHEe MHAKTHBAIMK TEMHOBOM
CTaJUM Ha CBETOBYIO MOXKET OBITh CBSI3aHO C BO3pPAacTaHUEM COOTHOLICHMH KOHIIEHTpalui
ATO/AI® u HAJI®OH/HAJID® B crpoMe xiopomiactos; poct AT®/AJI® B cTpoMe JOIKEH
yBenuuuBarh cojepxkanne AT® B mucte U cHUKATh akTHBHOCTE H'-AT®-cuHTasbl. AHamus
conepxanuss AT® Bo BTopoM JHCTE TOpoxa, mokazan [A2], 4To OHO AEHCTBUTEIHLHO BO3PACTAIIO
nocie uHaykiuu BII (oxora mepBoro jmcra) U pacnpoCTpaHEHHs CHUTHAjJa B HCCIEAyeMbIH
JIUCT; TPY 3TOM JIMHAMHKA OTBeTa ObLTa OJIM3KOW K TUHAMUKE WHAaKTHUBanuu ¢otocunrtesa (Puc.
10). Hanpotus, u3menenus coaepxanuss AT® u nHaktuBanust GoToCHHTE3a OTCYTCTBOBAIH B
YETBEPTOM JIUCTE, B KOTOpbIN BII mpakTrdeckn He mpoxoaui.
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Puc. 9. Ilpumepsr BeiBaHHBIX BIl m3menenuit A, ¢psi, dpsi 1 NPQ B ycmoBmsx
KOHTposbHOU KoHeHTpauuu COz (a) U B YCIOBUAX CHIDKEHHS Takod KoHIeHTpamuu (0) y
pacrenuii ropoxa [A3]. BII Obl1 HHAYIMPOBAH JOKAIEHBIM 0)KOTOM MEPBOTO JIUCTA (CTpENKa);
(OTOCHHTETHYECKHE HW3MEPEHUs] OCYLIECTBSUIUCH BO BTOPOM JIUCTE€ C HCHOJIb30BAHHUEM
cucrembl u3 GFS-3000 u Dual-PAM-100. Ucxonnas xounentpaus CO2 cocrasisuia 360 ppm;
CHIDKEHHE KOHLEHTPAIMU OCYLIECTBISUIOCh MPUOIM3UTEeNnsHO 10 10 ppMm ¢ Hcnosib30BaHUEM
GFS-3000. M3mepeHust MpOBOIMINCH B YCIOBHUSIX KPACHOTO aKTHHWUYHOTO cBeta (630 HM, 278
MEMOJTb M2c ), ipu 23°C 1 70% BIAKHOCTH.

Taoauna 1.
Cpeanne usMeHeHUsI (POTOCMHTETHYECKHX MNoOKa3arejgeil npum uHaykuuun BIl n
camkennu kounentpanun CO2 (n=5-10) [A3]. YciioBusi u3MepeHus MoKa3aHbl Ha puc. 9.

MKMA()ﬁfﬁlzc_l Adrsi Adprsii ANPQ
BII, 360 ppm CO: —1.9+0.3* —0.112+0.009* | —0.081+0.01* | 0.51+0.10*
CHukeHne
xoHnenTpamuu CO2 ot —7.2+0.6* —0.253+£0.017* | —0.301£0.023* | 1.63+0.11*
360 — mo 10 ppm
BII, 10 ppm CO2 —0.3+0.1** | —0.088+0.004* | —0.051+0.006** | 0.17+0.08**

* M3MEHEHUS 10 CPABHEHUIO C YPOBHEM JI0 BO3JEHCTBHS CTaTUCTHYECKH 3HaunMbl (P < 0.05).
# ammmuTyna Be3BaEHBIX BIl u3MeHeHMii B yclnoBHAX HH3KOH KoHnenTparmuu CO»
CTaTUCTHYECKU 3HAUUMO OTJIMYaeTcs ot u3meHenuit mpu 360 ppm COz (p < 0.05).
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Puc. 10. lunamMmuka MeMOpaHHOTO MOTEHIIMAJIa BO BTOPOM M YETBEPTOM JIUCTBSIX ropoxa
npu wHaykuuu BII (a), cpemnue amrmumryasl BII (n=6-24) (0), ycpenHeHHas IWHAMHUKa
BbI3BaHHBIX BII m3MeHeHHiT A B BTOPOM W YETBEPTOM JIUCThSIX Topoxa (N=6-13) (B), HauanbHOE
conepxkanue AT® ([AT®]) B atux nauctbsx (N=14-26) (r) u ycpeqHeHHas] TMHAMUKA U3MEHEHUN
conepxannss AT® (A[ATD]) B Bropom u ueTBepToM JHCThAX (N=5-9) (m) [A2]. BII Obut
WH/TYIIMPOBAH JIOKAIBHBIM 03KOTOM IEpBOTro JincTa (cTpeska Ha 10a u 10B wim HyJieBas TOUKa Ha
101); wW3MepeHHs OCYMIECTBISUTUCh MHKPOIJIEKTPOJHBIM MeTOloM. {DOTOCHHTETHYECKHE
U3MEPEHUsT OCYNIECTBISUIUCH BO BTOPOM M YETBEPTOM JIMCTE C HCIOJIb30BAHUEM CHCTEMBI M3
GFS-3000 u Dual-PAM-100. Usmepenus comepskanuss AT® ocymiecTBIsINCh BO BTOPOM U
YETBEPTOM JIUCTE€ C KCIOJIb30BaHHEM JIHOIM(EepHH-TIoNH(Eepa3HOro MeToAa. *, U3MEHCHHS
coaepxanns AT® cratucrryecku 3Haunmbl (P<0.05).

30



BeBannoe BII cumxenue aktuBHoct H'-AT®-cunTassl (gs), KOTOPOE OLEHUBAIM Ha
OCHOBAHMHU pEJAKCALUU 3JIEKTPOXPOMHOIO CJIBUTA MOCJIE MPEKpAIIEHUs] OCBEIIEHHs, OBLIO
Takke ToKazaHo B Xoje aHaimu3a [A3]. DddekT OblT CHIBHO BHIPAKEH NPU KOHTPOIHHOU
koHueHntpaiuu CO2 (360 ppm) u mpakTHUECKH OTCYTCTBOBAJ NMpH HU3KOH KoHueHTparwu CO»
(10 ppm) (Puc. 11); cHmwKeHIE KOHICHTPAIMK YIJIEKKCIOTO ra3a TaK:KE BHI3BIBAIO YMEHBIIIEHUE
Takoi akTBHOCTU. ClleqlyeT, OJHaKO, OTMETUTh, YTO BbI3BaHHbIE BIl M3MeHEHUs aKTUBHOCTU
H*-AT®-cuHTassl He CONPOBOXKIAINCH HW3MEHEHHMAMH DJIEKTPOXUMUYECKOTO TI'PajdeHTa
npoTOHOB Ha TuiakouaHOH MemOpane (ECSpmf), B TO Bpems kak cHkeHue koHueHtparuu CO2
TaKle U3MEHEHUS BbI3bIBAJIO.

[Tocnennuii pe3ysibTaT MOKAa3bIBAET, 4YTO MHIAYKIMA BbI3BaHHBIX BII wu3MmeneHuii
MoKasareseil cBeToBOM craguu (OTOCHHTE3a MOXKET ObITh CBSA3aHA HE TOJILKO C WHAKTHBAalUEH
TEMHOBOM cTafnu (OTOCHHTE3a, HO U C IPYTUMHU OTBeTaMU. J[OTIOJIHUTEIBHBIMU apTyMEHTaMH B
MOJIb3Y CYIIECTBOBAaHHUS allbTEPHATUBHBIX MexaHu3MmoB BiusiHus BII Ha cBeToBylo craauio
SIBIIIETCSl PA3BUTUE BBI3BAHHBIX BapwaOeIbHBIM MOTEHIMAIOM u3MeHeHud (psi u dpsn, NPQ,

LEF u CEF pmaxe B ycnoBusix Hu3kod KoHueHTtpanuu COz wWid TpH 3aTeMHEHHH
[A3,A59,A61,A63].
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Puc. 11. JluHamuka wu3MeHeHHs mpoBoguMoctd H'-AT®-cuHraser (gs) u

AIIEKTPOXUMHUYECKOT0 IpaueHTa MPOTOHOB Ha TUIIaKOUAHOM MemOpane (ECSpmf) mpu uHayKIINH
BIT ipu 360 ppm CO2 (a) u npu cHmxkeHnn KoHneHTparun CO2 ¥ MHIYKIHK BapHaOeTbHOTO
noreHnuaga B 3tux ycioBusx (0) (n=5-6) [A3]. gs ompenensiim kak kod(Q(UIUCHT B
9KCMIOHEHTE, OMHUCHIBAIONIEH PeNTaKCAIMI0 JJIEKTPOXPOMHOTO CIIBUTA B YCIOBHSAX 3aTEMHEHHUS.
ECSpmf — onpeaensuin kak MaKCUMaJIbHYIO BEIMYMHY U3MEHEHHUsI Pa3HOCTU TOTJIONIECHHs CBETa
Ha 515 m 550 HM B yCIOBHMSX 3aT€MHEHHS, HOPMHPOBAHHYIO Ha TAKYK BEJIMYHMHY IEpeN
unaykuuei BIl. M3mepenus ocymiecTBIIsIIM BO BTOPOM JIUCTE C MCIIOJIB30BAaHHEM CHUCTEMBI M3
GFS-3000 u Dual-PAM-100 ¢ P515/535 smutep-nerekropabiM MoaysieM. BIT unmynmpoBaiu
0’KOTOM TIEPBOTO JIMCTA (CTPENKa).
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B uactHOocTH, OBLTO MOKa3aHo [Al2], 4To B yCIOBHSIX 3aTEMHEHUs, WCKIIOYAIOIIETO
BIUSHUE W3MEHEHUU TEMHOBOW cTajiuu (OTOCHMHTE3a Ha CBETOBYIO cTaauio, BII BbI3bIBal
owsicTpoe Bo3pactanre NPQ u Oosee MeqieHHOE YBEIWYCHHE JIOJHM IOTJIONICHHOTO CBETa,
HanpasieHHoro Kk @CII (dIl), u moToka MOTNIONMEHHOW CBETOBOM SHEPTrUU HA OJUH AKTHBHBIN
peakuuonnbiii nentp OCIlI (ABS/RC) (Puc. 12). Onnako, BkiIag MeieHHbIX u3mMenenuit dll u
ABS/RC B ObIcTpyI0 HHAKTHUBAIHIO (HOTOCHHTE3a MOXKET OBITH MaJl.

Takum o006pa3oM, MoOdy4YeHHBIE B XOJ€ AMCCEPTAIIMIOHHOTO MCCIEIOBAHUS PE3yJIbTaThl
MOKa3bIBAIOT, 4TO panHee BiusHue BII Ha (oTocMHTETHUECKHE MPOIECCHl BBICIIMX PACTEHHIA,
CBSI3aHO KaK MUHHUMYM C JIByMs TPYIIIaMU «MHILIEHEN»: CO CHUKEHUEM aKTUBHOCTU TEMHOBOM
ctaauu (POTOCHHTE3a U C HEMOCPeICTBeHHbIM BimssHueM BII Ha mpoliecchl CBETOBOWM CTaauu
dorocunTe3a. D10 03HauaeT, yto BiausHUE BIl Ha QorocuHTETHYECKHE MPOIECCHl Y BBICIIUX
pacTeHuii uMmeer Oosee CIOXKHBINA xapaktep, yeMm Biusinue [1/], koTopoe 00yCIOBIEHO TOJBKO
WHaKTHBaNKed TeMHOBO# craauu ¢porocuntesa (Pavlovic et al., 2011).
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Puc. 12. VYcpennennsle nuHamuku BbI3BaHHOro BII Bospactanums NPQ wu pomu
HOTJIONIEHHO!N cBeToBOM »Hepruu, HampasieHHoi k DCII (dIl) (n=5) (a), a Taxke yBenudeHuUs
MIOTOKA TOTJIONICHHOM CBETOBOW HEpriu Ha akTHBHBIN peakunoHHbli 1entp OCII (ABS/RC)
(n=9) (0), u3MepeHHbIe BO BTOPOM JINCTE TOpPOXa B yciaoBUsAX 3areMHeHus [Al2]. M3mepenus
NPQ wu dll ocymectBmsiin ¢ wucnons3oBannem Dual-PAM-100; dll  paccuutbiBamu B
COOTBETCTBUH C MeToja0M, mpemiokeHHsiM B [A63]. Msmepenus ABS/RC ocyrectisin ¢
ucnonb3oBanueM M-PEA-2. BII unynrpoBanu 05k0roM NepBoro JucTa (CTpeska).

2.4.2. Hnaxmueayus H'-ATDa3vr naazmamuyueckoi MemoOpanvl KAK MeXAHU3M
UHOYKUUU  6bI36AHHOU  6APUADEIbHLIM ~ NOMEHUUAIOM  ObICMPOIl  UHAKMUEAUUU
domocunmesa

B cootBercTBUM ¢ paHHUMH paboTaMu, pe3yabTaThl KOTOPHIX ObUIM 00OOIIEHBI B
ob63opax [Al1,A7,A16,A32,A51,A65], oCHOBHBIM MexaHW3MOM TeHeparuu BII sBisercs
oOparumas uHakTuBanus H'-AT®a3pl ria3mMaTi4eckoil MeMOpaHbl BBICIINX pacTeHuil. Takas
WHaKTUBaIMsg OOYCJIOBIIEHa AaKTHUBAIMei Ca?*-kaHAJIOB  TUTAa3MaTHUYECKOM MeMOpaHbl |
MOCJICIYFOIIUM BXOJIOM HOHOB KauibIus B riuroruiasmy [A16,A40,A51,A57]. TlpeacraBicHHbIC B
nauteparype padbotsl (Stahlberg, Cosgrove, 1996, 1997; Mancuso, 1999; Stahlberg et al., 2006) u
pa3paboTaHHass B paMKax JIUCCEPTALlMOHHOTO HCCIICOBAaHHUS MaTeMaThyeckas MOJeNb
pacnpoCTpaHEeHHUs 30HBI MOBBINICHHOTO JaBleHUs 0 cTe0io pactenus [A33], onuparomasics Ha
ypaBHeHue Ilyaseiins, moka3plBaloT, 4T0 Haubosee BEPOSTHBIM MEXaHU3MOM PaCIpOCTPAHEHUS
BII sBnsiercs ruapaBnuyeckas BOJIHA, MHIYLIMPOBaHHAsl B 30HE MOBPEKIEHUS, Mepelaronascs
[0 KCHJIEME DPACTEHHS M BBI3BIBAIOIIAs AKTUBALMIO MEXaHOYYBCTBUTENbHBIX Ca’-KaHaloB B
miasmMaTuueckoi memOpane. B 1o ke Bpewms, pacmpoctpanenue BIl Takke cBs3bIBaloT C
NEPEHOCOM I10 KCHUJIEeMe XUMHUUYECKOro coepnHenus (B yactHoctH, H202) m akTuBaiueil nurana-
3aBucuMbIX Ca’-KaHayoB I1a3MaTuyeckoit Memopansl [A7,A16].
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Tax kax mHaktupaiys H'-AT®a3bl ABISETCS BEPOATHBIM MEXaHM3MOM (DOPMUPOBAHMS
BII B pamkax Kak THIpaBIMYECKOW, TaKk M XuMmuyeckoil rumore3 [Al6,A65], Obu1O
MPEIIOJIOKEHO, YTO MMEHHO OHA WUIPaeT OCHOBHYIO POJIb B MHAYKIHMH (DOTOCHHTETHUYECKHX
OTBETOB. B X0J€ IuccepTalliOHHOIO MCCIENOBaHMs ObUI MOJIyYEH DPsii apryMEHTOB B IIOJIb3Y
yuactus nHakTHBanuu H -AT®as3k1 B popMupoBaHuy OBICTPOM MHAKTHBALMU (POTOCUHTESA.

[Ipexne Bcero, Obul MpoBeneH WHTHOMTOpPHBIM aHanu3 [A23,A25], B xoae KOTOpOro
akTuBHOCTh H'-AT®a3bl B HCCIELyeMOM JIMCTE Topoxa ObUla IMPEIBAPUTENHLHO CHIDKEHA
(oproBanagar Hatpus, OB, 0,5 MM) unu yBenuueHa ((b}gsHKOKL[HH, @K, 1 MmxM) (Puc. 13).
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Puc. 13. Bausaue npeasaputenbHoi 00paboTku oproBaHanatoMm Hatpus (OB, 0.5 MM) u
dy3ukokuuHoMm (DK, 1 MmxkM) Ha metabonnueckuit morenuan (Ep) Broporo mucra ropoxa (n=6-
10) (a), muarpamma paccessaust Mmexay Ep m ammumrygamu BII (0), BausHuE penBapuTeIbHON
obopadotku OB u ®K nHa ammuutyasl BeiBaHHbIX BIl u3menenuit A (AA) (n=5-6) (B),
nuarpamma paccesinus Mexay Ep u AA (T), BmusiHue npeasapurensHoit 00padotku OB n ©K Ha
ammuuTyapl Bbi3BaHHBIX BIT m3menenuit NPQ (ANPQ) (n=5-6) (), nuarpamma paccesHus
mexay Ep u ANPQ (e) [A23]. Ep — onpenensiin MEKPOSJIECKTPOAHBIM METOIOM, 10 H3MEHEHHUIO
MEMOpaHHOTO TMOTEHIMala B YCJIOBUAX JIEUCTBUSA BBICOKOW KoHIeHTpanmu OB (5 MM).
Awmrmmuty sl BIT m3mepsimn skcrpakietoddo. A u NPQ u3Mepsii ¢ HCITOJIb30BAaHHEM CHCTEMBI
u3 GFS-3000 u Dual-PAM-100. *, oTiinymst OT KOHTPOJIs cTaTucThdecku 3HaunMbI (P<0.05).
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beuto mokazano (Puc. 13a), urto mpenBapurenbHas o0Opaborka OB cHmkama
MeTabonnueckuid ToTeHuan kietok ropoxa (Ep), a obOpaborka @K moBblmmana Takou
noteHuuan. M3menenus Ep comnpoBoXAanuch aHAJIOTMYHBIMU M3MEHEHMSIMH amIiuiuTyasl BII,
VH]IyLIUPOBAHHBIMH JIOKAJILHBIM 03KOTOM y oOpaboranHbix pacteHuid (Puc. 130), u aMrumTy st
nocienyomux u3Menenunit accumusaiuu (Puc. 138 u 13r) u NPQ (Puc. 131 u 13¢). YuursiBas,
4T0 akTUBHOCTH H'-AT®a3bl 1ma3mMaTn4eckoir MeMOpaHbl BHOCHT OCHOBHO# BKian B Ep (Sze et
al., 1999; Palmgren et al., 2001), nonydYeHHBI pe3yNbTAT IOKA3LIBAET TECHYIO CBs3b H'-
AT®da3s! kak ¢ renepanueit BII, Tak u ¢ pa3BUTHEM HHAKTUBALUH (POTOCUHTE3A.

Jlanee, Ha MoOAENbHOM cucTeMe (MPOTOIUIACTBI TOpoxa) OBLIO  HCCIIEOBAHO
HENOCPEACTBEHHOE BinsHue nHakTuBauu H -AT®aser (OB, 0.25 MM) Ha (OTOCHHTETHYECKHE
npoueccsl [A23]. Tlokazano, uro uHaktuBauus H-ATda3el BbI3bIBaIa CHUKEHHE (psii U
Bo3pactanue NPQ (Puc. 14a u 1406), 4To XOpOIIO COOTBETCTBOBAIO MHAKTHBAIMH (HOTOCHHTE3a
npu pacapocrpanenun BIT (cm. 0630psr [A1,A16,A32,A51]; Gallé et al., 2015; Szechynska-
Hebda et al., 2017). BeizBannoe OB cHuXeHKE BbIJICICHUS KUCIOPO/Ia Ha CBETY NPOTOIIACTAMU
ropoxa (Puc. 14B) Takxe XOpOIIO COOTBETCTBOBAIO HHAyIHpoBaHHOH BII wHakTHBanuu
¢doTocuHTe3a. AHANOTMYHBIA AIPQeKT ObUl TMOoKa3aH U Ha JUCThIX ropoxa [A25]:
npenBaputensHas ob6padorka OB (0.5 MM) mnpuBogmina K CTaTUCTUYECKH 3HAYUMOMY
ymeHbineHnto accumuisinuu CO2 1o cpaBHeHHIO ¢ KoHTposieM (Puc. 14r).
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Puc. 14. Bausaue oOpabotku oproBaHagaroMm Hatpus (OB) Ha mokasarenu cBETOBOM
cTamui (HOTOCHHTE3a Yy TMPOTOILIACTOB TOpOXa M aCCHMUJISIHMIO JIUCTHEB TOpoXa. a, MpUMeEp
Bei3BaHHBIX OB (0.25 MM) uzmenenwnii gppsi 1 NPQ nporomnacra, namepenusix Dual-PAM-100
[A23]. 6, cpennme ammautyabl BbiBaHHBIX OB (0.25 MM) wm3menenuit ¢psn u NPQ
npotorutacta, u3Mmepenusix Dual-PAM-100 (n=6) [A23]. B, cpenHss IMHAMUKA W3MCHCHHS
BoIIeseHust kucmopogaa (AVoz) mpu pobasinennun OB (0.25 mM), usmepennas Oxygraph Plus
System (n=7-10); 3a HOJb IPUHUMATACH CKOPOCTh BBIACICHHS KHUCIOpoaa 0e3 mobarienus OB
[A23]. 1, dorocuHTeTHUYECKAas acCUMWIAIUS (A) JUCThEB Tropoxa IOCIe HpPeABAPUTEIBHON
obpadotku OB (0.5 MM), usmepennas cucremoit GFS-3000 u Dual-PAM-100 [A25]. Crpenka

ITOKa3bIBA€T MOMCHT }106aB.]'IeHI/I${ OB, *, U3MCHCHUA ABJIAIOTCA CTAaTHUCTHYCCKHU 3HAYMMbIMU

(p<0.05).
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VuureiBas, uyro H'-AT®aza urpaer KIOYEBYI0 pOJIb B MOJJICPKAHUU BHYTPH- U
Buekserounoro pH (Ding et al., 2021; Zhou et al., 2021), MOKHO TIPEANOIOKHUT, YTO BIUSHHE
BII Ha doTocuHTE3 CBSA3aHO, MPEXK]IE BCETO, C U3MEHEHUIMHU PH, KOTOpBIE pa3BUBAIOTCS TMOCIE
MHaKTUBaLlMU 3Toro (epMmeHTta. B cepum skcnepuMeHTalIbHBIX paboT ¢ ucnonb3oBaHueMm pH-
YyBCTBUTENbHBIX (prmyopecrenTHbix 30HA0B [A35,A61,A66,A67] Obul0 MOKa3aHO, YTO
reHepanuss BII compoBoxpaercs 3allienayMBaHMEM alloIUIacTa M 3aKUCICHHEM LIUTOILIA3MBbl
KJIETOK JIMCTA BBICLIETO pacTeHMsl, BKiItodas ropox (Puc. 15), ThIKBY M NieHUIy.
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Puc. 15. Ycpennennsle nuHamuku BbI3BaHHBIX BII m3menenuit A (AA) u u3MeHEHHMIA
BHyTpHKierouHoro pH (ApHin) (a), uamenernii NPQ (ANPQ) u ApHin (0), AA u n3MeHeHHi
BHekserounoro pH (ApHout) (B8) 1 ANPQ u ApHout (r) y ropoxa (n=5-6) [A67], a Taxxke
nuarpaMmsl paccesaust Mexay AA u ApHout (1) 1 ANPQ u ApHin (e) [A6]. A u NPQ usmepeHsr
cucremoit w3 GFS-3000 u Dual-PAM-100. pHin u pHout u3MepeHBI € HCMONB30BaHUEM
¢yopecuenTHbIx paTnomerpudeckux 30H10B BCECF-AM u FITC-dextran, cooTBeTCTBEHHO.
BII uHyIIMpoBaii 05KOTOM MEPBOTO JIMCTA (HyJIeBasi TOYKA); H3MEPEHHS IIPOBOIUIN BO BTOPOM
mucre. R — xoapdumment koppemsuun Ilupcona mexay auHamukamu;, *, R sBisercs
cratucTruecky 3HaunMbIM (p<0.05). R? — K09 pUIMEHT feTepMUHAIINN THHEHHOH PETPECCH.

35



Jlns ropoxa 6b110 mokazano [A6,A67], uro usmeHeHus BHyTpHuKieTounoro pH (ApHin)
cuibHO cBsizaHbl ¢ u3MeHeHusMu NPQ (ANPQ), a usmenenus sHekierounoro pH (ApHout)
CUJIBHO CBsI3aHbI C m3MeHeHussMHu accuMmmstiu (AA) (Puc. 15); nanportus, cBsizu Mexay AA u
ApHin 1 Mexxty ANPQ 1 ApHout 0611 criabbivu. OObeTMHEHNE BBISIBICHHBIX JIMHEHHBIX CBSA3EH
(Puc. 151 u 15e€) ¢ panee paspaboranHoit mozensio rexepammu BIT (Sukhov et al., 2013),
ONUpAIOIIEIiCS Ha JETAJM3UPOBAHHOE OMHMCAHUE CHCTEM HOHHOTO TPAHCIIOPTa PAacTUTEIHHOU
kinetkn (H'- u Ca®?*-AT®a3pl, Ca®*, K*, CI" nonnsie xanansr, 2H*/CI~ cummoprep u H*/K*-
AHTUTIOPTEP) M MX PETYJAIHU, TO3BOJMIO HMHUTHPOBATH BbI3BaHHYI0 BIl wHakTuBaImio
doTtocunTtesa [AB], 94T0 COOTBETCTBYET OTMEUYCHHBIM BBIIIIE IKCIICPHMEHTAIBHBIM PE3yJIbTaTaM.

[TorydeHHbIe pe3yJIbTaThI MOATBEPKAAIOT BOZMOKHOCTh YUACTHSI H3MEHEHUS BHYTPH- U
BHekJsieTouHOro pH B dopmupoBanuu ObIcTpoii MHaKTUBALMK (oTocuHTe3a. OJIHAKO, OHH TAKKe
MOKA3bIBAIOT Pa3IMYHbIC MEXaHU3MBI BIHsHUS pH: BHYTpHKIETOUHBIH pH BiHsieT mpexe Bcero
Ha NPQ, a BHekneTouHbsldi pH — Ha accUMMISIUIO, YTO COIJIACyeTCs C MOKa3aHHBIMH Ha
MPEIBIIYIIEeM dTare Pa3IndHbIME Iy TIMU (OPMUPOBAHUS OBICTPON MHAKTUBAIIMN (OTOCHHTE3A.

24.3. Ponv 3aKucienHus uUMORNA3Mbl, CHMPOMbL U JHOMEHA XJI10PONIACHOE 8
dopmupoeanuu  6vi36anHOll  6APUAGENbHBIM NOMEHUUAIOM ObICMPOU UHAKMUBAUUU
¢domocunmesa

BrusiHue 3akuciieHus UTOIIa3Mbl MOXKET OBITH CBSI3aHO C TPAHCIIOPTOM TPOTOHOB B
CTpoMy U JiOMeH xjopormuactoB [Al], Tak kak cHMkeHHe pH CTpOMBI MOXKET peryaupoBaTh
IOTOK DJIEKTPOHOB Ha akuenTopHod crtopoHe @OCI| 3a cuer uU3MEHEHHs JIOKATU3AIHU
deppenokcun-HAJID-penyKrassl ¥ CHUKEHHs mepeHoca siekTponoB Ha HAJID® (Alte et al.,
2010; Benz et al., 2011). C apyroii croponsl, camwkenne pH mromena moxer 3amemiate LEF
(Tikhonov 2013, 2014) u ctumynuposats NPQr (Miiller et al., 2001; Ruban, 2016).

[TpoBenenusbii ananmm3 mokazan [A3], uto BII compoBoxmaercss 3aKHCICHUEM JIFOMEHA
XJIOPOIIACTOB, KOTOPOE OIICHUBAIM IO M3MEHEHHUsM cBeTopaccesHus Ha 535 um (LS) (Puc.
16a); omHako, BhI3BaHHBIC BapHaOeIbHBIM MOTCHIIMAJIOM HM3MEHECHHS TIpaaueHTa pH, KOTOpHIii
OLICHUBAJIM IO COOTBETCTBYIOIICH KOMIIOHEHTE 3iieKTpoxpoMHoro casura (ECSaph),
npaktruecku orcyrcrBoBaiu (Puc. 160).

a
400 - 160 1 +ECSpmf
LS ECSay
-.-ECSAPH
120 1
- S
% s
— 200 1 T 80 7
1 * 40 g—= =~
0 T T 0 T T
0 30 60 0 30 60
Bpems, M BpeMsa, vun

Puc. 16. Ycpennennele nuHamukd BbI3BaHHbIX BII m3menenuit conepxanus pH B
momMeHe (cBertopaccestHue Ha 535 HM, LS) (a) M »1meKTpOXMMHYECKOTo, 3JEKTPUUYECKOTO U
XAMHYECKOTO  TpaJieHTa MPOTOHOB  HA  TWJIAKOMAHOW  MeMOpaHa  (KOMITOHEHTHI
anektpoxpomuoro casura (ECS), sxmrouas ECSpmf, ECSay 1 ECSapH, cooTBeTcTBEHHO) (0) Y
muctheB ropoxa (N=6) [A3]. BII unayiupoBain 0K0roM MepBOro JucTa (CTpeka); H3MEepeHHs
npoBo MK Ha BTopoM Jucte. LS u ECS HopmupoBanu Ha ux Benn4yuHbI niepen naaykiueid BIT.

36



[TomyuenHOE IPOTUBOPEYHE, MOXKET OBITh OOBSICHEHO B TOM cllydae, eciii reneparus BT
COIIPOBOJKIAETCSl 3aKUCICHHEM HE TOJIbKO JIIOMEHA, HO M CTPOMBI XJIOpOIJIAacToB. Tak Kak
cBsizaHHbIE ¢ TeHepanueil BI1 «i30bITOYHBIE» MPOTOHBI MOTYT TOCTYNATh M3 IUTOILUIA3MBI — B
cTpoMy (4Uepe3 CHCTeMbI IPOTOHHOIO TPAHCIOPTa y 000J104eK XJoporutactos, Pottosin, Shabala,
2016; Szabo, Spetea, 2017) u u3 CTpOMBI — B JIIOMEH (4Yepe3 3JICKTPOH-TPAHCIOPTHYIO IEIh),
OJTHOBPEMECHHOE 3aKUCIICHUE CTPOMBI U JitomeHa nipu BIT siBisiercst BepositHeiM [Al,A16].

Jlnisi  TOTIONTHUTENFHON TPOBEPKH BJIMSIHUS 3aKUCICHUS IUTOIUIa3Mbl Ha (OTOCHHTE3
ObUIM HCIIOJIB30BaHbl MOJIENIBHBIE CHCTEMBI: TOTPY>KEHHBIE B BOJHBIM PAacTBOP YacTH JIUCTA
ropoxa, Kotopeie 3aTemM oOpabarbiBanu mnpoToHodopom (KIIXDI, 25 MxkM), u BbIIeIECHHBIC
XJIOPOIUIACTHI, Y KOTOPBIX 3aKUCISUIH cpeay nHKyOanuu [A61] (Puc. 17).
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Puc. 17. ITpumep uzmenenuit desi, Prsy 1 NPQ, Be3BanHBIX n0o6aBneHuemM KIIXOI (25
MKM) K y4acTKy JUCTa ropoxa (a), cpeHue BETUYMHBI Takux u3MeHeHuil (N=11) (6), npumep
n3menennidi ¢psi, Gpsi 1 NPQ, Bb3BaHHBIX 3akucienueM (nodasnenue 0.5 M HCI) cpempr
MHKYOalluy XJIOPOIJIAaCTOB Tropoxa (B), U CpeJHHE BEIUYMHBI TaKMX H3MeHeHuil (N=5-7) (T)
[A61]. Ctpenku 0603HAYaIOT MOMEHT JOOABJICHUS JICHCTBYIOIIECTO BEIIECTBA HITH CPEIBL.
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O6a BapmaHTa UMUTHUPOBAIIM 3aKucieHrue nurormiasmMel npu BII. beuio mokazano, uro u
no6asnenne KIIX®I' (Puc. 17a u 176) x y4yacTkaMm JMcCTa, U 3aKUCICHUE CpeIbl MHKYOAIH
xnoporaactoB (Puc. 178 u 17r), BbBbIBaIM CHUXKEHHE KBaHTOBBIX BbIX0g0B DCI u ®CIl u
Bo3pactanre NPQ, 4To xopormio cooTBeTcTBOBajIo Bhi3BaHHOW BII nHakTuBanmu GoTocHMHTE3a B
MHTAKTHBIX pacTeHUsX. VIHakTUBUpYIOIIEe BIMSHHUE 3aKUCICHUS CpeAbl MHKyOaluu Ha
(OTOCUHTETHUYECKHE MPOIIECCHI OBLIO TAKXKE IMOKA3aHO ISl XJIOPOIIacToB THIKBEI [ A60,A66] U,
COIJIACHO JaHHBIM JINTEPATYPHI, ISl XJIOPOILIACTOB KyKypy3sl (Grams et al., 2009).

Takum ob6pazom, compoBoxmaromee pazsutue BIl 3akucieHue MUTOIIA3MBbI, CTPOMBI U
JIIOMEHa XJIOPOIUIACTOB, MOXET ObITh OJHUM U3 MyTel QOpMHUpPOBaHUS OBICTPON MHAKTHBALIMU
¢dorocuntesa. [lo-BUAMMOMY, Takoe 3aKUCICHHE SBISIETCS MEXaHM3MOM HEMOCPEICTBEHHOTO
BIIMSTHUS BapuaOeIbHOTrO MOTEHIIMAA Ha IPOIECCHl CBETOBOM CTainu (POTOCHHTE3A.

2.4.4. Ponv 3amenauusanus anoniacma é opmuposanuu evbl36aHH Ol 6apuadenbHbIm
HOMEHUUAIOM ObICMPOUl UHAKMUGAYUU hOMOCUHmME3A

Kak 6puto mokazano B pasaene 2.4.2 (Puc. 158 u 15x), Be3BanHas BII nHakTtuBanus
TEMHOBOW cTaguu (OTOCHMHTE3a CBsA3aHa, MPEXJE Bcero, ¢ M3MeHeHusmu pH B amorutacre
KJIETOK pacTeHus. Tako# pe3ysbrar nmporuBopeyuT BiavsHuio BII Ha nukn KaneBuHa, KOTOPBIN
JOJKEH OBITh CKOpee CBS3aH C 3aKMCICHHEM LUTOILIA3Mbl M CTPOMBI, TaK KaK aKTUBHOCTH €r0
depmentoB 3asucut ot pH (Wolosiuk et al., 1993). AnbTepHATHBHON THIIOTE30U SBIISIETCS
BIUsHUE compoBoxkaaromero BIl 3amenaunBanus amorutacta Ha TpaHcnopt CO2 B
dorocuHTE3UpYIOMKE KIETKH. Takas THIoTe3a XOpPOIIO COTacyeTcs ¢ JTaHHBIMH O CHHIKCHUU
npoBoauMocTH Mezodmmia s CO2, KOTOPOE COMPOBOXKIAET PACIIPOCTPAHEHHE DIIEKTPHUECKHUX
CHTHAJIOB M MHIYKIIMIO ObICTpOi MHaKkTUBaImMu GoTtocuntesa y cou (Gallé et al., 2013).

[ToTeHManTbHO MOHO MPEANOJIOKUTH JIBa Hanbosee BEPOATHBIX MEXaHHM3Ma BIUSHUS
pH amomnacra na tpancnoptr CO2 B dotocunresupyromme kinetku [AS51]. Ilepswiii u3 HUX
cBs3aH co cHikeHueM cootHoleHus CO2/HCO3', koTopoe mpoucxoauT mpu Bo3pactanuu pH
(bynprueB u gp. 2001), Tak kak 3apsbkeHHas HCO3z™ cnabo TpaHcnmopTupyeTcss uepes
ouonoruueckue memOpanel (Tholen, Zhu, 2011). pK mis peaknun CO+HO—HCOz+H*
cocrapisier 6.35 [A66]; mpu 3TOM MOKa3aHHBIC C HCIOJIb30BaHUEM (DIYOPECIIEHTHOTO 30HIA
FITC-dextran wauanmpHble 3HaueHWs pH amorutacta KJIETOK TOpOXa M THIKBBI PaBHSUTHUCH
npubmm3uTenbHo 5.5-5.8 en. pH [A61,A66,A67]. Ha ocHOBaHMH 3TOTO, MOKHO OXHJIaTh, YTO
nake ymepeHHoe Bo3pactanue pH amomnacta npu renepanuu BIT (mpubnusurensuo Ha 0.2-0.4
en. pH [A66,A67]) crmocoOHO 3HAYMTEIHHO BIHUATH HA TPAHCIIOPT YIJIEKUCIOrO Ta3a uepe3
1a3MaTHIecKy0 MeMOpaHy (CHWKaTh Ha BenuuuHy 10 25% [A66]), BcienctBue OGIU30CTH
HayanpHOoro pH amommacra k pK. YuuTeiBasg, YTO [aHHBIE JUTEPATYPhl IMOKA3bIBAIOT
BO3MOXHOCTh Oosiee MaciTabHoro Bo3pactanust pH npu BII (Ha 0.5-1.0 ex. pH, u 6o1ee Grams
et al., 2009; Zimmermann, Felle, 2009), Benuunna cHwkeHuss noctymwienus CO2 B
(bOTOCUHTE3UPYIONINE KIETKH MOXET OBITh 3HAUYUTEIHHO OoJiee BBICOKOW. BakHO Takke
OTMETHTb, YTO BeMUMHa pH amoruiacta CymecTBEeHHO BapbUPYET B PA3IUYHBIX WCCIICAOBAHUIX
(B 4aCTHOCTH, Y Pa3HBIX paCTEHUI, TKAHEH U KIETOK); B HEKOTOPBIX CITydasx, OHA MOXKET JIexkKAaTh
HIbke 5 win Beime 7 ex. pH (cm., nHanpumep, 0630p Yu et al., 2000). Takas BapuaOenbHOCTD
MOKET OBITh JIOTIOTHHUTENBHBIM (hakTopoM Moaudukanuu Bbi3BaHHOW BII  OwicTpoit
WHAKTHBAalMK (OTOCHHTE3a, TaK KaK B 3aBUCUMOCTH OT HavaibHOro pH amommacra wu
aMIUTUTYABl €r0 BO3pACTaHHsl TMPH BapuaOENbHOM MOTEHIMANe, M3MEHEHHs] COOTHOIICHUS
CO2/HCO3™ moryT cyniecTBeHHO BapbupoBath [A51].

Jlnis Gonee meTanbHOTO aHanu3a BIUSHUS BhI3BaHHBIX BII n3menenwuii pH amomnacta Ha
BEPOATHOCTH npoxoxaeHust CO2 B muTomiasmy (porocuuTesupyromei kietku (P, ) B pamkax

JUCCEPTAITMOHHOTO HCCIEOBaHMs ObUla pa3paboTaHa MaTeMaTH4ecKas MOJeib, MOAPOOHO
onucaHHas B Teopetndeckux padorax [A10,Al5] u B 0030pe [A9], koTopas onupanacs Ha paHee
NPEUTOKEHHYIO CEPUI0 MOJIENIEH 3JIeKTporeHe3a pacturenbHoi kimetku (Sukhov, Vodeneev,
2009; Sukhov et al., 2011, 2013). Pa3paboTaHHass MOJE]b Y4YUTHIBAJIA OCHOBHBIC CHCTEMBI
AKTUBHOTO W ITACCHBHOTO MOHHOT'O TPAHCIIOPTA Yepe3 IIa3MaTHICCKYI0 MeMOpaHy ¥ TOHOILIACT
(Bkaroyass H'-AT®a3y mia3mMatuueckoii MeMOpaHbl), HW3MEHEHHS KOHIEHTPAI[Mii HMOHOB,
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OydepHble CBOICTBA Ul TAKUX MOHOB, a TAKXKE PEryJIHIO CHCTEM HOHHOTO TpaHcnopra (Puc.
18a). [TocneaHee MO3BOIISIIO OMKUCATh BO30YAUMOCTD PACTHTEILHON KIICTKH.
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pH anomacra Ha BeposTHOCTH npoxoxkaeHus CO2 B nuromnasmy (P, ) (mogpobHoe onucanue

mozienu 1 mapametpbl cM. B [AlO,Al5]) (a), mpumepw nunamuku P, mpu pasnmuuHOM
amrutyne uHaktuBarmd  H'-AT®asel (6) W 3aBUCUMOCTH MHHHMAJbHOM (P™) wm
2
craupmonaproit (P") penuunnbl Po, 0T Benunbl uTorosoii aktusHoctd H'-ATdaskl nocse
2

CHIDKeHHs akTuBHOCTH (B) [A15].

Peo, ObLIO omnmcana Ha ocHoBauuu [A66], kak P, = rae pHan — pH B

14107t
anoriacte, a pK=6.35 — oTpuaTenbHbI AeCATUYHBINA JTOorapu(M KOHCTAHTHI PaBHOBECHS IS
peakiun CO2+H0-HCO3+H*. Ing mmuranuu rewepanuu BIT MCHONB30Baid CTYNEHYATOE
cHmKeHHe akTuBHOCTH H'™-AT®asel. B xoje aHanm3a OBUIO MOKA3aHO, 4YTO CHHYKEHHE

39



aKTUBHOCTU (PEPMEHTa BBIBIBANO OBICTPOE yMeHblIeHHe Py, , Mocie 4ero B MHHYTHOM

JMara3oHe TMPOUCXOAMIIO YacTUYHOE BoOccTaHOBieHue mnokaszarens (Puc. 186); BenmumnHa
s>pdekra 3aBucena or BeauuuHbl uHakTuBanuu H-AT®aszpr (Puc. 18B). IlonyuenHble
pe3yNbTaThl TMOATBEPXKAAIOT BO3MOXHOCTh Yydactusi casura cootHomeHuss CO/HCOs B
reHepanuu Bei3BaHHOU BII OpicTpoii nHaKTHBaIMKA (POTOCHHTE3A.

BaXHO OTMETHTh, 4YTO BbBIABICHHBIC HW3MEHEHHS P, OTPak)aloT HECTAlMOHAPHBIE

U3MCHCHHS TOTJIONICHHSI YIJIEKMCIOr0 Ta3a KJICTKaMHU JINCTa PacTEHHs; OJHAKO, MPU aHaIU3e
CTAlMOHAPHBIX HM3MEHCHHH MOXET HAOMI0AaThCsd Jpyras KapTHHA: CABHUT  ypaBHEHHS
CO2+H20-HCO3+H" Gyner npuBoauth K 6obleMy Hakomenuro obiero myaa CO2 u HCO3™
, KOMIICHCUPYA TCM CaMbIM YMCHBLIIICHHUC PCOZ . I[JISI IMPOBCPKHU BIIUAHUSA U3MCHCHUS daKTUBHOCTU

H*-AT®a3bl Ha CTanuMoHapHyr (OTOCHHTETHYECKYIO ACCHMWISALMIO Oblia paspaboTaHa
JIOTIOJTHUTEIIbHAS MOJIENb (pOoTOCHHTE3a. Moienb U ee mapaMeTphl MOIPOOHO onucaHa B paboTax
[A45,A46]; obmas cxema MoeNH IpeACTaBIcHa Ha pucyHke 19a.
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Puc. 19. [lpunuunuansHas cxeMa IByMEpHOI MoJienu poToCHHTEe3a B IucTe (OoIpoOHOe
OIMCaHKue MOJENH U mapaMeTpbl cM. B [A45,A46]) (a) u Biusiaue aktuBHOocTH H'-AT®a3b Ha
WMUTHPOBAHHYIO MOJAEIbI0 (OTOCHUHTETUYECKYI0 acCUMIUIAINI0 (0) B YCIOBHSIX pa3HOU
MHTEHCUBHOCTH ocBemeHns (0T 42 — 10 491 mxmons M2c™t) [A46]. s npuBeIeHHOTO aHAIH3a
UCTIOJIF30BaH BapUAHT MOJIENM, B KOTOPOM YCTBUIIA PACIIOJIarajiich B IIEHTPE KBaJpaToB S5X5
KJIETOK.
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Pa3paborannas MOJEJIb MpeACTaBIIsIIa co0oif JTBYMEPHYIO CUCTEMY
(bOTOCHHTE3UPYIOLINX KIETOK Me30(uilia ¢ y4acTKaMM aroIuiacTa, UMUTHPYIOUIYIO JUCT (MU
yuactok jicta). [Tocrymnenue CO2 oCylIECTBISIIOCH Yepe3 YCThUIIA, PACIIONOKEHHbBIE B IICHTPE
osokoB 3x3 wim 5X5 knerok, manpHenmuid Tpancnopt CO2 m HCO3 B amomact coceaHux
KJIETOK ONUCHIBAIM HAa OCHOBaHWMU 3akoHa @Duka. BzammonpeBpamenue CO2 u HCOsz
OMKCHIBAIM KaK MIHOBEHHOE (T.€. ONHKCHIBAIIOCh MX pPaBHOBECHOE pacipenesneHue). B pabore
UCTIOJIb30BATaCh MHHUMAIIbHAS 3JEKTPO(PU3HONIOTHYECcKas MOJENTb KIETKH, OMMPAIOIIAscs Ha
pannioo moxens Sukhov, Vodeneev (2009). Mogens yunteiBana H -AT®a3y mia3MaTudeckoi
mem6Opansl, inwardly-rectifying u outwardly-rectifying K* xanmanmst u H'/K* antumnoprep;
W3MEHEHUS KOHIICHTPALMK MPOTOHOB M Kajus, a Takxke OydepHsie cBoicTBa. [loctymenue CO2
B KIETKY ONHCHIBAIM Ha OCHOBaHMU 3akoHa Puka; moctymienne HCO3z™ uepe3 meMOpaHy
npunuManu HyneBeM (Tholen, Zhu, 2011). ®doTocMHTETHYECKHE TMPOIECCHI B CTpOME
OIHKCHIBAIM HAa OCHOBE CTaHAapTHOM moxenu Farquhar—von Caemmerer—Berry (von Caemmerer
et al., 2009; von Caemmerer, 2013), y KOTOpoOii OBLIO COXpPaHEHO TOJBKO JBa BapHaHTa
mumuTHpoBanus ¢ukcaiuu CO2 (B cootBercTBuu ¢ Bernacchi et al., 2009): numutupoBanue
AaKTUBHOCTHIO PyOucKko u mumuTHpoBaHue HyHKIMOHUPOBAHUEM JIEKTPOH-TPAHCIIOPTHOM LIeTIH
THJIAKOUIHBIX MeMOpaH (cM. Tarke [A43,A52]). AHanu3 cranoHapHOi (OTOCHHTETUYECKON
ACCUMMIIALIMU, MMUTUPOBAHHON MOJENbI0, okaszan (Puc. 196), uro usMenenus aktupHoct H-
AT®a3pl cnabo BAMAIM HA TaKyl0 AaCCUMWIALIMIO. YUYMUTHIBAas, 4YTO [UISl JOCTHMIKEHUSA
CTaIlMOHAPHBIX 3HAYeHUN TpeboBanock 0koyo 10-20 MUHYT MOJIETBHOTO BpEMEHH, MTOTYYEHHBIN
pe3ylbTaT IOKa3bIBAaeT, YTO BbI3BaHHbIE MHakTuBanued H-AT®asel M 3alieaaYyvBaHHEM
anoracta casuru cootHomeHuss CO2/HCO3™ MoryT yyacTBoBaTh B OBICTPOIl (pa3e MHAKTHALIUU
dotocuntesa [Al]; ogHako, ux ydactut B JJIMTENBHBIX U3MEHEHUSIX MeHee BeposiTHO. Ciemyer
OTMETUTh, 4YTO pa3paboTaHHas MOJAENb HE AaHAIM3UpOBajia BO3MOXKHOE  BIIUSHUE
POCTPAHCTBEHHOW HEOJHOPOJAHOCTH B paclpeeieHuu KapOoaHruapas u akparmopuHos [Ab1],
KOTOpBbIE MOTYT HMETh coBMecTHyI Jokanmu3aiuio (Wang et al.,, 2016). YuutbhiBas, 49ro0
aKBaropuHbl y4acTByIoT B Tpancnopre CO; yepe3 MmeMmOpanbl pactutebHbix Kietok (Uehlein et
al., 2008; Gall¢ et al., 2013), Heap3st HCKIOYATH CYNICCTBOBAHHE HECTAIIMOHAPHBIX
pacnpenenenunit CO2 u HCO3™ okono cuctem ux TpaHcnopra. B atom ciyuae, Biausiaue pH
anorutacta Ha cootHomeHne CO2/HCO3™ MoXeT UMeTh JJTUTEeNbHBIN XapakTep.

AnpTepHaTUBHAS THIOTE3a, OOBSACHSIONIAS BiIMsgHHE W3MeHeHud pH Ha doTocunres,
MpeJnoiaraeT, 4YTo TaKhe W3MEHEHHUS CHIKAIOT CIOCOOHOCTH akBamopuHOB mpomyckaTh CO2
(Gallé et al, 2013). Takoe mnpeaNONOKEHHE, XOPOIIO COTJACYEeTCS C pe3yJbTaTaMu
mMonenupoBaHus [A46], KOTOpble MOKA3bIBAIOT CHIDKEHHE CTAIIMOHAPHON (OTOCHHTETHYECKON
ACCUMIIALIUY TIPU YMEHBIIEHUU TPOBOAUMOCTH TU1a3MaTudeckoit memopansl 1iist CO2. OgHaxo,
JMaHHBIC JIUTEPATyphl TIOKA3bIBAIOT, YTO WHAKTHBAIMS AaKBAllOPMHOB HAOJIFOJAETCS TIpH
3akuciennn muroriasmel (Luu, Maurel, 2005; Chaumont, Tyerman, 2014; Kapilan et al., 2018),
a HE TpH 3allellaudBaHWM aroIulacTa. Takod BapWaHT pa3BUTHUS OTBETA IPOTHBOPEUHT
9KCIIEPUMEHTAIBLHBIM pe3yibTaTaM [A6,A67] (Puc. 15); T.e. siBIsieTCs MEHEE BEPOSTHBIM.

Takum 00pa3zom, pe3yabTaThl dTana AUCCEPTAMOHHOTO MCCIIEIOBAHMUS MTOKA3bIBAIOT, YTO
conpoBoxaaroniee BII 3amenaunBanue anomniacra, mo-BHIUMOMY, CHIDKaeT noctyruienne CO2 B
dorocuHTE3MpYyIOMKE KiIeTKH. pH  3aBHcHMoOe CMelieHHe paBHOBECHS B PEaKIUuu
CO2+H20-HCO3+H" B cropony o6pazoBanusi HCO3 siBisieTcss BO3MOKHBIM MEXaHH3MOM
TaKoro oTBeTa (10 KpaitHed Meps Ui OBICTPOH HMHAKTHBAIMK (POTOCHHTE3a M HECTAIIMOHAPHBIX
notokoB CO2 B cTpomy).

24.5. Ananuz nomenuyuanvhou ponu ycmouy 6 HOpMUpoeanHuu 6bI36AHHOU
eapuadenbHbIM NOMEHYUAIOM DbICIPOIl UHAKMUGAY U U AKMUSayuu homocunmesa

W3 nurtepaTypsl HW3BECTHO, YTO PACHPOCTPAHEHHE SJICKTPUYECKAX CHUTHAIOB YacToO
COIIPOBOJKIAETCs 3aKpbiTeM win oTkpeiTHeM ycthull (Koziolek et al., 2004; Hlavackova et al.,
2006; Grams et al., 2007, 2009; Hlavinka et al., 2012; Gall¢ et al., 2013; Lautner et al., 2014;
Vuralhan-Eckert et al., 2018). BeizBannbie BI1 n3meHeHNs TPOBOAMMOCTH YCTHHI] OBLITH TaKkKe
MTOKA3aHBI B AKCTIEPUMEHTAITBHOM Omoke JICCEPTAIMOHHOTO WCCIIEIOBAHHS
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[A20,A34,A35,A59,A64]. bomee Toro, Bei3BanHOe BII CHHXEHHE MPOBOAMMOCTH YCTBHUI[ Y
nuctheB ropoxa [A64] 6buI0 cBsizaHO ¢ akTHBHOCTHIO H'-AT®a3bl, Tak Kak MpeaBapUTEIIbHAS
oOpaboTtka oprtoBanamatom Hatpus (0.5 MM) mpuBogMiIa Kak K YMEHBUICHHIO HAayalbHOMN
tpancnupaiuu (Puc. 20a), Tak ¥ K CHIDKCHUIO €€ U3MEHEHHUS T0CIIe MHIYKIIMH BapraOeIbHOTO
norennuana (Puc. 200). [To-BuaumMoMy, MOIy4eHHbBIH pe3ysibTaT 00YCIOBICH KIFOYEBOMH POJIbIO
H*-AT®a3mb B obecnieuennu otkpeiroct yerbull (Falhof et al., 2016; Inoue, Kinoshita, 2017),
YTO MPUBOAUT K 3aKPBITHIO YCTHUIl IPU YMEHbIIEHUU aKTUBHOCTH ¢epmenTa. [loTeHnuansHo,
W3MEHEHHE OTKPBITOCTH YCTBHUI[ MOXET BIHATH Ha moctyruieane CO2 B (oTocHHTE3UpyOIINe
KJIETKU, YTO TMOATBEPXKAAeTCs, HAIpUMEp, aHAJIU30M pazpaboTaHHOW Mozenu (oTocuHTE3a B
mucte [A45,A46], T.e. MokeT ObITh MexaHu3MoM Biustaus BIT Ha poTocunTes.
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Puc. 20. Biusuue oproBananara Hatpus (OB, 0.5 MM) Ha cranuoHapHBI YpOBEHb
tpancrmpaiu (E) (a) u Ha Bei3Banubie BIT usmenenuss E (AE) (6) y ropoxa (n=6) [A64].
[Tpumep Be3BanHOrO BII oTBeTa A 1 E, Ha KOTOpOM MOKa3aHbl pa3lIWYHbIE 3TAIbl OTBETA (B), U
k03 durment koppensiiuu (R) Mexay u3meHnenusimu E 1 A Ha pasHbIX dtamax orBera (N=21)
(r) [A20]. Pe3ynbTathl, mpeacTaBiIcHHbIC HA @ U O, U Pe3yJbTaThl, IPEICTABICHHBIC HA B U T,
MOJIYYEeHBI B PA3JIMYHBIX CEpUsAX JKcrepruMeHToB. BIl wHIynmMpoBaH 0KOTOM IEpBOTO JIHCTA
ropoxa (cTpenka); U3MepeHHs MPOBOAMUINCH BO BTOPOM JUCTe ¢ Hcnoyb3oBaHueM GFS-3000 u
Dual-PAM-100. *, moka3plBaeT CTATHCTHYSCKH 3HAYMMBIC pa3JIM4dsi C KOHTPOJEM WU
ko3¢ duireHTs Koppesinuu (p<0.05).

IIpoBenennsii B pamkax pabotsl [A20] ananu3 Oombiiero mMaccuBa BbI3BaHHBIX BII
orBeToB accumwisinuu (A) u TpaHcnupauun (E) mokaszan, 4ro aMHaMuKa HW3MEHEHHS
TPaHCHHUpALMK Yy TOpoXa MOXET HMeTh JOCTaTOYHO cJoXHBIH xapaktep (Puc. 20B) wu
Koppemsiiust Mexay u3MeHeHusMu A u E 1ubo mMomHOCTBIO OTCyTCTBOBasa, MO0 Oblia
JOCTaTOYHO ciaboi B TeueHue NepBbIX 15 MuHyT pasButus otBera (Puc. 20r). Takoit pe3ynbrar
XOpOIIO COTJIacyeTcss C pe3yiabTaTaMu JPYTUX SKCIEPUMEHTAJIbHBIX OJOKOB HCCIIEIOBAHUS
[A34,A35,A59], a Takke ¢ JaHHBIMHU psija MPEACTaBICHHBIX B JuTeparype pabor (Koziolek et
al., 2004; Lautner et al., 2005; Grams et al., 2009; Gall¢ et al., 2013). Onnako, B JuTEpaType
takxe umerorcs padotsl (Pena-Cortés et al., 1995; Hlavackova et al., 2006; Grams et al., 2007;
Hlavinka et al., 2012; Vuralhan-Eckert et al., 2018), B kOoTOpbIX TOKa3aHa OYCHb OJIM3Kas
JTMHAMUKA BBI3BAHHBIX DJIEKTPUYCCKHIMHU CUTHAJIAMUA M3MEHEHUH aCCHMWIAIUU U TPAaHCIHPAIHN
(MM IPOBOAMMOCTHU YCTBUI] JIUCTA). bojee Toro, B HEKOTOPHIX M3 3TUX padot (Pefia-Cortés et
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al., 1995; Fromm, Fei, 1998; Vuralhan-Eckert et al., 2018), snmexTpruecKie CUrHAIbI BBI3BIBAIN
aKTUBAIMIO (OTOCHHTETUYECKUX TMpoleccoB (Bo3pactanue accummrauuun COz), KoTopas
COITPOBOKIANIACH YBEIIMYCHUEM MTPOBOJAUMOCTH YCTHHII JIKCTA.

OTMedeHHBIE TPOTUBOPEUYUBBLIC PE3YJIbTAaThl MOTYT OBITh OOBSCHEHBI HA OCHOBAaHUU
THITOTE3bI, MPEJIOKCHHON B paMKax JHcCepTannoHHOro uccienoanus [A56]. B coorBercTBUM
C HeH, ONUPasiCh Ha METOJ SKBUBAJICHTHBIX CXEM U MpPEAToaras nocjae10BaTeIbHOe COCTUHEHNE
npoBoauMocTel Me3odumia (gm) ¥ ycThHIl (Jst) aist CO2, obmas npoBogumMocTts jucta aisa CO2

gmgﬁ
gm +gst

Ost, 4TO MOXKET HAOIIOAAThCsl y Tropoxa B OuarompusiTHeIX ycioBusx [All], u3meneHwus
MPOBOJIMMOCTH YCTBHII HEe OYAyT BIHMATH HA UTOTOBBINA (poTOCMHTETHUECKUI oTBeT. HampoTtus, B
YCIOBHUAX HU3KOH (st, BbI3BaHHbIe BIl M3MeHEHHs MPOBOAMMOCTH YCTHHIl OyAyT IOJHOCTBHIO
onpeneniaTh (OTOCHHTETUYCCKHI OTBET TEMHOBOW cTaguu (OTOCHHTE3a. Takoi BapuaHT,
XOPOIIIO COTJIACYETCsI C BHICOKOM CTENEHBIO COOTBETCTBHS MEXKy M3MEHEHUSIMH aCCUMIISIIUH U
TPaHCIUPAIMH, [TOKa3aHHON 3KCIIEPUMEHTAILHO B YCIOBUSX CHIIbHOM 3acyxu [A44]. Cienyer
TaKXKe€ OTMETHThb, 4YTO OBICTPOE OTKPBITUE YCTBHI[ JOCTaTOYHO YACTO HAONIONAeTCs MpU
unnyknuu BIT ([A20,A34,A35], Pena-Cortés et al., 1995; Fromm, Fei, 1998; Koziolek et al.,
2004; Grams et al., 2009; Gallé et al., 2013), yTo co3maeT MPEANOCBIIKU IS Pa3BUTHUS
Bb3BaHHON BII akTuBanuu (oTocuHTE3a B TOM CiydYae, €CIM MPOBOAMMOCTH YCTBHHIl OyaeT
JUMUTHPOBATH O0IYI0 IPOBOAUMOCTS JincTa st COx.

B coorBerctBum ¢ paGoroii [A20], MOXHO NPEAIONOKHTh, YTO HMHAKTUBamus H-
AT®a3p1, KOTOpasi IPUBOAUT K CHIDKEHHUIO Typropa KJIETOK (TIOCPEICTBOM COMPOBOKAAIOIIETO
TaKyK0 MHAKTHBAIlMIO BBIXOJAa HOHOB KallMsi W XJOpa M3 KIJIETOK), MOXET OJHOBPEMEHHO
CHOCOOCTBOBAaTh KaK 3aKpBITHIO, TaK M OTKPBITHIO YCThUI. B dYacTHOCTH, NpH TaKoM
WHAKTHBAIMU 3aMBIKAIONINE KJICTKU, Tepsisi Typrop, OyIyT 3akpblBaTh YCTBHUIA; HANPOTHB,
TEPAIONINE TYProp KJIETKU SIUAEPMHCA BOKPYT YCTBHI[ MOTYT CIIOCOOCTBOBATH MX OTKPBITHIO
(Kaiser, Grams, 2006; Kollist et al., 2014). bbuto mpeanoaoKEHO, YTO B 3aBHCUMOCTH OT
KOHKPETHBIX IKCIIEPUMEHTAIBHBIX YCIIOBHI /MM BUAA PAcTEeHUs, Mpu pacnpoctpaneHnn BIT
Oyaer mpeobnanaTh OJUH M3 ATUX HPOLECCOB, OOecreunBas pa3IMYHbIN pe3ysbTUPYIOIINI
orBer Ha BII (3akppiTHe WM OTKpBITHE YyCThbMIl). B dYacTHOCTH, NpOBENEHHBIH B paMKax
JccepTallMOHHOro uccnenoBanus aHanu3 [A20], mokasza, 4ro npu 6osee HU3KOH BIaXHOCTH
Bo3ayxa BII Be3eiBan camwkenne tpancnuparyn (Puc. 21a), a mpu 6osiee BBICOKON BIaKHOCTH —
ee Bo3pacranue (Puc. 2106).
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Puc. 21. IIpumeps! BerzBanHOTrO BII oTBeTa A M E B yCIIOBHSIX BIIa)KHOCTH OKPY’KAFOILETO
JUCT Bo3ayxa, paBHou 16000 ppm (a) u 20000 ppm (6) [A20]. BII unayuupoBaH 05K0roM
MEepBOrO0 JINCTa Topoxa (CTpenka); W3MEpEeHUs TPOBOJWINCH BO BTOPOM JIUCTE C
ucnonb3oBanuem GFS-3000 u Dual-PAM-100. GFS-3000 moanepxuBail 3aaHHYIO BIAXKHOCTb
BO3/TyXa.
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Eme oqaum (hakTopoMm, MOTEHIIMATHHO BIUSIONIUM, HA THI U BEJIUYMHY BbI3BaHHOTO BII
OTBETa YCTHHUII, ABJISETCS UX UCXOTHAS MPOBOAUMOCTb. Tak, JaHHBIC JIUTEPATYPbl OKA3bIBAIOT
(Gallé et al., 2013), uTo B ycnoBusix 6osee HU3KOi MpoBOAMMOCTH ycThull (KoHIeHTparws CO2 B
cpene 2000 ppm) BII BbI3bIBaeT BO3pacTaHHe TakoW MPOBOAMMOCTH Ha 46%; HampoTuB, B
yClIOBUSIX 0oJjiee BBICOKOM NpoBoaumocTu ycTbHll (koHueHTpanus CO2 B cpene 700 ppm) BII
BBI3BIBAET BO3pAaCTaHHE Takoll mnpoBoaumoct Ha 22%. Kpome Toro, B oTnenpHORl cepuu
HKCIIEPUMEHTOB B paMKaX IUCCEPTALIMOHHOrO uccienaoBanus [A44] ObUI0 MOKa3aHO, YTO IMPHU
BJI&JKHOCTH OKpYy>katomiero JucT Bo3ayxa 20000 ppm u mocrarounoM nosuse, BII ¢ paBHoit
BEPOSITHOCTHIO BBI3BIBAJI OBICTPOE BBIPAKEHHOE BO3PACTAHME WIIM CHIDKEHHUE MPOBOAMMOCTU
YCTBUI]; HApOTUB, B YCIOBUSAX IOYBEHHOW 3acyXu (BJIQXHOCTh BO3JyXa HE MEHsJIach) U
PE3KOr0 YMEHBIICHHUS WCXOMHON MPOBOAMMOCTH YCThUIl, B 66.7% cinyuaeB HaOII01a10Ch
ObicTpoe Bo3pacTanue mnpoBoauMoctu mocie BIl (B ocTaJbHBIX clyyasix OTBETHI
OTCYTCTBOBAJIN).

Takum oOpa3om, pe3ynbTaThl dTama HCCIEIOBAHUS MOKA3bIBAIOT, YTO MPH JIOCTATOYHO
HU3KOW MPOBOJMMOCTH YCTbHUIL, BbI3BaHHble BII u3MeHeHHs TakoW NPOBOAUMOCTH, IIO-
BUJUMOMY, MOTYT OBITb OCHOBHBIM MEXaHM3MOM pa3BUTHUSI OBICTPHIX (HOTOCHHTETHYECKHUX
OTBETOB, BKJIIOYAs KaK HWHAKTUBAIMIO, TaK M aKTUBaNUIO (OTOCUHTE3a. BwIOOp Mexmy
OTKPBITHEM WJIM 3aKphITHEM YCTBHII MPHU pacnpocTpaneHuu BII moxker ompenenstbcs BHIOM
paCTCHHSI U YCIIOBUSMHU CPENbl; B YaCTHOCTH, 0OJiee HU3Kash MCXOJHAS MPOBOAMMOCTh YCTHHII,
MO-BUJIMMOMY, CIIOCOOCTBYET 00Jjiee BHIPAKEHHOMY IMOBBIIICHUIO UX TpoBoauMocTH mpu BII u
Haobopor. Ciemyer, OIHAKO, OTMETHTb, YTO B  OOJBIIMHCTBE  HKCIIEPUMEHTOB
JIMCCEPTAMOHHOrO HccnenoBanus (uckmouas [A44]), BapuanT perymsaiud (OTOCHHTE3a
BbI3BaHHBIME BII oTBeTaMu yCTHUIT HE peaTM30BBIBAIICS.

24.6. Obwaa cxema NOMEHUYUATLHBIX MEXAHUIMOE pA3GUMUA  OblCMPOIl
UHAKMUGAUUU (omocunmesa, UHOYYUPOBAHHOU 6APUADETLHBIM NOMEHUUAIOM ) BbICUIUX
pacmenuil

Puc. 22 o6o0mniaer oCHOBHBIE pe3ysbTaThl OJOKa IHCCEPTAIIMIOHHOTO HCCIICOBAHWS,
MOKa3bIBasi TMOTEHIIMAIbHBIE MEXaHHU3MBbl Pa3BUTHS OBICTPBIX (POTOCMHTETUYECKHX OTBETOB
(mpesxie Bcero, MHAKTUBAIMU (POTOCUHTE3a) TPU MHAYKIHUU U pactpoctpanernn BIL. TTpu atom,
KJIIOUEBBIM JTAallOM BCEX MEXaHM3MOB sBjsercs umHaktuBanus H'-ATdaser [A5l], kortopas
conpoBoxaaeT reHeparuio BIl u, mo-BuauMomy, urpaer OCHOBHYIO pOJIb B peaju3allli BCEX
paccMaTpuUBaeMbIX MEXaHU3MOB (opMHpOBaHHUS OBICTPOrO (POTOCHHTETUYECKOTO OTBETa
(HemocpeICTBEHHAss UHAKTUBAIIMSI CBETOBOM CTaJlMM, YMEHBIIEHUE MPOBOJUMOCTH Me30(huiia
mucta st CO2, u3MeHeHue nmpoBoAuMocTH yeThull 1iist CO2).

CnemyeT OTMETHTb, 4YTO CYIIECTBYIOT allbTEPHATHBHBIE THUIOTE3bl O MEXaHU3Max
WHAYKIAA OBICTPBIX (POTOCHHTETUYCCKUX OTBETOB AJICKTPUUYCCKUMHU cHUTHasaMu. OJHa U3 HHX
(Krupenina, Bulychev, 2007), o0bsicHsieT HHAKTHBAINIO (OTOCHHTE3a BXOJOM HOHOB KaJbITHS.
OIHaKo, y4uThIBas TECHYIO CBA3b BXOJa MOHOB Kanblusg M uHakTuBanuun H'-AT®a3bl npu
passutuu BIT [A16,A51,A65], Takoii BXOJ MOXHO pacCMaTpHBaTh KaK JTall, IPEAIISCTBYOIINN
peanu3aiuy MoKa3aHHbBIX BBIIIE MEXAHU3MOB.

Eme onna runoresa (Biatasek et al., 2017) cs3piBaeT nHUIMAINIO (OTOCHHTETHYSCKIX
OTBETOB C PaCMIPOCTPAHCHUEM I10 PACTEHUIO aKTHUBHBIX (POPM KHUCIOpoa (BEpOsITHO, IEPOKCHIAA
BOJIOPOJIa), KOTOPBIE pacCMaTPUBAIOTCS KaK MEXaHU3M Tepeaadd dIEKTPUYECKUX CHTHAIOB IO
npoBo M myukam (Suzuki, Mittler, 2012; Choi et al., 2017; Hilleary, Gilroy, 2018). Onnaxko,
B paMKaXxX 3TOW THIIOTE3bl, aKTUBHBIE (POPMBI KHCIOpoAa (BKIIOYAsi MEPOKCHI BOAOPO/A) TAKKe
SABJIAFOTCS JIMIITb YacThI0 MeXaHW3Ma (opmuposanus BII, mHxyrmpyonmmu aktupamuio Ca?t-
KaHAaJIOB, BXOJl MOHOB KalbIIUsA M MOCIEAYIONy0 HHakTHBauo H'-ATda3bl mia3sMaTiuecKoi
mMeMOpanbI [AB5].
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Jokanvroe noepestcoeniie
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Puc. 22. Cxema mNOTEHIMANbHBIX MyTeH HWHAYKIUU OBICTPHIX (POTOCHHTETUYECKUX
OTBETOB IIpU pacnpocTpaHeHnH BapuadenbHoro noteHuuana. pHan, pHuur, pHerp 1 pHimow — pH B
amoriacTe, MHUTOIUIa3Me, CTPOME M JIIOMEHE XJIOPOIIACTOB, COOTBETCTBEHHO. (st U Om —
npoBOIUMOCTh ycThuIl B Me3ohmmia ast CO2. dpsi, psn, LEF, CEF u NPQ — xBaHTOBBIC

BbIXOJbl orocuctembl | u |, HenmuMkiIMYeckuii MOTOK 3JIEKTPOHOB, LUKIMYECKUH IMOTOK
AIIEKTPOHOB BOKpPYr QorocucteMbl | u HedpoToXMMuyeckoe TylIeHHE (DIyopecleHIINnH,
COOTBETCTBEHHO.

2.5. Ananu3 nyreil BJIMSIHUSI Bapua0eJbHOI0 TOTEHUHMAJa M BbI3BAHHOW MM
ObICTPOii MHAKTHBAUUM (OTOCHHTE3a HA TeMIOYCTOHYUBOCTL (POTOCHHTETHYECKOTO
anmapara M pacTeHusi B LeJIOM

2.5.1. Bauanue uHOyKuuu 6apuadeibHo20 NOMEHYUANA HA MENJ10yCHMOUYUEOCHb
pacmeHui

MacmTabHoe BIUSHHUE DJIEKTPUYECKHX CHUTHAJIOB Ha (DPU3MOIOTMYECKHE IPOILECCH Y
pactenuii [A1,A16,A51] no3BossSeT MPEINOIIOKHUTh, YTO TAKHE CHTHAJIBI MOTYT y4acTBOBaTh B
aJanTanuyd PacTeHUH K JelcTBHIO HeOmaronpusaTHeX (akropoB [Al,A32,A50], noBsimas, B
YaCTHOCTH, WX YCTOMYMBOCTH K OITHUM ¢akropaM. B nuTepaType mnpeiacTaBieH psa padoT
(PetuBun u gp., 1999; Szechynska-Hebda et al., 2010; Zandalinas et al., 2020a, 2020b),
MOKA3bIBAIOIINX MOJOXKUTEILHOE BIMSHHUE DJIEKTPUUYECKUX CHTHATIOB HAa TaKyH) YCTOWYHBOCTH;
OJIHAKO, MEXaHU3MBbI BIIUSTHUS H, B YaCTHOCTH, POJIb OBICTPOI WHAKTUBAIMK (POTOCUHTE3a B €r0
peanu3aliii B HACTOSIIEEe BpeMs OCTalTCA clabo wucciegoBaHHbIMU. Brusaue BII Ha
YCTOWYMBOCTh PACTEHUI K MOBBIMICHHON TeMITepaType, KOTopas SBIISETCS OJHUM W3 KITFOUEBBIX
HeOaronpusTHBIX (hakTopoB Juist pactenuit (Bakery et al., 2024; Pandey et al., 2024; Yao et al.,
2024), 6110 TPOAHATM3UPOBAHO B TEKYIIEM OJIOKE TUCCEPTAIMOHHOTO UCCIICIOBAHMS.
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[Ipexne Bcero, ObUIO M3YUYEHO BIMSHHUE JIOKAJIBHOTO Oo)kora ¥ mHAyKiuu BII Ha o0mryro
TEIIOYCTOHYUBOCTh ropoxa [A64], KOTOpyI0 OIEHMBAJIM IO IMOAABICHUIO POCTOBOI peakIuu
1ocJie TECTOBOTO BO3/CHUCTBUSI BHICOKOM TeMIlepaTrypbl. bbulo moka3aHo, 4TO IpeaBapUTeIbHas
uHAykuus BIT nokajibHBIM 0KOTOM MEPBOTO JUCTA 32 15 MUH 10 CUCTEMHOr0 HarpeBa pacTeHus
NPUBOJIMIA K CHIDKCHHIO TMOJABJICHHsI POCTOBBIX MPOIIECCOB Mocie Takoro Harpesa (Puc. 23).
Crnenyer orMeTuTh, uTo 3(hdexT Habmomancs auib npu HarpeBe 10 53° B yclnoBusx Oolee
ciaboro unu 60see CUIBLHOIO HarpeBa OH OTCYTCTBOBAJL.

a 40 1
- [] Bes mrayxumn BIT
© 35 4 I
= Ly B ¢ umaykumeit BIT
3
£ 30 1
2
= 25 T *
20 [ ] . : - 5 | _ cEm
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0 20 1
_ [] Be3 uaaykumu BIT
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= g | B ¢ maayxmeit BIT
e 1L o
215 1
§ L i %
£ . i .
< I -+ f
10 2 T - T : T T 1
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14 cyTox 19 cyTok 19 cyTok 19 cyTok 19 cyTok

Puc. 23. BiusgHue npeaBapuTenbHON HMHIAYKIMM BapuaOEbHOIrO MOTEHIMAjla Ha POCT
nobera (a) u kopHsa (0) ropoxa mocie KpaTKOBPEMEHHOIO AEWUCTBHUS BBICOKOW TeMmepaTypbl
(n=20-50) [A64]. Uuaykuus BIT ocyiiecTBisiach JIOKATBbHBIM 0KOIOM MEPBOTO JINCTA TOPOXA.
Bricokas remnepatypa neiictBoBasia Ha Bce pacteHue (30 muH, HarpeB 0 51, 53 wnm 55°C,
tepmoctatr TV-20-PZ-’K’); BO3meiictBue HaumHaioch yepe3 15 muH mocie uHaykiun BII.
MopdomeTpuueckne U3MEpeHHs OCYIECTBIUIMCH Yepe3 5 CYTOK IOciie HarpeBa. *, Mexay
BapuaHtamMu ¢ uHAykuued BII u 0e3 umHAyKIMM HaOMIOAANUCH CTATUCTUYECKH 3HAYMMBbIE
pazmuaus (p<0.05).

JI1st IpoBEpKH BO3MOKHOCTH y4aCTHsI BBI3BAaHHBIX JIOKAJIBHBIM 05KOIOM M HHAyKnuen BII
U3MEHEHUH TeMJI0yCTOMYMBOCTH (POTOCHHTETHYECKOTO ammnapaTa B BbISBIEHHOM OTBETE OBLIO
HCCJIEIOBAaHO (DOTOCHHTETUYECKOE MOBPEXKIECHUE NPU HArpeBe BO3AyXa B KaMmepe C JIMCTOM J0
53°C [A64]. [Tokazano (Puc. 24), uro npensaputenbHas nHaykius BII cHibkana moBpexaeHue
O®CIl mpu HarpeBe; HampoTuB, TemmeparypHoe mnoBpexaenne DCIl ycunupanocs. Baxho
OTMETHTb, YTO BbI3BaHHBIE MHAYKIHMEH BII nsmenenus remnoycroitunBoctu @CIl u OCII, mo-
BUIMMOMY, OTCYTCTBOBaJIM MpH Ooiiee ciabom Harpee [A62]. Bonee Toro, Ha minenure [A34] u
tomare [A49] Obpulo mokazaHo, uyto wWHAYKIMsS BIl Moxer cHWkaTh TeMmeparypHOe
noBpexxaeane OCIl npu ucnonp3zoBanuu Oomee crmaboro HarpeBa (1o 50°C), BBI3BIBAIOIIETO
cnaboe cHmkeHue Qpsi B KoHTpose (Ha 20-40%). Takum oOpa3oM, BBISBICHHOE BO3pAaCTaHUE
temrnepatypaoro moBpexacHuss DCIl [A64] He sBasiercss 00sA3aTEIbHBIM PE3yIbTATOM
nHaykuuu BII
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Puc. 24. IIpumeps! nuamenenus ¢psi, Gpsi 1 TEMIIEPATYphl BO3AyXa, OKPYIKAIOLIETO JUCT
(Te), y pacTenuii ropoxa B KOHTpoJIe U yepe3 15 u 45 mun nocie uaaykiuu BIT (a) u cpeanue
BEJIMYMHBI OCTaTOUHBIX (psi ¥ Bpsi cpasy mociie HarpeBa u uyepe3 10 mun (N=5-8) (6) [A64]. BII
UHIYIUPOBAJIM OXOTOM TIEPBOIO JIMCTA; HarpeB Bo3ayxa B kamepe 3010-Dual wu
(oTOCHHTETHYECKHE HM3MEPEHUs OCYIIECTBISUIM Ha BTOpoM Jjucte. HarpeB mponoikaincs B
tedenne 30 muH u gocruran 53°C. *, mexay Bapuantamu ¢ uHaykuuei BII n Ge3 unaykuuun
HaOJTI0IAJTUCh CTATUCTUYECKH 3HaYMMBbIe pazmuuus (p<0.05).

B pamkax nuccepTaliMOHHOTO WCCIEIOBAaHMS OBLI MPOBEICH JTOMOJHUTEIBHBIN aHAIH3
CBSI3U MHIYKIIMHU DJICKTPUYECKHX CHUTHAJIOB M TEIJIOYCTONYMBOCTH (OTOCHHTE3a y Topoxa [A8].
Takoi ananmu3 omwmpasncs Ha omHoBpeMmeHHBIM HarpeB (mo 30, 40 um 45°C) u wusMepenue
DIIEKTPUUYECKON aKTUBHOCTH JHCTheB (Puc. 25a) n Ha mocienyromuil KOppensSIuOHHbIA aHaAIN3
MEXIy  TapaMeTpaMHu  JJIGKTPHUYECKHX  CHUTHAJIOB M OCTaTOYHOM  aKTHBHOCTHIO
¢dorocunTeTnyeckux mpoueccoB (Puc. 250 u 258). [Ipu 3TOM HarpeB jimcTa BBI3BIBAJI B 30HE
JIEHCTBUSI DJIEKTPUYECKUE CUTHANIBI, KOTOPHIE 10 CBOUM XapaKTepucTukam Obutn Oim3ku kK BII
(IUTEeNnpHBIE AeTOISPU3AIIMOHHBIC CUTHAJBI CIOXKHONW (DOPMBI) U, BEPOSITHO, UMEIU CXOIHBIE
MEXaHU3MBbI. BBIIO MOKa3aHO, YTO OCTATOYHAs AKTUBHOCTH (POTOCHHTETUYECKHUX ITPOIIECCOB
(accummsitiust, kBaHTOBBIN BhIxoa DCII) Obu1a BhIIe pu OOJIBIICH AMIUTUTYIE AIEKTPHUSCKUX
peakmuii. bonee BrICOKast ocTaTOYHAs aKTUBHOCTh TaKMX IMOKa3aTesel HaOmoqanach Takke Ipu
0ojsiee HHM3KOM TEMIIEPATypHOM IOpOTe HMHIYKIIMU O3JeKTpudeckux peakiuii [A8]. Dtm
pe3yabTaThl JOMOTHUTENBHO MOATBEPKAAIOT YUACTHE AJIEKTPUUECKUX CUTHAIOB B TOBBIIICHUH
TEIIOYCTONYMBOCTH (POTOCUHTETHUECKOTO anmapaTa ¥ BO3MOXHOCTh MOJIOKUTETHHOTO BIUSHUS
Takux curHajaoB Ha ycroitunBocth OCII B cimydyae ymepeHHOTO Harpena.
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Puc. 25. Ilpumep wusmMeHeHuil »snekTpuyeckoro noteHuuana (AE), BbI3BaHHBIX
Bo3pactanueM temieparypsl (1°C) (a) u 3aBucumoctu octatognoro ¢psii (6) u A (B) oT cpenneit
aMILUTATY Bl 3JeKTpryueckux peakimii (Agr) npu Harpese (N=40) [A8]. HarpeB Bo3ayxa BOKpyr
nucta ocyuiectsisuin B kamepe 3010-Dual. AE usmepsiin ¢ UCIIOIb30BaHUEM MAaKpPOAIEKTPOIOB
(o7eKTpoa CpaBHEHHUS HAXOJWJICS Ha KOpHE); (OTOCHHTETHYECKHE TIOKa3aTeI H3MEPSUIH C
ucnosip3oBanueM cuctembl GFS-3000 u Dual-PAM-100, R — koaddummeHt koppensiuuu
[Tupcona. *, KOAPPHUIUESHT KOPPEIAMUA UMEET CTATUCTUYCCKHU 3HaYUMBbIH xapakTep (p<0.05).

Hakownen, B pabote [A25] O6b110 MOKa3aHO, 4YTO 00pabOTKa yMEPEHHOW KOHIIEHTpaluen
oprosanagara Hatpus (0.5 MM), KoTopas cHuKana akTUBHOCTH H'-ATda3kl mia3sMaTHuecKoi
MeMOpaHbl M, TeM caMbiM, HMUTHpoBaia pa3Butue BII (B coorBerctBuu ¢ [Al6,A51,A65]),
TaKXe TOBBIIIANIA YCTOWYHMBOCTh (POTOCHHTETHYECKHX MPOIECCOB B JIMCTE TOpOXa K HarpeBy
(48°C, 30 mun).

Takum oOpaszom, mnpenBaputenbHas WHAYKIMS BIl BBI3BIBaCT CIOXKHBIC H3MEHEHUS
TEIIOYCTONYMBOCTH  (DOTOCHHTETHUECKOTo ammapara (poct temnoyctoiuuBocty DCl wu
camkenue TeroyctonuuBoctd OCII) npu cunpHOM Harpese (okoso 53°C). IIpu Gonee HU3KOM
HarpeBe (45-50°C u, BO3MOXKHO, HIIKE) MOXKET MPOSBIATHCS MOJ0XHUTEIbHOE BiusHue BIT Ha
termoycroiunBocTh @CII 1 poTocHHTETHYECKHUX TTPOIIECCOB B LIETIOM.

2.5.2. Ananu3 nymeii 6nuanusn 6apuadebHO20 NOMEHUUANA HA MENI0YCMOIYUBOCHb
domocunmemuuecxkozo annapama pacmenuil

N3BecTHO, 4TO DIIeKTpUYECKHe CUTHANbI, BKItouas BII, MOTYT CylliecCTBEHHO BIHATH Ha
YCTBUYUHYIO TPOBOAMMOCTH Bhiciux pactenuii (Koziolek et al., 2004; Gall¢ et al., 2013; Fromm
et al., 2013). HecmoTps Ha TO, YTO TaKkoe BIMSHUE UMEET CI0XKHBIN Xapaktep [A21,A51], MoxHO
OXHJATh, YTO TPHU PA3INIHONW TPOBOJUMOCTH YCTBHII B YCIOBHSIX OJWHAKOBOM TeMITEpPaTyphl
OKpYXarolmero Bo3ayxa Oyaer HaOmOJaThCs pa3HbIi HarpeB JIMCTOBOW  IUTACTHUHKU.
[Mpeamonokenne OBUIO MOATBEP)KACHO B paMKaX IHUCCEPTAIMOHHOTO ucciemoBanus [A64]:
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uHaykuuss BII BbI3bIBana CHMKEHHE TpaHCIMpallMM M yBEJIMYEHUE TEMIepaTypbl JHCTa B
ycnoBusix HarpeBa A0 53°C (Puc. 26a); Mexay BeTMYMHAMHU MU3MEHEHHUN HAOII0AIach CHUITbHAS
cBs3b (Puc. 260). B cBoro ouepenp, MakCMMaIbHBIM HATPEB JIMCTA ObLT CTATUCTUYECKH 3HAYUMO
CBSI3aH C OCTAaTOYHOW BenMuMHOU (psi mocne HarpeBa (Puc. 26B); HampoTHB, OcTaTOYHAs
aKTUBHOCTh (psi ObLIAa IPAKTUYECKH HE CBsI3aHA C BEJIMYMHOM MAaKCHMaJIBHOIO Harpesa.
[TosrydyeHHBIM pe3ynbTaT IOKa3bIBA€T, YTO YyCWiIeHHE TemneparypHoro nospexacHus OCII
nocie uHaykuuu BII cBsizaHo (1o kpaiiHeidl Mepe, 4acTHMYHO) ¢ M3MEHEHHEM TpaHCIUpPALUU
JUCTa B YCIIOBUSAX HarpeBa. Takod MEXaHU3M IOATBEPXKAAETCA OTCYTCTBHUEM JIOCTOBEPHOIO
yBenudeHus: TemriepatypHoro mnoBpexzacHus DCIl mocne waaykmuu BII B ycmoBmsx
($uKCUpPOBaHHOM BeMUUMHBI Temreparypsl nucta (43-47°C) [A62]; ogHako, TEHACHIUS K TAKOMY
yBenuueHuto HaOmonanack. C Ipyroil cTopoHsl, uccienoBaHue BIMAHUMA UHAYKuuu BII Ha
nospexaerHune OCl u OCIl B nmucthsx, nociie ux norpyxeHus B HarpeTyto g0 50°C Boxy [A4]
[I0Ka3ajlo, 4TO HEOOJbIIOE, HO CTAaTUCTHYECKH 3Hauumoe ycuieHue nospexaeHus OCII
HAOJI0IAI0Ch M B TAKUX YCIOBHUSAX. YUMTHIBAs, YTO JEHCTBUE HArpeTod BOJON MCKIIOYAET
BIMSIHUE TPAHCIHpPALUU, TaKUE PEe3yJbTaThl IMOKA3bIBAIOT CYILECTBOBAHUE JOMOJIHUTEIBHOTO
MexaHu3Ma ycuieHus temneparyproro nospexaenus OCIlI nocne nnaykuuu BII.
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Puc. 26. Cpennue BeIWYMHBI MAaKCUMAJIbHOM TeMIIepaTypbl U TpPAaHCIHMPALUU JIUCTA TIPU
HarpeBe OKPY>Karolllero JUCTOBYIO IUIACTUHKY Bo3ayxa 10 53°C B KOHTpoIe, yepe3 15 u 45 Mun
nocne uHaykimu BIT y ropoxa (n=5-8) (a), koppemsamus [lupcona (R) mexny BenmunHamu
MaKkCHMaJbHOW TeMIeparypbl M TpaHcnupauuud (0), AMarpaMMbl pacCesHUs MeXay
MaKCHUMaJIbHON TEeMIIepaTypol JMcTa M OCTaTOYHBIMH (psi U Qpsi mocie Harpesa (N=19) (B)
[A64]. BII wuHaymupoBaiud O0KOrOM I[E€PBOTO JIUCTA; H3MEPEHHS (HOTOCHHTETHUYECKUX
nokazareneit (GFS-3000 u Dual-PAM-100) u HarpeB Bo3ayxa B u3meputenbHoi kamepe 3010-
Dual (30 MuH) OCYIIECTBIISUIM HAa BTOPOM JIUCTE. *, pa3nuuus ¢ KoHTpoJeM (6e3 uHaykiu BIT)
ABJISIOTCS CTaTHCTHUecky 3HauuMbiMK (p<0.05). *, kosddurment xoppensiuu [upcona umeet
CTaTUCTHYECKHU 3HAUMMBIN xapakrep (p<0.05).
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Koppensuuonnplii aHai3 MEXIy aMILTUTyn0d Bbi3BaHHOTO BII ObICTpOTrO CHMKEHUS
(OTOCUHTETHUYECKON ACCUMIUISIIIMA M OCTATOYHOW BEIMYMHOUN (hps) MOCIIE HarpeBa JUCTOBOM
IJIACTUHKU ropoxa 10 46°C moka3ajll BBICOKYIO M CTaTUCTUYECKH 3HAUYMMYIO KOPPESIUIO
[Mupcona mexay stumu nokazarensmu (Puc. 27a) [A62], 4To SBIAETCS apryMEHTOM B MOJIb3Y
yuyactusi  ObIcTpoil ~ uHakTUBauMM  GOTOCHMHTE3a B (POPMHUPOBAHUM  TMOBBIILICHHOU
teroycroiunBoctu OCI.
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Puc. 27. Ocratounsie ¢psi 1 ¢psi TOCIe HarpeBa JUCTOBOW IUIACTMHKU ropoxa 110 46°C
(n=6-11) u koadpduuuentsl koppessiuuu [lupcona (R) mexny amruutymoit BeizBaHHoro BII
CHIDKEHHMSI A W OCTaTOYHBIMU KBAaHTOBBIMH BbIXOJaMu Mpu KoHueHTparuu CO2 B Bo3ayxe 360
ppm (a) u 10 ppm (6). [Ipumepsr uzmenenuit ¢psi 1 psn Tpu cHKeHUN KoHIeHTpauuu CO2
BOKpYT scta ot 360 ppm g0 200 u 10 ppm (B). 3aBUCUMOCTh OCTaTOYHBIX (Ppsi U (psi mMOCIIE
HarpeBa JUCTOBOW IIAacTUHKH 10 46°C OT BenmuuyuHBI CHWKeHUs KoHieHTparuu CO2 mepen
takuM HarpeBoM (N=5-8) (r). [IpuBenensl pesynbrarsl U3 padorsl [A62]. BI1 mnaynmupoBanm
JIOKAJIbHBIM 0KOTOM IIEPBOro JIUCTa Y ropoxa 3a 15 MuH 10 HarpeBa BTOporo jucra ao 46°C.
Harpes (30 mumH) ocymiectBisuics B u3MeputenbHoil kamepe 3010-Dual; mpu sTom, Harpes
BO3[lyXa BOKpYI JIUCTa BapbHpOBal, 4yTOObI O0ECHEYUTH 33JaHHYIO TEMIIepaTypy JUCTOBOM
riacTuHkM. CHmkenue koHueHtpauu CO2 Bokpyr BToporo sucta (GFS-3000) ocymectBusium
3a 30 mun po wusaykuuu BII (Puc. 276) wnim 3a 15 muH no HarpeBa (Puc. 27B).
®otocunTeTnueckue mokasarenn mmepsimm GFS-3000 m Dual-PAM-100. *, ornmumst oT
koHTpons 6e3 BII cratuctideckn 3naunmsl (p<0.05). #, R cratuctruecku 3naunm (p<0.05).
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B ycnoBusix CHMKEHMsI aKTMBHOCTM TEMHOBOW cTaauM (OTOCHUHTE3a U IOJABJICHUS
BbI3BaHHOTO BII ObIcTpOro cHmkeHnust A (Huskas koHneHtpauus CO2 BOKpPYT JHCTa), HHIYKIHS
BapradeIbHOTO MOTEHIIMANIa CHUYKAIa OCTaTOYHBIA (ps| M yMeHbIaa koppensauu (Puc. 270).
Camxenue koHueHTpauuu CO2 BOKpPYT JIMCTa BbI3bIBAJIO YMEHBUIEHHE KBAHTOBBIX BbIX010B PCl
u OCII, cxognoe ¢ uaaynupoBanubiM BII (Puc. 278), u nmoBeimana ocrarounsiid ¢ps) (Puc. 27).
ITomyuyeHHble pe3ynbTaThl OKA3bIBAIOT, YTO BbI3BaHHAs BII MHakTHMBanus TEMHOBOM cTaauu
¢dorocuHTe3a (M ee MMHUTALMs yMeHbIleHHeM KoHueHTpanuuu COz BOKpYT JIMCTa) MOBBIIIAET
teroycroiunBocTs OCI.

[Tonoxurensnoe BmusHUe BII Ha TemoycrtoiunBocth ®CII B 3TOM 3KCnepuMeHTE
orcytcTBoBajio (Puc. 27a); omHako, yMepeHHass MHAKTUBAIUS TEMHOBOM CTaguu ()OTOCHHTE3a
(camwkenne koHreHTpamuu CO2 Bokpyr aucta 10 100 ppm) yBenuuuBaio OCTaTOYHBIA (psii MO
CpaBHEHHIO C €ro BenuMuumHOW B smcte, mporperom mpu 360 ppm COz (Puc. 27r). Pe3ynprar
[IOKa3bIBAaeT MOTEHLIHAIBHYI0 BO3MOXHOCTb IOJIOKUTEJIBHOIO BIMSHUS MHIyLupoBaHHOW BII
ObICTpoli MHAKTUBALMH (HOTOCHHTE3a Ha TeroycroiunBocts CII, uro xopomo cormacyercs ¢
BBI3BaHHBIM BapualeabHbIM moTeHnuaioM [A34] wumum  BII-00pa3HbIMH  AIEKTPUYECKUMU
CHUTHAJIaMU B 30HE HarpeBa [AS] moBwIIeHHEM TerIoycTouuBOCTH (otocuctemsl |1, koTopas
ObUIa IIOKa3aHa B IUCCEPTALIMOHHOM HCCIIEI0OBAaHUU IIPU MCIIOJIb30BaHUM OoJiee c1aboro Harpesa
(50°C u Hmxke). BaxXHO OTMETUTH OTCYTCTBHE BBIPAKEHHBIX M3MEHEHUH TEIUIOYCTOMYHMBOCTH
@®CI B 3TOM ciyyae [A8], 4TO XOpOLIO COIJIACOBHIBAJIOCH C YMEHBIIEHUEM IOJIOKUTEIBLHOIO
Biusinust BIT va ®CIl npu ymenbinenun Harpesa [A62].

B pamkax auccepTallMOHHOIO HccieloBaHMsA ObUIO ToOKa3aHo, yto BII BbI3bIBatOT y
pacrenuii Bospacranue NPQ [A3,A5A12,A23,A24,A29,A34,A35], CEF [A44,A55A63] u
conepxkanne AT® B muctesax [A2]. Bospacranue NPQ (Miiller et al., 2001; Roach, Krieger-
Liszkay, 2014; Ruban, 2016) u CEF (Rumeau et al., 2007; Sharkey, Zhang, 2010; Johnson,
2011) sBRsIIOTCS XOPOIIO HU3BECTHBIMU CTPECCOBBIMH OTBETAMU PACTEHHi, CIOCOOCTBYIOLUIMMH
3anTe (POTOCHHTETHYECKOTO anmnapaTa MpH JeicTBUU HeOaronpusaTHeIX (pakropoB. HanpoTus,
noBbllieHHOe cojepxkanue AT® sBusercs (akropoM, o00JeryaromiuM BOCCTAHOBJIICHHE
(OTOCMHTETHYECKOTO  ammapaTa Iocie JeMCTBUS  CTPEcCOBBIX  (AaKTOpPOB  (BKIOYAs
noBsieHHy0 Temneparypy) (Allakhverdiev et al., 2005, 2008). 136biTok AT® Takke MOXET
OBITH HEMOCPEICTBEHHO MCIIONB30BaH JUIsl YCKOPEeHUs (OpMHUpPOBaHUS 3aIIUTHBIX U3MEHEHUN U
BOCCTaHOBJIEHUS JIPYTHX IpoLeccoB pacTeHus. Ha ocHOBaHMH 3TOro, MOXKHO MoJjaraTb, YTO
yBemmmuenue NPQ, CEF u AT® [Al] sBisiFOTCS MEXaHU3MaMHF TIOBBIIICHUS TEIIOYCTOWINBOCTH
¢dorocunTeTHyeckoro ammapara. OJHaKo, B 3TOM Cilydae JONOJIHHUTEIBHOTO aHalu3a TpedyeT
pons moBeimeHHOro NPQ, Tak kak 3TOT MexaHm3M 3amumiaer npexnae Bcero DCII, a
pe3yJabTaThl AMCCEPTALMOHHOIO HMCCIEIOBAHUS MPEUMYIIECTBEHHO MOKa3bIBAIOT BO3pacTaHHe
teroycroiunBoctd  ®CI (o kpaiineit Mepe, mpu cwibHOM HarpeBe [A4,A62,A64]. B
auTepaType mpezcraBieHa rumore3a (Sonoike, 2011; Tikkanen, Aro, 2014; Tikkanen et al.,
2014) o Tom, yTo MHaKTUBanuMs (Hampumep, Beaeacteue pocta NPQ) wiu nospexaenne OCII
MOXET OBITh YacThlO 3amUTHOrO Mexanusma it OCl (myTemM yMeHbIIEeHUS OTOKa 3JIEKTPOHOB
Ha 3Ty (oTocucTeMy), Tak Kak mHoBpexaeHue cinabo penapupytomeid DCl spaserca Oornee
OTIaCHBIM JIJIsl paCTEHUSI.

OTmedeHHas TUTIOTE3a OOBSCHSAET HE TONBKO poib yBenmdeHuss NPQ B MmoBBIIEHUH
ycroitunBoctu @Cl 1 pacrenus B uenom, Ho 1 Bei3BaHHOe BII Bo3pactanue nospexaenus OCII
npu CWIbHOM HarpeBe [A64]. s TpoOBEepKH IOCIETHET0, B paMKax IUCCEPTAI[HOHHOTO
UCCIIeIoBaHMs OBIJIO MPOBEIEHO comocTaBieHne octaTouHbX akTuBHOcTell DCl nu OCII nocne
Harpesa B YCIOBHSX TpenBaputenbHoil uaaykiuu BIT (3a 5, 10, 15 u 20 mun 10 Harpesa) [A4].
bein ucnonezoBan HarpeB g0 50°C ropsiueil BOAOH, YTO yMEHbIIANO BapHaOEeNbHOCTh
pe3yNbTaTOB BCJEACTBUM HCKIIOUYEHHS BapuadeNbHOCTH W3MEHEHUH TpaHCIUpaluu Npu
HarpeBe. bbulo mokaszano, uro umHaykims BII 3a 5 MuH 10 HarpeBa JOCTOBEPHO MOBBIIIANA
ocrarounyto aktuBHOocTh DCIl, a unnykuus BIl 3a 20 mMuH 1o HarpeBa — mpuBOAMIA K
TeHeHIMH K noBbieHuto (Puc. 28a). Muaykuusa BII Takke cHuXkana 0CTaTOYHYIO aKTUBHOCTD
OCII mpu Harpese uepe3 5 u 20 mun nmocine Hee (Puc. 280).
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Puc. 28. Ocrarounas aktuBHOCTh PCI (a) u DCIl (6) mocne Harpesa jucTa ropoxa A0
50°C (5 w™mwmH, Harperas Boga) (N=6-11) wu gmarpamMmma paccesHHS MEXIy BCEMHU
UHIUBHIYalbHBIMH OCTaTOYHBbIMH akTUBHOCTMHU (N=37) [A4]. HarpeB BrOporo Jmcra
ocymiectBisics uepe3 5, 10, 15 u 20 mun nocne uaaykuuu BII (JokanbHBIIM 0XOr mepBOTro
JTMCTA); B KOHTPOJIE oxor He HaHocuics. Ocratounyro akTuBHOCTE DCI (1-dpsi®) 1 PCI (dpsii®)
M3MepsIi BO BTOPOM JmcTe uepes 15 mmH mocie mHarpea (Dual-PAM-100). drs® u ¢psi®
onpenensuin nociae 10 MuH 3areMHeHHs 1o craHgaptHoM mporeaype Dual-PAM-100; mepen
ompenenenneM (ps’’ IUCT OCBENTANM AambHUM KpacHEIM cBeToM (10 ¢). R — xodddurment
koppensiun [Tupcona. *, pa3nudus ¢ KOHTPOJIEM ObUTH CTaTHCTHUECKH 3HAaUYUMBbI (p<0.05).

AHanus auarpaMMbl paccesHUs MEXIy HHAWBHUIYaJIbHBIMM BEJIMYMHAMHM OCTaTOYHOMN
aktuBHOCTH ®Cl 1 OCII, monyyeHHBIMH BO BCEX BapHaHTaX dKCIIEPUMEHTA, BBIIBUI CHIIbHYIO
OTPHILIATENIbHYIO CBsA3b MeXIy BenuunHamu (Puc. 28B). [lonydeHHble pe3ybTaThl IOKa3bIBAIOT,
yro ycmienue nospexnaerus PCIl (umm ee muHaktuBamus npu pocte NPQ) neiicTBuTenbHO
MOTYT BBICTYIIaTh B KauecTBe MexaHu3Mma 3amuTsl @C| oT TeMepaTypHOro NOBpPEXICHUS U, B
COOTBETCTBUU C MPUBEACHHON TMIIOTE30M, YJaCTBOBATh B Ka4eCTBE MEXaHM3Ma BbI3BaHHOTO BII
HOBBIIICHHUS TEIIOYCTOHYMBOCTH (DOTOCHHTETHUYECKOTO arnapara u pacTeHus B uenom [Al].

25.3. Oowana cxema nymeit e6IUAHUA  6aAPUADEILHO20 NOMEHUUANA HA
mMennoycmouyugocms YomocuHmemuuecko2o0 annapama pacmeHuil

Puc. 29 o06oOmiaer moTeHIMaNbHBIE IyTH BIUSHUS BapuaOETbHOTO IOTCHIMANA W
BBI3BAaHHOH MM  ObICTpOH  MHaKTUBaUMM  (OTOCHHTE3a  Ha  TEIJIOYCTOHYHMBOCTb
(GOoTOCHHTETHYECKOTO ammapara M pacTeHus B 1eiaoM. OmnwMpasch Ha  pe3yibTaTbl
JUCCEPTALMOHHOTO HCCIIEOBAHUS, Takas CXeMa IpEANoiaraéT HECKOJBKO OCHOBHBIX IyTeW
MOBBILICHUS TETJIOYCTOWYMBOCTH PACTEHUSI.

IIpexxne Bcero, cieqyer OTMETUTH, BbI3BaHHOE BII MoBBIIEHHE TEIIOYCTOWYUBOCTH
OCl B ycrnoBusix JAeWCTBUS BBICOKOM Temreparypbl. Takoe mMoOBbIlIeHHE Oa3upyercss Ha
aktuBaimu CEF u Ha crumynsiuu wHaktuBaimu (poct NPQ) u TepMHUECKOro MOBPEKICHUS
OCII; mocnengnee coryacyercss ¢ TUNOTEe30M o Oosiee BaxkHoM poysm DPC| mius BeDKHBaHUSA
pacTeHust 1 Heo0XouMoCThIo nofasyeHus pyHkuuonupoBanust @CII mpu CHIIBHBIX CTPECCOBBIX
Bo3neiictBusx (Sonoike, 2011; Tikkanen, Aro, 2014; Tikkanen et al., 2014).
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Puc. 29. Cxema mNOTeHIMANbHBIX TMYyTEeH BIUSHUA BBI3BAHHBIX BapUAOETHHBIM
MOTEHIIMAJIOM OTBETOB Ha TEIUIOYCTOMYMBOCTH (POTOCHUHTETUUYECKOTO amrmapara U pacTeHHs B
uenoM. IlyHKTHpHas CTpeska ITOKa3bIBAET BO3MOXKHOE BIMSHUE W3MEHEHUU IPOBOIUMMOCTH
YCTBHUII, BEI3BAaHHBIX BapuaOeIbHBIMU MOTEHIIMATIaMU, Ha (POTOCHHTETUYECKUE MpoIecchl. Poib
TaKOro BIUSHUS B U3BMEHEHUSX TEIJIOYCTOWYUBOCTU (POTOCUHTETUYECKOTO anmnapara u pacTeHus
TpeOyeT JaNbHEHIIINX UCCIIETOBAHM.

Bropoii myTs npeznonaraer HemocpeACTBEHHOE NoBbIeHne TeroycroitunBoctu OCII B
YCIIOBUSIX JEHCTBHS yMEPEHHOIO HarpeBa, YTO MOXET OBITb OOYCIIOBJIEHO, IpPEXKIE BCErO,
BbI3BaHHBIM BII Bo3pactannemM NPQ u, B 4acTHOCTH, €ro 3HEpro3aBUCHMMON KOMIIOHEHTHI,
KOTOpas sBisieTcs OJHMM U3 Haubosnee 3p¢exkTuBHbIX M OblcTphix myTeil 3amutel OCII ot
¢doronoBpexnenust (Ruban, 2016). Kak criexctBue, BO3pacTaHue dSHEPro3aBUCHUMOM
komoHeHTBI NPQ Oyjmer Takke CIIOCOOCTBOBATH 3alllUTE OT APYTHUX CTPECCOPOB (BKIFOYAs
NOBBIIICHHYIO0 Temreparypy, Falcioni et al., 2024), xoropble 00Jier4aloT pa3BHTHE TaKOTO
(boTOnOBpEXKACHUS TyTEM CHUKEHHS aKTUBHOCTH TEMHOBOM cTaiuu (POTOCHHTE3A.

Tpetnii myTh cBs3aH ¢ BeI3BaHHBIM BII M mHakTHBanuen (oTOCHHTE3a BO3pACTaHHUEM
comepxanuss AT® B TUCThAX pacTeHH, Tak Kak H30BITOK AT® MoxeT crmocoOCTBOBATh Kak
pernapalMoHHbIM, TaK ¥ aJIalTallMOHHBIM mporeccaM. Onupasich Ha [A3], MOXKHO ToJIaraTh, 4To
BbI3BaHHbIe BII oTocuHTETHYECKHE OTBETHI HE CTUMYJIUPYIOT, a CHIKaIT npoaykunio AT B
X0/1e POTOCHHTETHYECKUX MPOILIECCOB (Js CHIKAETCS); OJJHAKO, BCICACTBUE YMEHBILICHHS OTTOKA
SHEPrUM U3 JIMCTHEB (B pe3ysIbTaTe CHUKEHUS 00pa30BaHUs caxapoB, YUaCTBYIOIIUX B JaJlbHEM
TpaHcnopTe) npoucxoauT HakormeHne AT® B xjopomnacrax M, BEpOSTHO, B LIUTOILIA3ME
kiaetok Me3odmia [A2]. Ha ocnoBanuu atoro 6suto mpeamnonokeno [A50], uto BerzBanHoe BII
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CHUCTEMHOE IOBBIIIEHHE TEIUIOYCTOMYMBOCTH PACTEHHUSI MOKET OBITh CBS3aHO C BPEMEHHBIM
CHIDKEHHEM B3aMMOJICHCTBHS MEXKIy KJIETKaMH M opraHamu pacteHus. [lomMuMo CHMXKeHHUA
0o0pa3oBaHUs TPAHCHOPTUPYEMBIX caxapoB, BIl MoryTr ymeHsmate ux 3arpy3ky Bo (uiosmy
(Fromm, 1991; Fromm, Bauer, 1994) u cmocoOCTBOBaTh OKK/IIO3HH CHTOBHUIHBIX 3JIEMEHTOB
(Furch et al., 2007, 2010; van Bel et al., 2014); ecme ogHMM pe3yIbTaTOM PACHPOCTPAHEHUS
JNIEKTPUYECKUX CUTHAIOB sBJsieTcsl 3akpbiTie IwiazmozecM [AS50]. Tlpu sTom cHmKeHHE
B3aUMOJICHCTBUS MEXJy KIeTKaMM U OpraHaMu pacTeHHUs MOXKET CHOCOOCTBOBATH Kak
HAKOIJICHUIO HEOOXOMUMBIX pecypcoB (mpexae Bcero, AT®) B dYacTix pacTeHHs,
HOJIBEPKEHHBIX HAaUOOJIBIIEMY PUCKY BO3AEHCTBHSI HEOIAaronpuaTHoro (pakropa (JIMCThs), TaK U
CHI)KCHHMIO BEPOSTHOCTU IIOBPEXKIECHUS COCEJHUX YYacTKOB pacTeHHUs (Hampumep, uepes
pacrpocTpaHEeHUE aKTUBHBIX (POPM KHCIIOPOJIA).

3aBepmasi 6JOK JTUCCEPTAIMOHHOTO HCCIEIOBAHMUs, CIEAYET MPEABAPUTEIHHO OTMETHTH
elle OAMH NMOTEHLUUAIbHBIM MyTh BIMSHUA BbI3BaHHBIX BII (oTocuHTETHYECKMX OTBETOB Ha
YCTOWYHMBOCTh pacTeHus. B coorBercTBuM ¢ 0030pHON padotoit [A32], Bbi3BanHas BII
MHAKTUBaLlUs (OTOCHHTE3a MOXKET CHMXKaTb MOPOr [UId MHIYKIUHM MPOrpaMMHUpPYyEMOM
KJICTOYHOW CMEPTH, T.€. PEryJIMpOBaTh Pa3BUTHE ITOTO IpoOIecca MOA JCHCTBHEM (PAKTOPOB
cpeabl. HecMoTpss Ha TO, 4TO BIMSHHUE SJIEKTPUYECKMX CHUTHAJIOB Ha MPOTrPaMMHUPYEMYIO
KJIETOYHYIO CMEpPTh y PACTEHMH OCTAaeTcs MNPaKTUUECKU HEU3YyUEHHBIM, aHAIW3 I0J00HOro
BIMSIHUS SIBISIETCS BaKHOM 3ajadeil OyqylIMX HCCIelOBaHMH, TaK KaK MOJXKET I0Ka3aTh elle
onuH myTh ydactust BII B ananTanmu pacTeHuid K IEHCTBHIO HEOIArONPUATHBIX (DAKTOPOB.

2.6. Anaau3 ¢axropoB, MoaupUUUPYIOIIUX (opMHUPOBaHHE BapuadeIbHOI0
MOTEHUUAJA U OBICTPOIi MHAKTUBANUM (POTOCHMHTE3A

VY4auThIBas TOJOXHUTEIBHOE BIHMSHHE DSJEKTPUYECKHX CUTHAJIOB M BBI3BAHHOW HMH
WHAKTUBalMK (OTOCHUHTE3a Ha YCTOWYMBOCTH (POTOCHMHTETHYECKOrO ammapara K JIeHCTBHUIO
CTPECCOpPOB, CTAHOBHUTCS AKTyaJIbHBIM aHamHu3 (HaKTOpPOB, MOAUPUIUPYIONINX (HOPMHUPOBAHUE
BII u ¢ortocunTeTHUeckux OTBETOB. B pamkax IuCCEpTAlMOHHOTO HCCIEIOBaHMs ObLIN
paccMOTpeHBbl TpPH TPYNIbl TakuX (PaKkTOpoB: BapuaOETBLHOCTh AIEKTPOPUINOTOTHIECKUX
XapaKTEPUCTHK PACTUTENLHBIX KJIETOK (Ha mpumepe, aktuBHOCTH H-AT®da3sl m1a3MaTnueckoi
MeMOpaHbl); JJIUTENIbHOE IpelBApUTENIbHOE JEeHCTBUE CcTpeccopa (Ha NpUMEpe, 3acyXu);
npeaBapuTeNnbHas 00pa0oOTKa SK30T€HHbIMH (uToropmMoHamu (Ha mpuMepe, aOCLU30BON
kuciotel (ABK) u 24-smmbpaccunonmma (36J1)).

2.6.1. Ananuz  enusanusn  eapuabdenvnhocmu  akmuehocmu  H'-AT®Dazv
naA3MaAmMu4ecKol Memopansvl Ha opmuposanue INEKMPUYECKUX CUZHATI08 PACHEHUA

Nssectno (Becemosa u ap., 1993; Schurr et al., 2006), uto aeilicTBHE CTPECCOBBIX
(akTOpOB MOXKET MOBBIIIATh BapUAOCIBHOCTh XapaKTEPUCTHUK PACTEHUMN; ATO COTJIacyercs ¢
YBEJIMYEHUEM MPOCTPAHCTBEHHOW HEOAHOPOAHOCTH (POTOCHHTETHUECKUX IPOIECCOB B JIMCTE
ropoxa MpH MOBBINICHUH WHTCHCUBHOCTH OCBEINEHHsS WK pa3BUTHH 3acyxu [A45]. YuuthiBas,
41O (POTOCHMHTETHYECKHE MPOIECCHI CBs3aHbl ¢ akTMBHOCTHI0O H -AT®asms1 (Kinoshita, Kinoshita,
2022), MOXHO OXHJaTh, YTO €€ BapuabeTbHOCTh TaKke OyneT BO3pacTaTh NpU JEHCTBUU
CTPECCOPOB.

C npyroit CTOpOHBI, aHAINU3 BO30YJAMMBIX DJIEMEHTOB W WX CHCTEM IIOKAa3bIBAET, YTO
(uryKTyanuu BeTHYUHBI Topora Bo30yx1eHus Bo Bpemenu (Gammaitoni et al., 1998; Wellens et
al., 2004) unu ee croxacTuyeckas MPOCTPAHCTBEHHas HeomHopoaHocts (Tessone et al., 2006;
Liang et al., 2020) moryr oOmeryarb MHAYKIHIO O3JCKTPHYECKOTO CHTHana. B kauecTBe
MEXaHMU3MOB JTOTO pacCMaTPUBAIOT CTOXAaCTUYECKHH pPE30HAHC WM WHAYIMPOBAHHBIN
pasHoOOpa3HeM pe30HaHC, COOTBETCTBEHHO. MOXHO O0XHJaTh, UYTO TMOJOOHBIE (DAKTOPEI
OKa3bIBAIOT BIIMSHUE HA TEHEPAIUIO JJIEKTPUIECKUX CUTHAJIOB y PACTEHUIA.

B pamkax auccepTallMOHHOTO HCCIEAOBaHMs OBUIO IMOKa3aHO, 4TO MeTaboiuueckas
KOMIIOHEHTa MEMOpAaHHOTO MOTEHIMada, KOTopas OTpakaeT akTUBHOCTH H'-AT®dassl
TU1a3MaTHYecKoi MeMOpaHbl, 3HAYNTEIbHO BapbipoBaia (okomno 40% B mpenenax oJHOTO JHCTa
[A36]). C napyroii cTOpoHBI, Takas aKTHBHOCTh MOKET CYIIECTBEHHO BIHUSATH Ha MOPOT
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TeHepaluu JIEKTPUYECKUX CHTHAIOB (CM., HampuMep, TeopeThdeckyro pabdory Sukhov et al.,
2011). BenenctBre 3TOro, HMEHHO CTOXAaCTHYECKash BapuabeabHOCTh akTHBHOCTH H'-AT®da3br
aHaM3UPOBaIach B paMKax aucceprannonHoro ucciemoBanus [A30,A36]. MaremaTnueckoe
MOJICIIUPOBAHUE SBIAECTCS OCHOBHBIM HHCTPYMEHTOM JUIS aHajdh3a CTOXAaCTHYECKOTO U
WHIYIIMPOBAHHOTO pPa3HOOOpa3WeM pEe30HaHCa, IMOATOMY I3TOT paslieNl JIUCCEPTAIIMOHHOTO
UCCIICIOBAaHUS ONUpaJCd Ha paHee pa3padOTaHHYI0 MOJENb aHcaMOias BO30YAMMBIX
pactutensHbIX KaeTok (Sukhov, Vodeneev, 2009; Sukhov et al., 2011). Ciaexyer OTMETUTD, YTO
Takasi MOJIeJIb ONKMChIBAIa HHAKTUBAIMIO H'-AT®a3bl MOCTENEHHBIM CHIKEHHEM TEMIIEPATYPbI;
OJTHAKO, PE3yJbTaThl aHaW3a MOJCIU TNPUMEHUMBI I TEOPETUYECKOTO HCCIICOBaHUS
HAualbHOM (a3bl Pa3IMUYHBIX JJIEKTPHUECKUX CHUTHAJIOB, OOYCIIOBJICHHBIX MOCTEIICHHBIM
CHIDKEHHEM aKTUBHOCTH 3Toro (epmenTa (B uactoctu, BIT [A1,A7,A16,A51]).

MaremaTnueckasi MoOJeNIb, KOTopas Oblla pa3paboTaHa aiasi H3Y4YCHUS BIMSHUSA
WHIYIIIPOBAHHOTO Pa3HOOOpa3HeM pe30HaHCa Ha AJIEKTPHUYECKUE CUTHAJBI, H UCTIOJIh30BAHHBIC
napaMmeTpbl ObuUIM TOAPOOHO omucanbl B padore [A36]. Dnekrpodusnonorunyeckas MOICIb
kinetkn (Puc. 30a) BKitouana B cebs onmmcanue ToTeHIMan3aBucuMbix Ca?* kananos, inwardly-
rectifying u outwardly-rectifying K* xamanos, CI° xamanos, H' u Ca?*-ATda3, H'/K*
antunoprepa u 2H'/CI" cummoprepa, M3MeHEHUH HMOHHBIX KOHIEHTPAIMN KajlblMs, Kalus U
xJIopa, Oy(epHBIX CBOMCTB aromiacrta W IUTOINIA3Mbl, a TaKKe KaublUeBOW peryisimuu H-
AT®a3s1 u Cl kananos.

a
(o Armormiact
y Ill IT1a3MaTeMMa_
{ N )
e *_/ ITuTomma3Ma \
Bl
' \ Bil. [ {
+H* H
+H “ H* B
| IB
BKaw
\\ N\ /I ;I
Q 4
N (&}
0 B
7" TG —— Bpewms, ¢
\ Q 0 60 120
— ] | 0 30

K'

Kiaetka —"I @ Ags 5
= 100 - )1 20 &
Aﬂomfi [ asod | |0-5Ass
\ \‘
— T~ 1 -200 - Aty 110

Puc. 30. Cxema Monenu D3JEKTPUYECKOH aKTUBHOCTH KJIETKH (a) M MOJENIu
B3aUMOJICCTBUSL COCENHMX KIETOK (0), a Takke TMpuUMep DJJIEKTPHUUYECKOTO CHUTHAJIA,
UMHTHUPOBAHHOTO MOJICJIBIO TIPH CHIDKEHWM TeMIlepaTypbl M ero mnapamerpel (B) [A36].
[MoapobHOe ommcaHue Monenud M ee mapamerpbl mnpuBeneHbl B [A36]. Em — MemOpaHHbBII
noreHman, T — Temneparypa, Ags — aMIUIUTY /1A SIEKTPUUECKOT0 CUTHaNA, Atth — «ITIOpOTOBOEY

Bpemst ansi (opmupoBaHus cnaiika, AT — «moporoBoe» H3MEHEHHME TeMIEepaTyphl AJis
(dopmMHpoBaHuUs criaifka.
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CocenHue KIeTKH ObUIM CBSI3aHBI 3JEKTPUUECKUMU KOHTAaKTaMU 4Yepe3 IUIa3MOJECMbl
(Puc. 300); Takke, MeXKAy y4aCTKaMH aroIuiacTa COCEAHUX KIJIETOK MPOUCXOIMI 0OMEH HOHOB,
ONMCAaHHbIE HA OCHOBaHWHU 3aKkoHa Puka. CucreMa B LEJIOM IpeAcTaBisiia co00i ABYMEpHBIN
aHcamMOib  BO30yAMMbIX  KJeToK  (20%20); aHamM3UpyeMblii  DICKTPUYECKUHA  CUTHAI
pacCUMTHIBANICS MYyTEM YCPEIHEHUS OTBETOB TIpPYNIbl LEHTpalbHBIX KieTok (10%10).
Croxactuueckass IPOCTPAHCTBEHHAs HEOJAHOPOAHOCTh, akTUBHOCTH H'-ATdasel  Oblia
peain3oBaHa IYTEM YMHOXXEHHS AKTUBHOCTH (DepMEHTa B KaXKIOW KJIETKE Ha CIy4ailHYyIO
BEJIMYMHY C HOPMAJbHBIM paCIpe/eiICHUEM M CPEJHHM 3HAYEHHUEM, PABHBIM €AMHHMIE. Takas
BEJIMYMHA OCTaBaJlaCh HEM3MEHHOW MJisi KJIETKM B TEYEHHMHM BCETrO LHMKIA pacuera MOJEIu.
Mopnens ananmusupoBanu merogoM Monte-Kapio, wucnone3ys 25 mnostopoB. Puc. 308
MOKA3bIBACT aHAIM3HPYEMblEe MapaMeTphbl DJIEKTPUUYECKHX CHUTHAJIOB, BKJIIOYas IOPOTOBBIC
XapaKTePUCTHKH.

bouto mokazano (Puc. 3la), uTo yBenMUEHHE CTOXACTHUYECKOH MPOCTPaHCTBEHHOM
HEOJHOPOIHOCTH akTHBHOCTH H'-AT®a3bl, KOTOPYIO 33/1aBajii HA OCHOBAHUHM OTHOCHTEIHLHOTO
CTaHJapTHOIO OTKJIOHEHHs Takoi aktuBHOCTH (SD,%), mNpHBOAMIO K  YCKOPCHHUIO
dopMupoBaHUs JIENOJSApU3AUMK U OoJiee paHHEMY TOSBJICHUIO CIIAHKOB MPH PAa3BUTHU
3JICKTPUYCCKOTO CUTHAJIA. AHANIW3 CpeIHUX 3HadeHWH mokasarened (Puc. 3106), moarBepanin
TaKOW pe3yJIbTaT, MOKa3bIBasi CHIDKEHHE BPEMEHHOTO M TEMIIEPAaTypHOT'O OpOra ISl OSBICHHS
cnaiikoB mpu yBenuueHMH SD. AMIITUTyOa SIEKTPUUECKOro CHTHajga HMMena JBYyX(a3zHyro
3aBHCUMOCTBH OT SD: Bo3pacTranue, 3aTeM CHIKEHHE; OJTHAKO, 00a BapUAHTHI M3MEHEHHH ObLIH
OTHOCUTENbHO HeBenuku (Mmenee 10%).

CxozHblit aHanu3 ObUT UCIIONB30BAH YIS OLEHKH BIMAHHA (IIyKTyanuii aktusHoct H'-
AT®a3sl BO BpeMEHH Ha aMIUIMTYIy M MOPOr TeHepauuu syiekTpuueckux curHanos [A30];
OJIHAKO, /IJIs1 HEro ObuIa UCII0JIb30BaHa 0oJiee YIPOIIEHHAs MOJIENb, BKIIIOYAOIas B ce0s TOJIbKO
JNEKTPUYECKH BO30YIUMYIO KIETKy. Pe3ynbpTarhl aHanm3a T[OKa3ald, YTO BO3pacTaHue
GuryKTyanuii TakKe YCKOpSUIO NENOJSpU3aLUI0 M CHUXKAJIO HOpor (OpPMUPOBAHUS CIIANKOB;
KpOME TOT0, IPOUCXOIUIO0 HEOOIbIIIOE YMEHBIICHNE aMILIUTYIbI JIEKTPUUECKUX CUTHAJIOB.

Takum 00pazoMm, TOJy4YeHHBIE pE3yJIbTaThl MOKA3bIBAIOT, YTO MPOCTPAHCTBEHHAS
HEOHOPOAHOCTh WK (iyKTyaruu akTiBHOCTH H-AT®as3bl 11a3MaTHuecKoi MEMOPaHbl MOTYT
YCKOPATh Pa3BUTHE AJIEKTPUUYECKUX CHUTHAJIOB (00JeryaTh JenoJisipu3anuio U (GOpMUPOBAaHUE
CHalKOB C BBICOKOM aMIUIMTY/AOH). YUUTHIBas CBSI3b MMAapaMeTPOB DJIEKTPUYECKHX CHUTHAJIOB C
napameTpamu oTBeTOB (hoTocuHTe3a [Al,A6], MOXKHO Mpe/oiaraTh, 4YTO BhISIBICHHBIN YD QeKT
JIOJDKEH TaKKe CIOCOOCTBOBAaTh YCKOPEHHIO Pa3BUTHUS OBICTPOM MHAKTUBAIMM (OTOCHHTE3A M,
BEPOSITHO, MOBBIIICHUIO YCTOWYMBOCTH (POTOCHHTETUIECKOTO armapara K JIEHCTBHIO CTPECCOPOB.
B 11e710M, pe3yJibTaThl OKAa3bIBAIOT, YTO BO3pACTAHUE BApUAOEIbHOCTH akTUBHOCTH H -ATdasbl
MOKET OBITh MEXaHM3MOM CTUMYJSIMKM (opmupoBanus BII u ObicTpoii poTocuHTETHUECKON
WHAKTUBAIlUU Y PACTCHUH.

2.6.2. Ananu3 enuanusa 3acyxu Ha hopmuposeanue 6apuadeibHOZ0 NOMEHUUANA U
OvbicmpolX homocunmemuueckux omeemos

JITuTenpHOE BIMSHUE CTPECCOPOB SIBISIETCS €IIe OJHOM TPYNIOH €CTECTBEHHBIX
(akTOpOB, KOTOpBIE, MOTEHIIUATBHO, MOTYT OKa3blBaTh BIMsAHUE HAa MHAYKIMIO BII u OpicTpyto
uHaKkTHBaNuio GortocuHTe3a. [Ipu 3TOM, 3HAYNTETHHBIN HHTEPEC BHI3BIBACT BIUSHUE 3aCYXH, TaK
KaK BOJIHBIN Ne(UIMUT SABISETCS OJHUM U3 KIIOYEBBIX HEONArompUsATHBIX (PAKTOPOB Cpeibl
(Chaves et al., 2009; Fahad et al., 2017; Gupta et al., 2020), poiab KOTOPOro AOMOJHHUTEIHHO
YCUJIMBAETCs BCIIEACTBUE TI00aIbHBIX U3MEHEHHH KiuMara.

3acyxa MHIYIMpPOBAJIACh IMPEKpAIICHHEM MOJUBA PACTEHHH TOpoXa, BBIPANICHHBIX Ha
necyaHoM cyoctpare [A44]; Takast MojieTIbHAsA CUCTEMa oOecrieurnBasa ObICTPYIO IOTEPIO BOJBI U
pa3BUTHE 3HAYUTEIHLHOTO BOJHOTO JAe(UIIMTa B TEUEHHE HECKOIBKHX CYTOK (OTHOCHUTEILHOE
coJepaHue BOAbl B mecke coctaBisuio MeHee 0.5% mocne 2 cytok 3acyxu). Ilpu stom,
CHIKEHHE OTHOCHUTEIILHOTO COJIEPKAHUsS BOJIBI B TOOErax ropoxa CoOCTaBiisiio okojio 1% mocme 2
CyTOK 3acyxu u okosio 10% mocie 4 cytok 3acyxu [A38].
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Puc. 31. Ilpumepsl 31€KTPUUECKUX CUTHAJIOB, UMUTHPOBAHHBIX MOJEIBIO B YCIOBHSIX
HOCTENEHHOTO OXJIAXIEHHs U Pa3IMYHON IPOCTPAHCTBEHHOM HEOJHOPOAHOCTH aKTHBHOCTH H -
AT®a3sl (a), a TakKe 3aBUCUMOCTH aMIUTATYIbI JJICKTPUYCCKUX CUTHAIOB (AES) U BPEMEHHOTO
(Atty) u TtemmeparypHoro (ATw) moporoB nns (HOpMHUPOBAHMS CHAWKOB OT BETUYMHBI
IPOCTPAHCTBEHHON HeoaHOpoaHOCTH akTuBHOCTH H'-AT®aser (6) [A36]. Pasnuunbie
BEJIMYMHBI OTHOCHTEJHLHOIO CTAHIAPTHOIO OTKJIOHEeHHs akTuBHOCcTH H'-AT®aser (SD,%)
HCIIOJIb30BAJIOCh ISl OMMCAaHUsl €€ CTOXACTUYECKOW MPOCTPaHCTBEHHOW HEOAHOpOAHOCTH. Jliis
IIPUMEPOB TMPUBOAWIOCH IO 5 3amuceil; A pacdeToB 3aBHUCHUMOCTEN MCIIONIB30BAIUCH 25
noBTOpoB. OtpunarenbHbie  3HaueHUs AT TOKa3pIBalOT HEOOXOJUMOCTH  WMHUTALUU
OXJIKJEHUS Il MHAYKLIUN IEKTPUYECKOTO CUTHATIA.

beuto  mokazaHo, 4YTO JIOKaNbHBIM oOxor mepBoro Jsmcra (Puc. 32a) BwI3BIBaN
pacnpoctpanenue BII Bo Bropoit muct (Puc. 320); mpu »ToM, 3acyxa B TeueHHE 2 CyTOK He
okasbiBaja cymecrBenHoro BinusHus Ha BIL. TTocne 4 cytok 3acyxu (Puc. 3260) ammuryna BIT B
ctelie CHUKaJIach; B JIUCTE€ B PAaBHOM COOTHOIIEHUH HaOJIOJaUCh HEOObIINe BapradenbHbIe
noreHuuansl (MeHee 10-15 MB) u runepnonsipusaniMoHHBIE CHTHadbl, KOTOpPbIE OBLIU
UJICHTU(HUIIMPOBAHBI KAK CUCTEMHBIC TIOTeHIMABI (ZImmermann et al., 2009; 2016).

HccnenoBanme QorocuHTeTHYecknx u3MeHeHni (Puc. 32B) mokaszamo, 4To 3acyxa B
TEUYeHUEe 2 CyTOK cinabo BiMsAia Ha BbI3BaHHYI0 BII MHaKTHBaIMIO acCUMWIALMU; HAIPOTHB,
nocine 4 cyTok 3acyxu, HaOroanack HHAYIUPOBaHHAS 3JIEKTPUUECKIUMH CUTHATaMH aKTUBAIUS
¢dorocunternyeckoro mnornomenuss COz. Takas akTUBaIus CONPOBOXKAAJach TEHACHLUEH K
BO3pacTaHuio gH2o mocie BII, uro mokaspiBaeT oTKpbiTHe ycThHll [A44]; mpu 