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BBenenune. O0masi XapakTepucTuKa padoThbl

AKTYAJIbHOCTh T€MbI H CTENEHb €€ Pa3padoTaAHHOCTH

dorocunTe3 — PU3NKO-XUMHUYECKUN MpoILecc MpeoOpa3zoBaHus SJHEPTUN
KBAHTOB CBETA B SHEPTUI0 XUMUYECKHX CBSA3EH OpraHM4eCKUX COCTUHEHHI — BbI3bIBACT
MPUCTAIIbHOE BHUMAHUE YYEHBIX BCETO MUPA. Y CTAHOBJICHBI €T0 XapaKTEPUCTUKH,
ONHcaHa MOCIe0BATEILHOCTh PEAKIIUI OT MOTJIOIICHUS YHEPTUX KBAHTA CBETA 10
BKIItoueHust MoJiekylbl CO2 B cOCTaB OpraHnyeckux coeAuHeHui. [lomyyens! qaHHbIe
00 M3MEHEHUHU CKOPOCTH U XapaKTepa MPOTEKaHUsI OTAEIbHBIX (POTOCHHTETUYECKUX
peaKiuii 1 K3MEHEHUH CTPYKTYPbl (POTOCHUHTETUYECKOTO arlfapaTta npu IeUCTBUU
BHEITHUX ()aKTOPOB, TAKUX KaK MHTCHCHBHOCTH OCBEIIICHHSI, TEMIIEPATYPa, COJCPIKaHUE
YIJIIEKUCIIOTo Ta3a, BIaroo0ecrne4eHHOCTh, 3aCOJICHUE MOYBBI U Ip. DTH U3MEHEHUS
MO>KHO paccMaTpUBaTh KaK MPUCIOCOOUTETbHBIC (AKKIMMAIIOHHBIE), T.€.
HaIpaBJICHHBIC HA 00SCIICUEHUE ONTUMAIBHOTO B JAHHBIX YCIOBUAX (POTOCHHTE3A, OT
Yero B 3HAYUTEIILHOW CTETICHH 3aBUCHUT POCT U Pa3BUTHE (POTOCHHTEIUPYIOIINUX
opranu3MoB. [y mpakTHYEeCKNX MOTPEOHOCTEH YeIoBeKa 3TO 03HAYAET COXPAHEHHE
BBICOKON IPOAYKTUBHOCTH, MPEXK]IE BCETO, CETLCKOXO3SIICTBEHHBIX KYIBTYP.

CornacoBaHHas paboTa KJIETOUYHBIX OpraHelll Mojiep KuBaeTcs Oaroaapst
MOCTOSTHHOMY 0OMeHY nH(opmMariuei 00 nx GyHKIIMOHATIEHOM COCTOSIHUM. B
HACTOSIIEE BPEMS OJTHOM U3 «TOPSYHX) TOUEK SIBISETCS U3YUYEHUE MOJIEKYIISIPHBIX
MEXaHU3MOB Mepelayll CUTHAJIA OT 3JIEKTPOH-TPAHCIIOPTHOU LIETIH
(OTOCHMHTETHYECKOTO anrmapara IpyruM KOMIIapTMEeHTaM KiieTku. Mimenno sta
npoOJemMa U SIBUJIaCh TEMOU JTUCCEPTAIMOHHOTO uccienoBanus. O4eBUIHO, YTO
KOJIMYECTBEHHBIC U KAYECTBEHHbBIE H3MEHEHHSI KOMIIOHEHTOB (DOTOCMHTETUYECKON
ANEKTPOH-TPAHCIOPTHOM LIENU SABIISIOTCS PE3yJIbTaTOM U3MEHEHHS B IIPOLIECCAX UX
OuocuHTe3a u/uu aerpaganui. Ho oTKyma u Kak MOCTyIaeT CUTHaI O HallpaBJICHHOM
W3MEHEHUH ITHUX MporeccoB? be3ycaoBHO, (HaKTOpPHI OKpYkKaroIel Cpeabl BIUSIOT Ha
CKOPOCTh peaknuii poTocuuTe3a. OMHAKO OHM JEHCTBYIOT B PaMKaX YK€ UMEIOIIEics
CTPYKTYpbI OTOCHHTETUYECKOTO allfapara XJIOPOIUIACTOB M HE MOTYT CaMU BIUSITh Ha
MPUCTIOCOOUTETBHBIN XapakTep U3MEHEHHS 3TON CTPYKTYPHI.

[Ipouecc nepegaun curHaga U3 XJoporiacTa B SJIpo MOJy4ns Ha3BaHUE
peTporpaaHoi curHanu3amnuu. HecMoTpst Ha Bo3pociiiee 4uciao myoauKaiuii mo 3Tou
TeMe, HaOTI01aeTCsl HEOCTATOK KOMILIEKCHBIX PaboT, paCKPHIBAIONIUX MEXaHU3MBI
pETpOrpaHON CUTHAIM3AIMU. BakxHbIM HaOII0ICHHEM, ClIeJTaHHBIM B Hadalie 90-x

ronoB XX Beka, IBUJIOCh 0OHAPYKEHHUE TOTO, YTO SICPHBIC CUCTEMBI
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(OTOCHUHTE3UPYIOUINX OPraHU3MOB PEarupyloT Ha OKUCIUTEIbHO-BOCCTAHOBUTEIHHOE
cocrosinue macroxunonoBoro mysna (I1X myn) (Lindahl u ap., 1995; Pfannschmidt u
ap., 1993; Pfannschmidt u np., 2003; Karpinski u p., 1999). B wactHOCTH, OBLTO
nokasano, yto [1X mys BoBJie4eH B aKKIMMALIMOHHYIO PETYIISILIUIO CTPYKTYPHO-
GyHKIIMOHAIBHOW OpraHu3alui (POTOCUHTETUYECKOTO allliapara BbICIIUX PACTeHHH, a
UMEHHO B PETYJISIUIO KCIIPECCUU SIIEPHBIX TE€HOB OETKOB BHEITHETO MUTMEHT-
0eIKOBOT0 CBETOCOOMparoIiero anreHHoro komrmiekca gorocucremsr 11 (CCK 1II),
MPUBOJISAIIYIO K U3MEHEHHIO COACPKAHMS 3TUX OCJIKOB U, KaK CIEJICTBHE, K U3MEHEHHIO
pasmepa anteHHbl potocuctemsl II (OC 1) (Escoubas u ap., 1995; Yang u ap., 2001).
®oroxumuuecku akTuBHbIN [1X myn cocpenoToueH B THIIAKOMAHBIX MEMOpaHax
XJIOPOIUIACTOB, U BOBHUKAET BOIIPOC, KAK €r0 OKUCIIUTEIbHO-BOCCTAHOBUTEIBHOE
COCTOSTHUE BJIUSET HA DKCIPECCHUIO SEPHBIX T€HOB?

B perynsauuu skcrpeccuu aaepHBIX TEHOB B PETPOrPaHOI CUTHAIU3AINH
Y4acTBYIOT (PUTOXPOMBI, TOPMOHBI (20CIIM30Bast, CATMIIMIIOBAs, ’KACMOHOBAS KUCIIOTHI),
MAIIK-KkuHa3bl (MUTOT€H-aKTUBHPYEMbIE TPOTEUMHKMHA3bI), THOPEXOKCHHBI, Cas’,
okcua azota u jip. [Ipu u3yueHun npobiaemsbl epeau CUTHAIOB U3 XJIOPOILIACTA B
AP0 BO3HUKIIU MPEATIOIO0KEHUS, YTO HOCUTEISIMU CUTHAJA, IEPBUYHBIMU UIIN
BTOPUYHBIMHU, MOTYT OBITh U akTUBHBIE (popMbI Kuciopoaa (ADPK), koropsie paHee
paccMaTpuBaiM TOJIBKO KaK A€CTPYKTUBHBIE areHThl, CIOCOOHbBIE HAPYIIATh
(GYHKLINOHATIBHYIO aKTUBHOCTh (DEPMEHTOB U pa3pylIaTh OEIKH, JTUMHUIbI U
HYKJIEMHOBBIE KUCIOTHI. OCHOBHBIM HAaIPaBICHUEM JUCCEPTALIMOHHON pabOThI ObLIO
MOJIy4YE€HUE HOBBIX SKCIIEPUMEHTAIIBHBIX PE3Y/IbTaTOB AJ11 000CHOBAHUS
CYIIECTBOBaHMS MEXaHU3Ma PETPOrPaJHON CUTHAIM3ALIUN C BOBICUYEHUEM MOJIEKYJ
AO®K B BbICIINX pacTeHUsIX. [ 3TOro TpeboBaIOCh JeTaIbHO U3YyUUTh
O6uodusnyeckre 1 OMOXMMHUYecKre MexaHu3Mbl o0pazoBanust ADK B peakusix
dboToCcHHTE3a M BBISICHUTH (DYHKIIMOHATBHYIO 3HAUUMOCTh OJJHOU M3 cTabuinbHbIX ADK
— nepokcuza Bogoposa (H202) B kineTkax pacTeHHid.

Jlnist perieHust BoIpoca 0 MOJIEKYJIIPHOM HOCHTEJIe CUTHaIa 00 OKMCIUTEIbHO-
BOCCTaHOBUTENIbHOM cocTostHuU [1X myna HeoOXoAuMO OBIIIO YyCTaHOBUTH, YUACTBYIOT
mu komnoHeHTs! [1X myna B o6pazoBanuu H20:2 B xsoporutactax BBICHIMX PACTEHUH.
Hawmu Obutn paccMOTpeHbI BO3MOKHBIE peakiiuu komnoHeHToB [1X myna ¢
CYNEPOKCUIHBIM aHHOH-PAJAUKaJIOM U BbIOpaHa HauboJiee TepMOAMHAMUYECKU
BBITO/IHAs PEAKLMsl BOCCTAHOBJIEHHS 3TOr0 pajuKalla, B pe3yibTaTe KOTOPOU
MIPOMCXOIUT 00pazoBaHue MepoKCUaa Boopoaa. B paMkax auccepTalimoHHOM paboThI

OBLT OCYIIIECTBJICH TIOMCK MYTEH JJIs1 SKCIIEPUMEHTAIBLHOTO TTOATBEPKIACHUS
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MIPOTEKAHUS TAKOU PEakIMK B (OTOCHUHTETUUECKON AJIEKTPOH-TPAHCIIOPTHOM IETTH
BBICIIMX PACTCHUM.

C yuyerom mexanu3MoB obpazoBanust H202, KoTopbie ObUIH PACKPBITHI B X0/1€
MPOJIeNIaHHOM pabOThl, BO3HUKIIM HOBBIE 33/1a4H, KOTOPbIE TAK)KE CTAJIU [IPEIMETOM
UCCJIEIOBAHMSI TUCCEPTAllMOHHON padoThl. [IpeacTosno ycTaHOBUTh BO3MOXKHOCTD U
MexaHu3Mbl quddy3un Moiekyn HoO2 U3 XJI0porutacToB U MOTYIHTh
AKCIIEPUMEHTAJIbHBIC JaHHBIEC O TOM, siBJigeTcs JIn H2O2 cUrHaNIbHBIM areHTOM,

KOTOpBIﬁ CIoco0€eH U3MEHSITh OKCIIPECCHUIO ANCPHBIX I'CHOB, KOJUPYIOIIHUX Oenku

CCK II.

Hean 1 3a1a4u padOThI

[leasn: MccaenoBars 00pa3oBaHue MEPOKCHAA BOJIOPO/IA B XJIOPOIUIACTAX C
y4acTHeM KOMIIOHEHTOB (DOTOCHHTETUYECKOM 3IEKTPOH-TPAHCIIOPTHON LENH U U3yUHUTh
POJIb IEPOKCHIA BOAOPO/IA B TIepeiaue HHPOpMauu 00 OKUCIUTEIBHO-
BOCCTAaHOBUTEIBHOM cocTosiHUM [IX myna cucremam peryisiiuu 3KCIPECCUU SIEPHBIX
TCHOB.

3agauu:

1) VYcranoButh yuactue komrnoHeHToB [1X myna B o6pasoBanmu H202 B
(OTOCUHTETUYECKOM 3JIEKTPOH-TPAHCIIOPTHON LIENHU U BBIICHUTH MOJIEKYJISIPHBIN
MEXaHU3M 3TOro Ipolrecca.

2) BeusiButh pons [1X myna B o61em oopazoBanun H2O2 B THIIaKOMAHBIX MEMOpaHax
IIPU pa3HOW MHTEHCUBHOCTH CBETA.

3) BbIssCHHTH BO3MOKHOCTD U MexaHu3M auddy3un monekyn H202, oOpasyrommxcst
BHYTPH XJIOPOILIACTA, 3a MPEAEIBI XJIOPOILIACTA.

4) YCTaHOBUTH 3aBUCHMOCTb DKCIIPECCUH SICPHBIX TEHOB, KOJAUPYIOLIUX OeIKK
BHemHel anTeHHBI OC |1, 0T OKHCIINTENBHO-BOCCTAHOBUTENLHOTO cocTossHus 11X
myJia ¥ YpOBHS COJIep>KaHUs MEPOKCHIAa BOJIOPOa B (DOTOCHHTE3UPYIOIIUX
KJIETKaXx.

5) Ouenuth BiusiHEE a0MOTHYECKHUX (PAKTOPOB, TAKUX KaK CHUIKECHHUE
BJIaroo0€CIIeYeHHOCTH U 3aCOJIEHUE TIOYBBI, HAa (YHKIIMOHUPOBAHUE
(OTOCHHTETUYECKOTO arnmapaTa BbICIINX PACTEHUH, OKUCIUTEIbHO-

BOCCTaHOBUTEIbHOE cocTosHue 11X ImyJia, CKOpOCTb O6p2[30BaHI/I$I H202 n pasMep

CCK II.
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6) OreHuTh BIUSHNIE OMOTHYECKHUX (PAKTOPOB (Ha IpUMEpPEe KOJOHU3AINN PACTEHUI
pu30CchEepHBIMHU OaKTEPUSIMH) Ha OKUCIIUTEIHHO-BOCCTAHOBUTEIIBHOE COCTOSTHHE

I1X myna, ckopocts o6pazoBanust H202 u pasmep CCK Il B BeicHINX pacTeHUsX.

O0LEKT M IpeaMeT HCcJaeI0BAHUS

OOBeKTOM UCCIeI0BaHNUs ObUTH BBICUIME PACTEHHS: pe3yxoBuaka Tams
(Arabodopsis thaliana), ropox mocesHoit (Pisum sativum), mmuHAT OropoAHbIN
(Spinacia oleracea) u sumenn o6sikHOBeHHBIH (HOrdeum vulgare). DxcriepuMeHThI
MIPOBOAMIIN KaK Ha BBIIECJICHHBIX CTPYKTYpPax (MPOTOILIACTHI, XJIOPOILIACTHI,
TUJIAKOMJIbI), TAK M HA LENbIX JUCThAX. [IpenmeToM nccnenoBanuil sIBIsIIOCh U3yUEHHE
MeXxaHHu3Ma 00pa30BaHUs NEPOKCHIA BOJIOPOIa B (DOTOCUHTETHUECKOM 3JIEKTPOH-
tparcnoptHoit nernu (OITL) ¢ yuactuem komnoneHToB [1X myna u yctaHOBIEeHUE
3aBHCHUMOCTH 3KCIPECCUU SACPHBIX T€HOB, KOJIUPYIOLUX Oesky BHemHelH aHTeHHbl OC
Il poTocuHTEeTHUECKOTO anmnapara BbICIIUX PACTEHUM, OT OKUCIUTEIbHO-
BOCCTaHOBUTENBHOIO cocTosiHus 11X myna u ypoBHS coaeprkaHus Iepokcuaa BoAopoia

B JINCTBAX paCTCHHﬁ.

Havunas HoBU3HA

Matepuassl, U3710KEHHbIE B IUCCEPTALIMU, PACKPHIBAIOT paHEe HEM3YUEHHbIE
MeXaHU3MBbI yyacTusi KoMnoHeHToB [IX myna B 00pa30BaHMM CUTHAIBHON MOJIEKYJIbI
H202, BoBIIeUeHHOM B IPOLIECCHI PETPOTPaHON CUTHAINU3ALMH BBICIIUX PACTEHHH.
N3menenune pazmepa nurMmeHT-0enkoBoro anteHHoro komruiekca @C Il npu geiictBun
a0MOTUYECKUX U OMOTHYECKUX (PAKTOPOB SBISAETCS MPUHIUIHAIBHO HOBBIM
HOJYYEHHBIM PE3y/IbTaTOM, IOKa3bIBAIOIINM, YTO U3MeHeHHe pa3mepa aHTeHHbl OC ||
SBJISICTCS YHUBEPCATbHBIM MEXaHU3MOM NPHUCIIOCOOIEHHSI pacTeHHH K hakTopam
cpenbl. Takast perymsius onpenensercs CKopocThio oopazoanust H>2O2 B
(GOTOCHHTE3UPYIOUINX KIIETKaX U cKopocThio quddy3un H202 yepe3 meMOpaHHytO
000510uKy xJsioporiacta. [lonydyeHHble TaHHBIE paCKPBIBAIOT MeXaHu3M yuyactus [1X
nysa B peryJsiliuy CTPYKTYPHO-(QYHKIMOHATIBHOM OpraHu3aluu GOTOCHHTETUYECKOTO
anmnapara BBICIIUX PacTeHMI, a MIMEHHO, B u3MeHeHuH coaepxkanus oenkoB CCK Il npu

JIeNCTBUM (PaKTOPOB CPEIb.

Teopernyeckasi M NPAKTHYECKAS] 3HAYNMOCTDb PA0OThI

[Tonydennsie B paboTe pe3ynbTaThl CYIIECTBEHHO PACIIUPSIOT
dbyHIaMeHTallbHbIe NpeAcTaBIeHus 0 GyHKIIMOHaIbHOM pou [1X myna THiiakouIHbIX

MeMOpaH. B HOBOM cBeTe mpecTaBieHbl OMOPU3NIECKIE ACTIEKTHI B3aUMOICHCTBUS
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koMroHeHToB [1X myna ¢ popmamu KuCIOpoa, a TaKkKe MyTH aKKJIUMaIMOHHOMN
pEryJiiLiiy KOJIMYECTBA MOIJIOIAEMOM 3HEPTUH cBeTa B aHTEHHbIX KoMiuiekcax PC 1l
(OTOCUHTETHUYECKOTO armapaTa npu AeUCTBUN (AaKTOPOB OKPYKAFOIICH CPEIbIL.
JlanHbie 0 MexaHu3Me 00pa3oBaHus U curHanbHOU pyHkIMu H202, koTOpBIe OBLTH
MIOJIyYEHBI B XO/JI€ BBIMOJIHEHUS JUCCEPTAIIIOHHOM pabOThl, MOTYT OBITH UCIIOJIb30BAHbI
JUIsL CO3/1aHMsl OoJiee MOTHON CXEMbl BHYTPUKICTOYHOH CUTHATIM3AIHH.

Pesynbrarhl nccnenoBanuii Mexanusma oopazosanus H2O; ¢ yuactuem
komrnoneHToB I1X myna u ponu H202 B perynsiuu 6uocunresa 0eiaKkoB, OT IKCIPECCUU
reHoB KoTopbix 3aBucut pazmep CCK Il, MOryT ObITh HCIIOJIB30BAHBI B TOATOTOBKE
JIEKUUHI 715 CTYAEHTOB BBICIINX Y4€OHBIX 3aBEJIEHUH 110 IporpaMMe KypcoB
buodwusuka u buoxumus pacreHuii.

Jlannbie 0 Bo3MOXkHOCTH perynupoBanus pazmepa CCK |l moryt GbITh
BOCTPEOOBAHBI MPU PELICHUU BOIIPOCOB MOBBIIICHHS] YCTOWYMBOCTU KYJIBTYPHBIX
pacteHuil K HeOJIaronpusATHBIM (aKTOpaM BHEIIHEH CPeJIbl, a TAKXKE ITPH BBHIBEICHUH
HOBBIX BBICOKOIPOIYKTUBHBIX JIMHUI CEJIbCKOXO3SMCTBEHHBIX KYJIBTYD.

OcHOBHbIE TOJIOXKEHUS, IPEACTABICHHbIE B Pa0OTE, MOTYT OBITH
MCIIOJIb30BaHbI MPH pa3pabOTKe aKKIMMAIMOHHBIX MOJENIeH B3aMMOICHCTBYS PUPOIBI
1 o0111ecTBa B CBETE OOJBIINX BBI30BOB, CTOSIIMX MEpe]l OOIIECTBOM Ha COBPEMEHHOM

oTarie.

MeT0/10JI0THSI AMCCEPTAIIMOHHOIO HCCIEI0OBAHUS

JI71st penieHus OCTaBIEHHBIX AKCIIEPUMEHTAIBHBIX 33134 ObLT MPUBIICYCH
KOMILIEKC OMOPHU3HMUECKUX, OMOXUMHUECKUX U MOJICKYJISIPHO-TEHETHUYECKUX METOJIOB, B
YaCTHOCTH, METOJ MyJIbC-aMILIUTYiHOU Moyssiiuu (ITAM dnyopumerpus),
amIepoMeTpusi, CIeKTpo(hOTOMETPHUUECKUIN METOJT, METO]T SJIEKTPOHHOTO
napamarHuTHoro pesonanca (JI1P), anexTpodoperndeckre METOIBI U METOJT BECTEPH
0JI0TTHHTa, KOJTMYECTBEHHAs onuMepasHas nenHas peakius (I1L[P) ¢ o6parnoit
TpaHCKpHILKEH, (hIyopeCleHTHBIE METO b, KOH(POKaIbHAsE MUKPOCKOIHS, a TAaKXKe
METO/I U3MEPEHUS MHIYKIIMOHHBIX KPUBBIX (prryopectiennnu xiaopodpmnia a OC 11
BbIcokoro paspemenus (OJIP). Ilonpo6Hoe onrcanre METOI0B MPEACTABIECHO B

riase 2.

I10J10;KeHMsI, BBIHOCHMbIE HA 3AIIMTY

1) Oo6paszosanue H20; B xsmopormiactax MpOMCXOAUT HE TOJIBKO B CTPOME

XJIOPOIIACTOB, HO M B THJIAKOUTHOM MeMOpaHne. [Tocieaauii mporecc mpoucxoauT B
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3)

4)

5)
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pe3ynbpraTe peakuuu Oz ¢ BOCCTAaHOBJICHHBIM IIACTOXUHOHOM, MOJIEKYJIOM
iactorupoxunona, IIXHz, uto npuBoauT k oOpazoBanuio «MeMOpanHoro» Hz20:.
YBenuuenue cymmapHoi npoaykiuu HoOz komnonentamu @OTL npu yBenndeHun
WHTEHCUBHOCTHU CBETa MPOUCXOJIUT, B OCHOBHOM, 32 CUET yBeJIMYEHHsI 00pa3oBaHuUs
«memOpannoro» HzOx.
Mounekynbt H202, oOpa3yrommecs BHYTpU XJIOPOTUIACTOB, TUGGYHAUPYIOT uepes
MeMOpaHy XJIOpOIUIACTOB 3a Ipeaessl XjaoporutactoB. KonmnuectBo monekyn H20z,
BBIILIE/IINX U3 XJIOPOIIACTOB, 3HAYUTEIIHHO YBEJIUUUBACTCS C YBETUUCHUEM
BPEMEHH U MHTEHCHUBHOCTHU OCBEILEHUS, a TAK)KE MPU MHIMOMPOBAHUN aKTUBHOCTH
AHTUOKCHJIAHTHOM CUCTEMBI XJIoporutacToB. uddys3us monexkyn H2O2 u3
XJIOPOIIIACTa OCYIIECTBISIETCS YePe3 aKBAIIOPHHBI MEMOPAHHOH 000I0UKH
XJIOPOIUTACTa, PEryJysius akTUBHOCTH KOTOPBIX, BO3MOKHO, CBSI3aHa C
GbyHKIIMOHUPOBaHUEM KapOoaHTHIpa3 000JI0UKH XJIOPOILIaACTa.
[ToBwimenwue copepkannst HoO2 B IUCTBAX SIBISICTCS CUTHAIIOM TSI YMEHBIIICHUS
pasmepa CCK 11, a monmxkenue conepxkanust H,O2, Ha000poT, — 1715 yBETHYCHUS
pazmepa CCK 1.
Perymnsmus pasmepa antennsl OC 11 sBisieTcs 0MHUM U3 YHHUBEPCATHHBIX
MEXaHU3MOB U3MEHEHHSI CTPYKTYPHO-(QYHKIIMOHATHHON OpraHu3anuu
(OTOCHHTETHYECKOTO armapara BBICIINX PACTEHUH MPU H3MEHEHUH YCIIOBHIMA
OKpY’Karolien cpebl Kak abnOoTHYEeCKOH (MTOBBIIIEHHAs! OCBEIIEHHOCTb, 3aCyXa,
3aCOJICHHE TTOYBHI), TaK U OMOTUYECKOU TPUPOIBI (KOJIOHU3ALUS PU3OCPEPHBIMH
OaxkTepusIMHn).

JIMuHbBI BKJIAJ aBTOpa 3aKJII0UaeTCs B cOOpe U aHalIu3€e JTUTEPaTyPHBIX

JaHHBIX, TIOCTAHOBKC ICJIU U 3aaa4 UCCIICAOBAHUA U pa3pa60TKe HYTeﬁ HX pCIICHH, a

TAK¥XEC B HCIMOCPCACTBCHHOM Y4aCTUU B BKCHepHMCHTaHBHOﬁ pa60Te " NpEACTaBJICHUU

MOJTYYCHHBIX PE3YJIbTATOB HAYYHOMY cOo0O0MIecTBY. HacTs paboT 1o Teme auccepTanuu

BBITIOJITHEHA COBMECTHO C COTPYAHUKAMH HayYHO-HCCIIeqoBaTenbcKoro mentpa CEA

Caxudit (Opannust), yauepcuteta r. Beponst (Mtanus), a Takke ABCTPaTHIICKOTO

HallMOHaJIbHOTO YHUBepcuTeTa (r. Kanbeppa, ABcTpanus).

Crenenn JIOCTOBEPHOCTH M anpoodanus pe3yJjbTaToB

HOCTOBCpHOCTB MOJIYYCHHBIX PE3YyJIbTATOB o0ecneunBaeTCs UX HY6HI/IK8.I_II/ICI7I B

pELIEH3UPYEMBIX KYpHAJIaX MEKIYHApOIHOTO YPOBHS C BBICOKMMH UMMAKT-(paKTopaMu.

Martepuainsl AuccepTaiuy ObLITM MHOTOKPATHO MPEICTaBICHbl HA HAYYHBIX CEMUHApax

nabopaTopun POTOCHHTETHIECKOTO AMeKTpoHHOTO TpaHcnopra UDIIb PAH, na
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kadeape onodusnku ouomornueckoro gakynprera MI'Y, Ha ceMuHapax Hay4HO-
uccienoparenbckoro neHrpa CEA Cakiait (OPpanuus), yausepcurera r. Beponst
(Utanust) 1 ABcTpanuiickoro HallMoHaasHOTO yHHBepcuTeTa (r. KanOeppa), a Takxe Ha
KOH(epeHIINIX, KOHTpeccax U CUMITIO3MyMax B KaYeCTBE YCTHBIX NMPUTIIAIICHHbBIX
noknanoB. Kpome Toro, marepuainsl nucceprauuu ObUIH MPEACTaBICHBI B KAUECTBE

CTEHJIOBBIX U YCTHBIX JOKJIAJIOB Ha APYTrHX, Oonee 70-TH, KOHPEPEHIHIX.

BJjarogapHocTH

ABTOp BBIpaXKaeT UCKPEHHIOIO 0JIaro1apHOCTh HAYyYHOMY KOHCYJIBTAHTY U
HacTaBHUKY 1.0.H. bopucy HukonaeBuuy MBaHOBY 3a momolis B OJArOTOBKE
JUCCEPTALMOHHOMN pabOThI, a TAKXKE 3a LIEHHbIE 3aMEUaHus 110 COAEPKAHUIO
nuccepranuu. ABrop Onarogaput k.0.H. Beromkuny Jlapsto BacunbeBny, k.0.H.
KozyneBy Mapuny AnekceeBHy, k.0.H. Pynenko Haransio Hukonaesny, x.0.H.
UrnaroBy Jlronmuny Kazumuposny, k.0.H. Haiinoa Uibto Anekcannposuua, K.0.H.
®enopuyk Taresay [lerporny, k.0.H. HageeBy Eneny Muxaitnosny, acti. BuuibsiaeHn
Jlapbio BaleHTHHOBHY U IpYTHX COTPYIHUKOB Ja00paTOpUH (POTOCUHTETHYECKOTO
snexktpoHHoro Tpancnopra U®IIb PAH 3a BcecTOpOHHIOK MOAEPKKY U IOMOIb.
ABTOp Takke 0JIaro1apuT 3aBEAYIONIETO JTA0OpaTOPUE MOJIEKYISIPHOM CIIEKTPOCKOITHH
N®IIb PAH a.¢.-m.H. [IpockypsikoBa Bana lropesuua u coTpyaHHKa TPYIIIBI
sKoJIoruH U puznoaoruu pororpodusix opranuzmon UDIIb PAH 1.6.H. JlroOumoBa
Banepus KOppeBnua 3a mi1010TBOPHOE COTPYAHUUYECTBO.

ABTOp BbIpaxkaeT 01arolapHOCTb CBOEH ceMbe 3a MOAJEPIKKY U OCOOEHHO
cBoelt mame, Mybapakmmnoii Huae MuxaiinoBse, 0e3 KOTOpPOIl HamrcaHue 3TON

paboThl HE OBLTO OBl BO3MOKHBIM.

Iyboaukanuu
ABTOpOM OIyOJIMKOBaHO 35 MyOIMKaUi B peLlEH3UPYEMbIX HayYHBIX

U3JJaHUAX, U3 HUX TI0 TeMe auccepraiuu — 19 HayyHbIX cTaTel B )KypHaax,
uHeKcupyeMbIx B 6a3ax nanHbix Web of Science, SCOPUS, RSCI, u 3 monorpaduu.

CchUIKM B IMCCEPTaLlMU Ha CTaThU aBTOpa MpUBEIEHBI HU(paMH CO 3BE310UKOM.

Ily6aukanuu aBTopa no reMe aucceprammu. B cko6kax npuseneH o0bem

Hy6J'II/IKaI_II/II/I B ICUATHBIX JIMCTAaX U BKJIAJ aBTOpA B ICUATHLIX JIMCTAX.
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CTDVKTVDa H 00beM AUCCEPTALLIUHN

Huccepranus u3noxena Ha 203 crpanuiax, Bkiarodas 11 pucynkos B 0630pe
JIUTEepaTyphl, 32 pUCyHKa B pe3yibTaTax paboThl U | pUCYHOK B 00CYXK/I€HUH, a TaKxKe 9
tabnuu. J(uccepranus BKiItoYaeT 4 TiaBbl, B TOM YKCiIe 0030p JIUTEpaTyphl, ONMCAHUE
METO/I0B HCCIIeIOBaHUS, PE3YJIbTaThl padOTH M 00CYKICHHUE PE3Y/IbTAaTOB, 3aKII0UEHUE

C BBIBOJAaMH U CIIUCOK HUTHPYEMOM JIUTEepaTypsl U3 434 HaMMEHOBaHUI.
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I'nasa 1. O030p auTEpaTYphI

1.1. ®oTocuHTETHUYECKAA IJICKTPOH-TPAHCIIOPTHAaA HEllb

1.1.1. OO6uree cTpoeHue GOTOCHHTETHYECKOH IJIEKTPOH-TPAHCIOPTHOM 1enu

B doTtocunTeTnueckoii anekrpor-rpancnopTaoi nenu (GITL]) TunakonaHbIX
MeMOpaH XJIOPOTJIACTOB BBICHIMX PACTEHUH MOTJIOIEHNE YHEPTUH KBAHTOB COJIHEYHOTO
CBeTa U nocienymomas Gotoxumuieckas TpaHchopMaius YJHEPrUH OCYIIECTBISIOTCS
OUTMEHT-0eTKOBBIMUA MEMOPaHHBIMU KOMITTIeKcaMu. DOTOCHHTETHYECKHE CBETOBBIE
peakiuu, nporekaromme B AByx dorocucremax: ¢porocucreme 2 (OC 1) u
dotocucreme 1 (PC 1), — mpeobpa3yroT 3HEPIHIO KBAHTOB COJTHEYHOT'O CBETA B
XUMHUYECKYI0. B cocTtaBe kax0ii (hOTOCHCTEMBI BHLACTSIOT MTUTMEHT-0EIKOBBII
KOPOBBIN KOMITJIEKC (KOP-KOMILIEKC) U CBETOCOOMPAIOIINI «aHTEHHBIN» KOMIUIEKC
(CCK), Takxe COCTOSIIUN U3 MUTMEHT-0EIKOBBIX KOMIUIEKCOB. DHEPTUsi KBAHTOB
COJTHEYHOT'O CBETA YJIaBJIMBAETCA aHTEHHBIMU KOMIUIEKCAaMH 00enx (hOTOCUCTEM, IIPH
stom cBeTocobuparomuit komiuieke | (CCK ) ynaBnuBaet sHepruto Bo30yKIeHHUS
tonbko st OC |, B To Bpems kak cBerocobuparonmii komruieke |1 (CCK 1) moxer
(GYHKIMOHMPOBATH KaK aHTEHHA JuIst 00eux ¢orocuctem, nmockoiabKy yacte CCK 11
BBICHIMX PAacTeHUH, a TaKxke Bojopocieit, cnocodHa murpuposats oT @C Il k ©C | u
obpatro (Rantala, Tikkanen, 2018; Grieco u ap., 2015; Wientjes u ap., 2013). Dtot
IPOIIECC HA3BIBACTCS KIIEPEXO0/IbI COCTOSIHUI (State transitions B aHTIOA3bIYHON
JUTEpaType) U MPEACTABISIET COO0H peopraHu3aIliio CBETOCOONPAIOIINX MTUTMEHT-
OETKOBBIX KOMIUIEKCOB TUJIAKOUIHBIX MEMOpaH Mo IeHCTBUEM CBETa OCPEICTBOM
dbochopunuposanus/aedochopunuposanus 6enkos CCKII (Allen, Pfannschmidt 2000)
(cm. rmaBy 3.1).

[Tpu ocBelieHNN pacTeHUH SIIEKTPOHBI, MTOSIBUBIINECS B PE3YIIbTATE
pasznoxeHus Bojbl, eperocstces ot OC Il yepes myn mracroxunona (11X myn) x
ruroxpomMuomy De/f (mT. be/f ) KomIuekcy u B manpHelem ¢ ydactuem
miacronranuna K OC | (Puc. 1) ans BoccraHoBieHust heppeIOKCHHA, KOTOPBIH CITY)KUT
JIOHOPOM JIEKTPOHOB 171 Bocctanopinenus HAZI®™ B HAJI®H, karanusupyeMoM
deppenokcun-HA IO -penykrasoii (DHP). [Ipu TpaHCmopTe 3IEKTPOHOB MPOUCXOTUT
3aKayka MPOTOHOB B JIIOMEH — IIEJIEBUIHOE BHYTPUTUIAKOUIHOE ITPOCTPAHCTBO, U
CO3/a€eTcs AIEKTPOXUMUYECKHUI IpaIueHT Yepe3 THIIaKOUJHYI0 MeMOpaHy,
HeoOXxoauMmbIi 17151 paboTel AT®-cunTassl. [lomydaemsrii B pesyastate ATD BMecTe ¢

HAJZI®H ciyxaT HCTOYHUKOM 3HEPTUH JUIsi 0OMEHa BEIECTB B XJIOPOILIACTE.
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A structural phylogenetic map for chloroplast photosynthesis

John F. Allen, Wilson B. M. de Paula, Sujith Puthiyaveetil, Jon Nield TRENDS b Plari Sconee
School of Biological and Chemical Sciences, Queen Mary University of London
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Puc. 1. Opranuzamnust (OTOCHHTETUYECKOTO anmnapaTa BHICIIUX PACTCHHIA.
DoTocHHTETHYECKAs JIEKTPOH-TPAHCIIOPTHAS LIENb PACHOIOKEHA B THIIAKOUTHON
MeMOpaHe XJI0poIUIacToB. Beimensat Tpu ocHOBHBIX Komiuiekca: PS I — poTocucrema
Il; PS | — potocucrema I; cyt be/f — muroxpomusiit be/f kommieke. [TepeHoc 371eKTpOHOB
Mexay porocuctemoii |1 1 muToxpomubIM De/f KOMILIIEKCOM OCyIIECTBISIET
IIACTOXWHOH — MEMOPaHHBIH JTUMOQHIBHBII EPEHOCUNK, MEKITY IUTOXPOMHBIM De/f
KOMILJIEKCOM U ()OTOCHUCTEMOM | — TUTacTOIMAaHWH — BOJIOPACTBOPUMBII IEPEHOCYHK
anekTpoHoB. ATP synthase — AT® (ageno3untpudocdar) CHHTa3a — TaKKe
pacrojoxeHa B THJIAKOUIHOW MeMOpane. Rubisco — Pyoucko
(pubynozobuchochaTkapOoKcHIaza/oKCUreHasa) — GepMeHT CTPOMBI XJIOPOILIACTOB,
KaTaJIM3UPYIONIUNA TPUCOSTUHEHHE YIIIEKUCIIOTO ra3a K pudyno3o-1,5-6uchocdary Ha
nepBoii craauu nukia KansBuna-bencona.

TunakongHast MeMOpaHa XJIOpOIUIacTa BBICIIUX PACTEHUM MpeIcTaBileHa
IUIOTHO CIIPECCOBAHHBIMU I'PaHAMHU C BBICOKOM O€JIKOBOI MIOTHOCTBIO U
«HECTIPECCOBaHHBIMMY JIAMEIIaMU ¢ HU3KoW OenkoBoi mioTHocThio (Kirchhoff u ap.,
2004). ®oTocuHTETHYECKHE OEIKOBBIE KOMIIEKCHI HEPAaBHOMEPHO paclpe/IesieHbI B
rpanax u gameiax: @C Il u CCK Il B ocHOBHOM pacriosiaratoTcsi B rpaHax, B TO BpeMst
kak o0bemubie PC | 1 AT®-cunrassr — B mamesuiax (Andersson, Anderson, 1980;
Daum, Kuhlbrandt, 2011; Dekker, Boekema, 2005; Nevo u np., 2012). Touynas
nokanu3arms uT. De/f kommekca moka Hesica (Kirchhoff u np.,2017; Nevo u ap.,
2012). HecMoTps Ha T€TEPOTEHHOCTh OEIKOBBIX KOMILIEKCOB, (DYHKITMOHAITbHBIN
JUHEHHBIN TPAHCHIOPT 3JIEKTPOHOB TPeOYET 3HAUUTEIHLHOM MPOCTPAHCTBEHHOM

omzoctu Mexxay OC |, [TX mynom u mut. be/f komrekcom, a Taxke mexmy Cyt be/f

KoMIuiekcoM, actorannioM U OC |. BHemnsas rpanuia rpad o6ecrieunBaeT CBA3b


https://ru.wikipedia.org/wiki/%D0%9A%D0%B0%D1%80%D0%B1%D0%BE%D0%BA%D1%81%D0%B8%D0%BB%D0%B0%D0%B7%D1%8B
https://ru.wikipedia.org/wiki/%D0%A3%D0%B3%D0%BB%D0%B5%D0%BA%D0%B8%D1%81%D0%BB%D1%8B%D0%B9_%D0%B3%D0%B0%D0%B7
https://ru.wikipedia.org/wiki/%D0%A0%D0%B8%D0%B1%D1%83%D0%BB%D0%BE%D0%B7%D0%BE-1,5-%D0%B1%D0%B8%D1%81%D1%84%D0%BE%D1%81%D1%84%D0%B0%D1%82
https://ru.wikipedia.org/wiki/%D0%A6%D0%B8%D0%BA%D0%BB_%D0%9A%D0%B0%D0%BB%D1%8C%D0%B2%D0%B8%D0%BD%D0%B0
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oboramenasix @C I-CCK Il rpanamu u o6oramenubivu @C I-CCK | u ATO-
cunrtasoi namemuiamu (Albertsson, 2001; Anderson, 1989; Iwai u ap., 2014; Kettunen u
ap., 1991; Suorsa et al., 2015).

1.1.2. Crpykrypa komiiekca ®C |1-CCK |1

OC Il — 310 NUrMEeHT-0EIKOBBII KOMIUIEKC, KOTOPBIN UCIOJIb3YET
MOTJIOUICHHYIO SHEPTUI0 KBAHTOB CBETA JIJISl OCYILIECTBIICHHS TPAHCIIOPTA 3JIEKTPOHOB C
MIOMOIIBIO PEIOKC-aKTUBHBIX KO(AKTOPOB OT MOJICKY1 BobI K [1X myny (Puc. 2). B
peaxrronHoM 1ienTpe (PL) @C |l mpencrasiiens! aBe BeTBU KOPAKTOPOB IEpeHOCA
AJIEKTPOHA, U3 KOTOPBIX TOJIBKO OJIHA AKTHUBHA, a IEPEHOC 110 BTOPOU
TepMOJIMHAMHUECKHU 3ampeleH. [Iporecc nepeHoca 3eKTpoHa HaYMHAeTCs ¢ AUMepa
Moekyn xinopoduiuia (Xi) a, cBa3anHbIx ¢ 6enkamu D1 u D2, Ha3siBaemoro P680. Ota
«crienuanbHast mapay» XJi MoJ| IelCTBUEM CBETa NEPEXOAUT B BO30OYKJIEHHOE COCTOSTHUE
¢ Oosiee BBICOKOH SHEPrHel. DIEKTPOH OT «CHEIHAIBHOMN Mapbl» MEPEHOCUTCS Ha
Monekyny deoduruna (D), cBazannyto ¢ D1, 4To IpUBOIUT K IEPBUIHOMY
pa3/esieHuIo 3apsI0B B aKTUBHOW BeTBU. J[anee 3JeKTPOH NEPEHOCUTCS Ha MOJIEKYITY
[TX B caiitre Qa Ha 6enke D2 u 3aTem — Ha Mostekyny I1X B caiite Qp Ha O6enke D1.

OO0pa3yromnuiics MmIacTOCEMUXHHOH B caiite Qp JOKUIAETCS BTOPOTO
AIIEKTPOHA, BOCCTAHABIMBAETCS JI0 TNIACTOTUAPOXUHOHA C YUACTHEM JIBYX IMPOTOHOB,
3axBaThIBaeMbIX Ha cTpoManbHO cTopoHe @CII, u BocneacTBiM BBICBOOOKAAETCS U3
Oenka D1 B meMOpany. Tem Bpemenem, okucinennsiii P680" BoccTanapnuBaeTcs
PeAOKC-aKTUBHBIM THPO3UHOM Z (THpz), pacronoxeHHbM Ha Oenke D1, koTopsiii
nepexoauT B GopMy HEHTpalbHOTO paaukana Tupz', 061amaromero J0CTaTOYHbIM
OKHUCJIUTEIHHBIM MOTEHIIMATIOM JJIsi OTPBIBA SJIEKTPOHOB OT BOJIBI B BOJJOOKHUCIISIONIEM
komiuiekce (BOK). Ctpykrypa BOK oxapakTepu3oBaHa ¢ BEHICOKUM pasperieHuemM. B
ctpyktype BOK o6Hapy:keHbI mpoayKT/cyOcTpaTHbIE KaHAJIbI, OTBEYAOIIKE 32
MOCTaBKY CyOcTpara u yJnaieHue MpoyKTOB PeaKkIuu OKHCIeHHUs Boibl. Ha ocHOBaHUU
CTPYKTYpHI ¢ paspetnenueM 2,9 A cMonenupoBano 9 kaHasoB, a Takke MOKa3aHa
JUNHAHAsA 00J1acTh, 10 KOTOPOH MOJIEKYJIbI KUCIOPOAa, BEICBOOOIMBIIIMECS U3
MOJICKYJIBI BOJIbI, MOTYT nuddyHaupoBars B MemoOpany (Guskov et al 2010).

Yacth BTOpOIt BETBU KOPAKTOPOB YIACTBYET B IIUKIMUYECKOM TPAHCIIOPTE
snektpoHoB BOkpyr OC Il. B nanuom ciayuae P680" okucisier B-KapOTHH, CBSI3aHHBIH C
6enxom D2 (kapp2), KOTOPBIH Jajiee BOCCTAHABIMBACTCS C YIaCTHEM HJIHM LIUT. Dssg, Mk

MOHOMEPHOT0 XJIp2 B TOM Ciy4ae, Korja uT. Dssg yike okuciacH. OKUCIIEHHBIN IIHT.
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bsse, B cBOIO OYepeb BOCCTaHABIMBACTCS MOJIeKynamu [1X U3 cBOOOIHOTO ITyIia HiTH
Qg-caiita (Faller u np., 2001; Tracewell, Brudvig, 2003). Takoii myTh MOXKET UTPATh
3aIUTHYIO POJib, IPeAoTBpalias Hakomienue P680" u katnona B-kaporuna (Pospisil,
2009).

Crpyxrypa @C || onpenenena MeTo1oM peHTI€HOCTPYKTYPHOTO aHAIN3a C
paspemenuem 3.8-1.9 A (Guskov u ap., 2009; Umena u ap., 2011; Suga u ap., 2015;
Wei u 1p., 2016). [TonpobHoe uccienoBanue komuiekca @CII Ha aroMapHOM ypoBHE
IIO3BOJIMJIO ITPOAHATIU3UPOBATh COCTaB €ro OEKOBBIX CYyOBbEANHUI] U KOPAKTOPOB.
Haun6onpmyro aktuBHOCTE @C Il nmeer B cynepkomiiekce @C |1-CCK |1, koTopsbrit
OpraHM30BaH B TUMEP U COCTOUT U3 JIBYX KopoBbIX U AByx CCK Il wacreii ¢
mosekysipasiM Becom 1400 k/la (Caffarri et al., 2009) (Puc. 3) Kaxaplit MOHOMEpHBIii
komruiekc kopoBoit yactu OCII Bxiaroyaer nmoutu 40 6eTKOB, Ky1a BXOIAT
romonoruunsie 6enku D1 u D2, koTopsie cBsA3bIBaIOT "criennaibHyto napy"
xsopodpmuioB P680 u npyrue penokc-kodakrops! (Shi and Schroder 2004). Kpome
toro, kommuiekc @CII Bxitoyaer rerepoanmMepHbiit tuToxpom bssg (Allen u ap., 2011) n
cyObeauuuibl PSb A-Z, nBa n3 KOTOPBIX MPEACTABICHBI IBYMSI CTPYKTYPHO CX0XKUMHU
Oenkamu BHyTpeHHei antennsl CP43 u CP47 (Dekker, Boekema, 2005; Dang u mp.,
2008; Nosek u nip., 2017). ®yHKIHK MHOTHX HU3KOMOJIEKYJIIPHBIX OCITKOBBIX
CyOBEIMHHMII TIOKA HE JT0 KOHIIA MCCIIE0BAHbI, HO KKIBIH OCIOK yBEeTHIUBACT
crabunpHOCTh KoMIuTekca OC 11 (Rokka et al., 2005; Loll et al., 2005; Allen u mp.,
2011).

B cocraB kaxaoro kommiekca @CII BxoaaT murMeHTs! (Xa0poduist a u b,
KapOTHHOHIBI, (eo(GUTHHBI), XHHOHBI U Heopranudeckue kohakropsl (Mn?*, Ca?*, CI,
HCO3 u Fe?***) (Umena, 2011). Y BBICIINX pacTeHMii 1 3eIEHBIX BOAOPOCIIEH peaKIus
OKHCIICHHSI BOJIBI TPOXOMT B KaTATUTHUECKOM IIEHTpPE, IPEACTABISIONIEM U3 ce0st
MapraHIeBO-KHCIOPOAHO-KabIueBbId Kinactep (MnsOsCa) Ha BHyTpeHHEH
(mromenansHOM) cropore @CII, crabunu3upoBaHHblid BHeITHUME Oenkamu (PSbO,
PsbQ, PsbP u PsbR) (Kawakami u ap., 2011; Ifuku, Noguchi, 2016). Kop-komruiekc
@C |l okpyx’eH KOMIUIEKCaMH, BKIIOYAIOIUMHU MTOJTUIENTUIbI, KOTOPbIE PUHAJIekKAT
k cemeiictBy renoB Ihch (light-harvesting complex b) u cBsi3biBaroT B pasHbix
IPOMOPIHSIX XJIOpOoGHLIHI @ ¥ b 1 kapoTuHOUab (Jansson, 1994). B pacrenusx
(doTocuHTETUYECKast aHTEHHA COCTOUT M3 JIBYX CIIOEB OEIKOBBIX KOMILJIEKCOB: 1)

BHemHsis Ooubiras anterHa CCK 1l u 2) BuyTpennsis manas antenHa (Dekker,

Boekema, 2005).



Mn,Ca

Puc. 2. [lytu mepeHoca 3JeKTpOHA B 3JIEKTPOH-TPACTIOPTHOH 11enu poTocuctemMsr ||
(pucyHok u3 cratbu Pospisil 2009, moaudunuposan). MnsCa — maprasieBo-
KaJIbIIMEBHIN Kiactep, THpz — POTOXMMHUYECKN aKTUBHBIA OCTATOK aMUHOKHUCIIOTHI
TUpo3uH Oenka D2, Tupp — 0cTaTOK aMUHOKHUCIOTHI THPO3HH Oenka D1, mut bssg —
UTOXPOM Dss9, Qa 1 QB — TIIACTOXMHOHBI, CBSI3aHHBIC B COOTBETCTBYIOIINX caiiTax, Fe
— MOH HEreMoBoro xenesa, Pp1 u Ppz — numep X a (P680), Xunp: u Xnpz —
MoHOMepHbIe X1, X1Zp1 u XnZp2 — nepudpepuueckue Xi, @dpp1 1 o2 — peodurunsl,
Kapp1 U Kappz — B-kapoTuHsbl. ILITpuX0oBOH MyHKTUP — MEPEHOC AIEKTPOHA OT MOJIEKYJIBI
BOJIBI JIO TUTACTOXMHOHA, TOYSYHBIN ITYHKTHP — BTOPUYHBINA ITyTh JOHUPOBAHUS
3IIeKTPOHOB K P680™.

V 3enenbIx pacTeHuii ecth Tpu ocHOBHBIX Oenka CCK I, kogupyembix reHamu:
Ihcbl, Ihch2 u Ihch3, u3 koTopeIx popMUPYIOTCSI TOMO- U TETEPOTPUMEPHI S-TUTIA
(mpouno cBsi3anHbIe ¢ PL]), M-Tuna (ymepeHHo cBs3aHHble) U L-Tumna (ciaabo
cesi3anubie) (Boekema u np., 1999; Minagawa 2013; Kouril u ap., 2012). Tpumep S,
MO-BUJIUMOMY, COCTOUT ABYX OenkoB Lhebl u ognoro Genka Lheb2, a tpumep M u3
aByx Lhebl u ognoro Lheb3 (Damkjar u op., 2009). Tpu ManbsIx MOHOMEpPHBIX Oelka
CP29, CP26 u CP24 xomupyrorcs renamu Ihch4, Ihcb5 u Ihch6 cooTreTcTBeHHO
(Jansson, 1994).

MeTo10M 37€KTPOHHOI MUKPOCKOIMH HHUBHIYAILHBIX TUTMEHT-0CIKOBBIX

KOMIIJIEKCOB MOKa3aHo, uto 1einslii psin 6eaxoB CCK |l moxer cBs3bIBaThCS €

JUMEpHBIM KoMIuiekcoM kopoBoii yactu @CII, popmupys Tak Ha3pIBaeMbIit
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cynepkomruiekc @C II-CCK Il. benku CP29, CP26 u CP24 HenmocpeACTBEHHO CBS3aHBI
¢ xopoBoii yacteto OC Il, kpome Toro, M-tpumep cBsizan ¢ @C Il yepe3 6enxu CP29 u
CP24, a S-tpumep — uepe3 CP26 (Boekema u np., 1999; Kouril u map., 2012).
[Toyuyennsiit B utore komrieke @C [1-CCK |l moxeT 10omoIHUTENBHO
accoruupoBathcs co ciadocsszanasiM CCK 11 (Boekema u ap., 1999; Kouril u ap.,
2012; Rantala u ap., 2017).

CTOKMHT THIIAKOUJIHBIX MEMOpaH U, CIIEI0BATEIbHO, PACCTOSTHIE MEXKTY
KOMITOHEHTaMHU CBETOBOW pEaKIMi TUHAMUYHO pearupyroT Ha U3MEHEHHUE KOJUYeCTBa
U KadecTBa cBeta. [Ipobieme BIUSHHS OCBEIICHHOCTH PACTCHHIA Ha
(GYHKIIMOHUPOBaHHUE (DOTOCHHTETHYECKOTO anmapaTa ¥ CBETOCOOUPAIOIINX KOMILIEKCOB
MIOCBSIIIEHO OOJIBIIIOE KOJTMYECTBO cTaTel, 0030poB 1 MoHorpaduii (MBaHoB u np.,
1974; Kpennenesa u ap., 1975; Boardman, 1997; Anderson, 1986; Bailey u np., 2001).

Rantala u Tikkanen B 2018 r. moka3sanm, 4To creruduIecKoe B3auMoIeHCTBHE
Mexay otaenbHbiMu Tpumepamu CCK |l — HeoOxoammoe yciioBHe it SHEPTeTUUECKH

CBSI3aHHOW ¥ HOPMAJIBHO (DYHKIIMOHUPYIOIIEH TUIAKOUTHONH MEMOpaHBI.

v http://photosynthesis.sbes.qmul.ac.uk/nield/downloads.html
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Puc. 3. Crpoenue xommuiekca ®C [I-CCK II. P680 — qumep xmopodmuios a PL] @C II;
D1 u D2 — 6enku kop-xommiekca @C Il; CP47 u CP 43 — cBeTocobuparoiue murMeHT-
OeJIKOBbIE KOMIUIEKCHI Kop-komiuiekca; Lhch 1+2+3 — maxopHast 4acth
ceetocooupartoriert antrennsl @C 11 (CCK I1); Lhcb 4, 5, 6 — muHOpHBIC Oenku
anteHHbl: MN4OsCa — Maprasel-KucaopoI-KaJlbIHeBbIi KIaCTep BOJIOOKHUCIISIOIIETO
KoMIuTIeKkca; MEHOpHBIE cyObenuHuIbl OC |l 0603HaueHBI cepbIM 11BeTOM; YZ, YD —
ocraTku Tupo3uHa 6enkoB D1 u D2, coorserctBento; Chlpi, Chlp2 — xmopoduan D1 u
D2 6enxoB, cooTBeTcTBeHHO, Phe — dpeodurun; Qa n Qp — MIIaCTOXUHOHOBBIE
nepenocurku sekrponoB PC II; Fe — HeremoBoe kene30; cyt bssg — muToxpom bsso;
PQ(H2) — miacToruipOXMHOH.
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1.1.3. Crpykrypa kommiekca ®C I-CCK 1

Kommiexke @C | obecrieunBaeT CBETO3aBUCHMBII TPAHCIIOPT JIEKTPOHOB OT
mactounanuHa (I11) k peppenoxcuny (D). DMEKTPOHBI OT BOCCTAHOBIEHHOTO D1
tpancnoprupyrorcs k ®HP, koropas karanusupyer Boccranoiaenue HAJID™ o
HAZI®H.

Kak u B P1] @C Il, B PI] ®C | cymecTByOT 1B€ BeTBU KO(HAKTOPOB MIEPEHOCA
a5eKkTpoHa, HO B oTinuue oT OC Il, onu 06e akTuBHBL TpaHCOPT 37IEKTPOHA
HAUMHAETCS CO «CHEeMAIbHOM Mapb» XJ1, GOPMUPYIOLUX JUMEpP, Ha3BaHHBIH 110
MakcuMymy nornouieHus B oosactu 700 uM, P700. Dta «cniennanbHas napay
OCYIIECTBIISICT (POTOXMMHUYECKYIO pabOTy: TIOJTYyYUB YHEPTHIO OT aHTeHHBIX X1, P700
HEPEHOCUT 3JIEKTPOH Ha MEPBUYHBIN aKLenTop, Ao, TAKKE ABIAIOLIUICS MOJIEKyI0H X1
a. Jlanee anexTpoH nepenocurces Ha pumtoxuHon (PX) B caiite A1, u [4Fe—4S]
kiacrepsl Fx, Fa, Fe. Kodakrops! nepenoca snexrpona ot P700 no Fx opranuszoBans B
JIBE TICEBJJOCUMMETPUYHBIC BETBH, PACIONIOKeHHbIC B Oenkax PsaA u PsaB (Puc. 4,
Synechococcus elongatus, paspentenne 2,5 A).

Cornacho ctpykrype ®C | Bricmux pactenuii ¢ paspemenuem 2.8 A, ®C I-
CCK I Bxnrouaer 12-14 6enkoBbIx cyObennHuL kKop-koMmiuiekca (PSaA-L u nse
cyonpemuuuiel PsaN u PsaO, kotopeie HenaBHO ObuTH TIOKa3aHbl (Pan u ap., 2018)),
4eThIpe aHTeHHBIX Oenka (Lhca 1-4), a Takxe npumepHo 200 xmopoduios u 15
kapotuHOuA0B (Jansson, 1999; Amunts u ap., 2010; Busch, Hippler 2011; Mazor u ap.,
2015). 13 knroueBbIX CyObEeIUHUI] JIBE caMble OOJbIIME OeKOBbIE CyObeuHUIBI (PSaA
u PsaB) dopmupyrot rerepoaumepnsiii PLI. 'erepoaumepHas yacth KOp-KoMILIEeKca
@OC I cBazbiBaeT 96 Monekyn xjopoduiuia a u OOJNBIIMHCTBO pefokc-kopakTopos: P700
(mumep xmopoduuios a), Ao (xtopodunt a), AL (DX), u Fx, xxenesocepusiii [4Fe-4S]
kiactep. JIBa apyrux xene3ocepHbix kiactepa [4Fe-4S] (Fa u Fg), TepMunasbHbie
KodakTopsl TpaHcnopta 31ekTpoHoB DC I, cBsa3anb! ¢ cyobeaunauniieii PsaC. bemox
PsaC, Bmecte ¢ 6enkoBbIMu cyObeaununamu PsaD u PsaE, o6pasyroT caiiT cBsI3bIBaHUS
g On.

CCK I rparcnoptupyet csetoByto 3Hepruto k PL] @C 1. On cocrour u3 4
otnenbHbIX nonunentuaos (Lhcal-4) (Puc. 5), 00beuHEHHBIX B 1Ba reTepoanMepa:
Lhcal-Lhca4 u Lhca2-Lhca3. Otu aBa qumepa oopasyrot «mosicy CCK 1 B popme
HOJIyMecsIIIa, CThIKYyomuiics ¢ cyobenquaunamu PsaG u Psal kommnekca sapa ©C 1
(Ben Shem et al., 2003). CtopoHa HanmpoTHB 3TOTO Mosica ¢ cyobenuannamu PsaH, Psal,
PsalL u PsaO oTkpbITa, 110 KpaitHEN Mepe, B YCIOBUSIX HEU3MEHHON CBETOBOM

uHTeHCcuBHOCTU (Amunts u z1p., 2010)



23

Qg-A Qx-B
-
86 8.6
-
eC-B3
eC-A3
8.8 8.2
eC-B2 eC-A2
1.7 12.0
eC-A1 eC-B1

6.3
A-BeTBb b -Be€TBb

Puc. 4. Ilytu nepenoca snexTpona B ¢porocucreme | (pucyHok u3 crareu Fromme u ap.,
2001). eC—A/B — x10podHIIIBI, yI4acTBYIOIIME B IEPEHOCE dIEKTPoHa, HoH Mg?"
KOTOPBIX JIMTaHINPOBAaH aMUHOKHCIOTHBIMHU ocTaTkamMu PSaA/B, cooTBeTcTBeHHO; 1, 2,
3 yKa3bIBAIOT Ha MOPSAKOBBIA HOMep XJI, HAUMHAs OT JIOMEHAIBbHON CTOpOoHBI. Qk-A 1
Qx-B — A1, wm puutoxuHoH, A 1 b-1ieneit, coorBeTcTBeHHO. Uncia yKka3pIBaloT Ha
paccTosHIe MeKy KopaKTopaMH OT IeHTpa 10 LeHTpa (B A).

Kak yxe 0110 ynomsnyro, CCK | sBnsercs anrenHoi Tonbko st OC 1, B To
Bpems kak CCK |l moxet paboTaTh kak aHTeHHa 111 o0enx dorocucteM (state
transitions). Caiit npucteikoBkr CCK I k @C I cocTouT u3 Tpex 6eIKOBBIX
cyosenununi PsaH, Psal u Psal (Lunde u ap., 2000; Zhang, Scheller 2004). Briio
YCTaHOBJICHO, YTO 110 MEHbIIIEeH Mepe aBa O6enka, PsaH u Psal, urparot kiro4eByro poib
B niepeHoce sHeprun ot ¢pochopunuposannoro CCK II x OC 1.

B otnnune ot ©C II, ®C 1, B ienom, ycroiturBa K (OTOMOBPEKIACHUIO.
®orounrnbupoBanue OC [ uzyyanu Ha npumMepe TEIIONIOOUBBIX PACTEHU, HAIIPUMED,
OTYPIIOB, IIPH HU3KUX TEMITEPATypax; BEISICHUIOCH, YTO PEAKIUs 3aBUCHT OT
tpancnopta aiekTpoHoB oT OCII k ®CI (Sonoike, Terashima, 1994; Sonoike, 1995); a

Taroke ObLI0 moka3zaHo uHruoupoBanue OC | aktuBHBIME popmamu kucinopona (Takagi

u ap., 2016).
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http://photosynthesis.sbes.gmul.ac.uk/mield/downloads. html
(eukaryotes)

Carbon fixing
NADP—— reactions

non-cyclic
¢ transport

cyclice”
transport o
to v

Cytb.f

A

L

Photosystem I (PSI)

(*monomer - higher plants; trimer - cyanobacteria)

Puc. 5. Crpoenue xomrutekca @C [-CCK 1. P700 — gumep xmopoduiuios a PL] OC I;
Lhca 1-4 — MuHOpHBIC O€JKK aHTSHHBI; CEPBIM [[BETOM 0003HAYCHBI MHHOPHBIC
cyosenuannbl OCI; Ag — mepBUYHBIHN 2IEKTPOHHBIN akienTop xiaopoduimt a; QB QkA
— ¢umoxuHOHBI BeTBel B 1 A, cooTBeTcTBeHHO, Fx — j)xene3ocepHsiii [4Fe-4S] nentp;
Fa u Fg — 1Ba xene3ocepHbix kinactepa. PC — mnacrounanus; Fd — dpeppenokcun.

B ycnoBusix HOpManbHOM OCBEIIEHHOCTH, (POTOCHHTETUYECKHI TPACcIOpPT
anextpoHoB oT OC Il yepe3 uuT. be/f kommuiexe k @C | He npeBbIIACT TPOMYCKHOM
criocoOHOCTH akientopos dekTpoHa B PC I, u kommuiekc @C I coxpansier
crabunbHOCTh (Munekage u np., 2002). Ecin notok anektponos ot ©C I npessbimiaer
IPOMYCKHYIO CIOCOOHOCTh NEPEHOCUYUKOB AIIEKTPOHOB Ha akientopHoi ctopoHe OC |,

cucrema TepsieT ctabmibHOCTh. [locnenyromas perenepanus OC I npoucxoaut

memaenno (Sonoike, 1995; Munekage u ap., 2002).



25

1.1.4. IlutoxpomHublii be/f KoMIIeKkc

[MorpyeHHBIN B TUIIAKOUAHYIO MeMOpaHy 1HT. De/f KoMILIeke pacmonoxeH
Mexay OC I u @C 1, u GpyHKIIMOHUPYET KaK MIPH JIMHEHHOM, TaK U MPHU ITUKINIECKOM
TPAHCIIOPTE ANEKTPOHOB. DTOT KOMILIEKC CIIY)KUT MMOCPEIHUKOM B TPAHCIIOPTE
AJIEKTPOHOB MEX Y (POTOCUCTEMAMHU ITyTeM OKUCIICHHsI BoccTaHOBIeHHOTO [1X
(acroruapoxunona [1XH?) u Boccranosnenus [11] (Kurisu u np., 2003; Allen 2004;
Smith u ap., 2004), T.¢. GYHKIHOHHPYET KaK MIACTOIHIPOXUHOH:IIJIACTOIHAHNH

okcupopenykrasa (Puc. 6).

http://photosynthesis.sbes.gmul.ac.uk/nield/downloads. html]

(eukaryotes)
@ @

i 7 Stroma

cyclic :
Q-cycle” ; "ﬂn-"lm ,,,,,,, Ferredoxin

/"_"\
PSII > /.PQH,]

linear e
transport

linear e”
transport

(*dimer}

Puc. 6. Ctpoenue uroxpomuoro be/f kommnekca. 2Fe-2S — FeS knacrep 6enka Pucke;
cyt f — rmuroxpom f; CythL 1 CythH — HU3KO- U BBICOKOITOTEHITHATBLHBIE (POPMBI
nuroxpoma be, car — kapornHona. QO — XHMHONI-OKUCISIOIKI caitT; Qi — xuHOM-
BoccraHaBnuBaromuii cait. Cyclic, linear transport — ruknyeckuii U THHEHHBIH
TPAaHCHOPT AJIEKTPOHA.

DOTOCHHTETUYECKHUM TPAHCIIOPT JEKTPOHOB COIPSIKEH C TPAHCIOKAUEH
IPOTOHOB Yepe3 THIAKOUIHYI0 MeMOpaHy, 4TO cO3JaeT TpaHCMEMOpaHHBIN TpaIueHT
IIPOTOHOB, KOTOPBIN ucnoib3zyercs AT®-cunraszoit aiia cunteza AT®. [Tocrenennoe

BO3pacTaHue MPOTOHHOI'O TPaIMEeHTa B THJIAKOUJHOW MeMOpaHe, HarpuMmep, B
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CTPECCOBBIX YCIOBHUAX, YMEHBIIIAET CKOPOCTh TPAHCIIOPTA AJIEKTPOHOB yepe3 uT. De/f
KoMILIeKC. Bbuto mokazano, 4To 3alUTHYIO pOJIb B 3TOM CIIy4ae BBIIOJIHIET OETI0K
tunakouoB PGR5 (Munegage u ap., 2002; Tiwari u ap., 2016).

[{uT. be/f KoMIIIEKC MpeacTaBIgeT COO0H CHMMETPUYHBIN quMep Maccoi 220
k/la (Kurisu u ap., 2003; Yamashita u ap., 2007; Stroebel u ap., 2003). Kaxxaprii
MOHOMEp COCTOMT U3 8 cyobequHuIl: 4 Oonpmux (ut. f, mut. e, xenesocepHslii Oenok
Pucke (c xmacrepom [2Fe—2S]) u cyopenununa V) u 4 mansix cyoseauauisl (PetG, L,
M u N) (Cramer u ap., 2010; Dashdorj u ap., 2005). Kaxasiii MoHOMED HeceT 7
KoakTopoB: 2 rema bs (HU3KOIIOTEHIIMATIBHBIN, DeL, U BHICOKOMOTEHIIMATBHBIN, DeH) 1
rem C (Bce TpH pacroiokeHbl B Oenke T, Dg); rem f (pacnonoxen B 6eske nur. f),
[2Fe—2S]-knactep (B Oenke Pucke), u 1Ba murMeHTa: Mosekyia XJi U [3-KapOTHH.
Crpykrypa nut. be/f kommexca ¢ paspemenuem 3 A 6b11a ony6aukosana B 2003 ¢
(Kurisu u ap., 2003) (Puc. 6).

B 1ur. be/f komIiekce pyHKIIMOHUPYIOT JBE BETBH MEPEHOCA AJICKTPOHA!
BBICOKO- U HU3KONOTeHIMa bHas (Puc. 7). BeicokonoTeHManbHasi BETBh HAUMHACTCS C
okucnenus [IXH, no mmacrocemuxunona (I1X™) B xuHoH-oKHCIsAIOIIEM caitTe (Qo);

OJICKTPOH MEPEHOCUTCS Ha KIIACTEP ocnka Pucke u JaJICC — Ha IUT. fu H]_[

3 % nu
i (
5 }‘2\}:‘« rem f b 20
L
2H*
niomeH Fe,-S
e 2 % 2920
NXH,* ¥, S8 - rem b,
e'/‘t“ s
& % Xn a
e wd° <~ femb
2% NX B-KapoTHH
~——TeMmc
cTpoma H*

Puc. 7. Ilytu mepeHoca 3JeKTpoHA B IUTOXpOMHOM Ds/f KomITekce (prcyHOK U3 cTaThu
Kurisu u ap., 2003, mogudunuposan). I[1X — mnacroxunon, [TXH>z —
rtactoruapoxuHoH, 111 — muractonmanuH, Feo—S; — xkene3ocepHbIil eHTp Oenka
Pucke, X a — monekyna Xi a, rem b 1 by — HU3KONIOTEHIMATBHBIA U
BBICOKOIIOTEHIIHAIBHBIN TeMbI IIuTOXpoma b, rem f — rem riuroxpoma f, rem ¢ — rem
IIUTOXPOMA C.
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O6pazosanue [1X™ mpuBOIUT K 3amyCKy MepeHoca JIEKTPOHa 10
HU3KOMOTeHIMaNbHOM BeTBU: I1X"™ okucnsercs reMoM beL, KOTOPBI BIIOCIEACTBUU
BOCCTaHABIIMBAET beH, PACIIONOKEHHBIN BOJIM3H OT XMHOH-BOCCTaHABIMBAIOIIETO CaiiTa
(QI), rae npoucxoauT BocctaHoBiIeHHE MosieKya [1X u3 myna. B pe3ynabrate OKUCICHUS
BTOpOil Mosekyinbl [IXH2 B XHMHOI-OKUCHAIONIEM caliTe U BTOPOro (DYHKIIMOHUPOBAHUS
00enx BeTBell nepenoca ekTpona, [1X™ B XMHOH-BOCCTaHABIIMBAIOIIEM cailTe

BOCCTaHaBIMBaeTCs 10 tiactoxunosa (Baniulis u ap., 2008). Takum o6paszom

dbyHKIHOHUpPYeET Q-IIUKII.

1.15. AT®-cunrasa

Xnopomnactaass AT®-cunTtasa karanuzupyet oopasoanre ATO u3
anenosuraudocdara (AAP) u dpocdara (Pi) 3a cuér TpaHcMeMOPaHHOrO IpaJHeHTa
IPOTOHOB, TEHEPUPYEMOT'O CBETO3aBUCHUMBIM IIOTOKOM 3JIEKTPOHOB. KOHCTPYKTHBHO
xyoporactHasi AT®-cuHTa3a COCTOUT U3 ABYX CTPYKTYPHO M (DYHKIIHOHAIBHO
pasnuuHbIX yacten (Lawrence u ap., 2011): BHemHel MeMOpaHHOH «TOJTIOBKH,
00o3HayeHHOH Kak «F1», 1 BHyTpeHHEW MeMOpaHHO yacTH, 0003HaYeHHON Kak «Fo»
(Puc. 8). F1 BKiItoUaeT ctpoMajbHbie cyObeauHuIlp! a3, B3, v, 6 u €. CyObeIuHHMIIB a, b,
b' u cn BkitoueHsl B Fo. Fo u F1 yacTu coeanHens! Bpamaronmmcs y-ctedieM u
HEMOABIKHBIM b/b’-cTe0eM U, TakuM 00pazoM, MeXaHW4ecKH cBsizaHbl. B Fo mpoToHsb!
U3 JIOMEHA HAMpaBJISIOTCS K OCTaTKY TITyTaMUHOBOM KHCIOTHI Ha CYOBEAMHUIIAX C1
(MOHOMEpHBIE CYOBEIMHUIII) Yepe3 MPeInoIaraeMbplii MoykaHail, 00ecrieunBaeMbIid
cocenHen a-cyobenunuiieit. Korga mpoToHsl B HEOOXOIMMOM KOJTHMYECTBE MPUXOJIST U3
JIFOMEHA U CBSI3BIBAIOTCS C C-CYyOBEAMHUIIAMH, IPOUCXOIUT MOJTHOE BpalieHue Ha 360°
Cn (MYJIBTUMEPHOT0) KOJIBLIA, YTO MO3BOJISIET OTAEIBHBIM IIPOTOHAM BBICBOOOKIAThCS
WH/IMBUYAJIbHO HA KAXKJIOM IIIare W HAIpaBIIATHCS B CTPOME Uepe3 JPYTyio
npejnojaraeMyro oJOBUHY KaHala, obecrieunBaemyto a-cyorenununei (Fillingame u

ap., 2003).


https://www.sciencedirect.com/science/article/pii/S1046592810002974?via%3Dihub#!
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Puc. 8. CtpykrypHas cxema pacnonoxkenusi cyobeannun; ATd-cunrassl F-tuma. Cepas
paMKa mokasbiBaeT 00J1acTh KJIeTOYHOU MeMOpansl. [IpeacTaBieHo TeTpagekaMepHoe
C-CyObEeTUHUYHOE KOJIBLIO, KOTOpoe ObLI0 00HapykeHo B xJjoporacTHOH ATd-

CUHTA3€ ILINKUHATA.

Bparenue kombiia cn CBsA3aHO ¢ BpallieHUEM Y-HOKKHU B obsactu Fi, rrie
cyObenuHuLA Y GYHKIIMOHUPYET KaK CTepyKEeHb BHYTpH rosioBku 03p3. Bpamenue y-
ctebuns ynpasiseT katanu3zoM peakuuu AJID + Pi — AT®, kotopast npoucxoauT Ha
KaXJ1I0M U3 Tpex unrepgeiicos a-pf-cyoreaunun B F1 yactu (Nakamoto u ap., 2008;
Richter u np., 2005; Turina u ap., 2003). ITOT nporiecc ABIAETCI 0OPATUMBIM U
knaccuuuupyercs kak ¢pepment F-tuna. Apxeiinbie (A-tuna) AT®D-cuHTa3bl TaKxKe
o0OpaTtuMmsbl, B TO BpeMst kKak BakyossipHble (V-tumna) AT®-a3pl QyHKIMOHUPYIOT TOJIBKO

KaK ITPOTOHHBIC UJIM HOHHBIC HACOCHI, YIIPABIISICMbBIC TUAPOJIN30OM ATO.

1.1.6. TlepeHocyukHu GOTOCHHTETHUECKOI FIEKTPOH-TPAHCTIOPTHOM 1eNH
XJIOPOIJIACTOB: IVIACTOXUHOH U IJIACTOLUMAHUH

1.1.6.1. IMaacroxunon

[Mnacroxunon (I1X) — 3T0 MoNeKya MPEHWILTUIIUAA, COCTOSIIAs U3 2,3-
numeTHi-1,4-6eH30XMHOHA 1 OOKOBOM IIeNH U3 9 M30MPEHUIIOBBIX €MHHUII, pEIOKC-
AKTUBHOHW YaCThIO CIYXKHUT OCH30XHHOHOBOE KOJIBIT0, @ OOKOBas IIeTTh 00eCTieunBaeT
HaXO0KJICHWE MOJICKYJIbI B THAPOGOOHOM MAaTPUKCE TUIIAKOUTHON MEMOpPAHBI.

Buocunrernueckuii myts [1X BKiIIOUaeT OMOCUHTE3 MPEIIIECTBEHHUKOB
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OCH30XMHOHOBOT'O KOJIbIIa U OOKOBOM IIETH C Moceayromen nx kouaeHcauei (Liu,
2016).

KommaectBo monekyn [1X B memOpane tunakonioB Ha ogue PL[ ©C Il u OC |
BBILLIE, YeM JPYrux nepenocunkos. Oouiee conepxanue [1X, u poroakTusHOro (B
THJIAKOMTHOH MeMOpaHe) 1 HEaKTHBHOT'O (3aIIaCeHHOTr0 B IUIACTOINIO0YIaxX U B
obosouke xoporutacta (Lichtenthaler u ap., 1981)), B xioporiacrax cocrasiser ot 10
10 40 va PL] ®C |l u to 5 no 10 ua PL] ®C Il (McCauley, Melis, 1986; Kruk, Karpinski,
2006), 1 atu Mmostekyisl [1X Moryt ObITh Ucniob30BaHbl pazudHbiMu OC 1|
KOMILIEKCaMH. DTH J1Ba (hakTopa OonpeAeaniu Ha3Banue Moiekyn [1X kak myn
wiacroxuHoHa. [1X npencraBieH B MeMOpaHe TpeMs OKUCIUTEIbHO-
BOCCTaHOBUTEJIbHBIMU (hopMaMu: okucieHHas mojekyna (I1X), omHokpaTHO
BOCCTaHOBJIEHHAsl MOJIeKyJa (pagukai miactoceMuxuHoH, 11X umu [IXH') u nBax bl
BOCCTaHOBJIEHHAsl MOJIEKYJIa (IIACTOXMHOJI WM IIacTOruApoXxuHoH, [IXHz). ITX
Y4acTBYET B [IEPEHOCE JIEKTPOHOB B (DOTOCHHTETUUECKOH 1IENH, SIBJIASICH MOOUIBHBIM
JUIOPacTBOPUMBIM reperocunkom Mexy OC 11 u nut. be/f komrutekcom. Kpome toro,
ITX myn BoBieueH B peakiuio Mesepa (BOCCTaHOBJICHHE MOJIEKYJISIPHOTO KMCIOPOAA 110
NEePOKCHJIa BOJOPOJia Yyepe3 CyNepoKCHIHbIN aHHOH paaukan) (Ilvanov u np., 2007), a
TaK)Ke B UKINYECKUN TpaHCTIOPT AeKTpoHOB BOKpyr OCI (Munekage u ap., 2004).

[Ipu ocBemenuu [1X BoccranasnuBaercs 1o [IXH2 nubo B akuentopHoit
vactu OC I, mubo B akuentopHoit yactu 1urt. be/f kommiekca. Boccranopnenue I1X B
@®C |l mpoucxoaut yepes CTaJuIo MIACTOCEMUXUHOHA, QB™, IPOYHO CBA3aHHOTO C
oenkom. [TXH> okucnsercs B moHopHO#t yactu mut. be/f kommekca Fe2S, nenrpom
Pucke no I1X™, KOTOpBIN OKUCIIAETCS HU3KOMOTEHIIMATBHBIM TEMOM IIUTOXpoMoMa Dg
1o IIX. Taxxe Bo3M0kHO BoccTaHOBIIeHUE I1X myna B TEMHOTE; OHO OCYILIECTBIIAETCS
anexktpoHamu oT HAJI®H ¢ yyacTrem cBsI3aHHBIX C TUIAKOWIHON MeMOpaHOi
HAJI(®)H-nerunporenas (Peng u np., 2011), yto npencrasiseT co60i 1 HAYaIbHbBIN
stan xjopoasixanus (Peltier, Cournac, 2002), 1 myTh BO3BpalleHHsI 3JIEKTPOHOB B
(OTOCHHTETUYECKYIO AIIEKTPOH-TPAHCIIOPTHYIO IIeTIb B OJTHOM U3 MPEAINO0JIaraeéMbIxX

BapUAHTOB [IUKJINYECKOTO 3JIEKTpOHHOT0 TpaHcnopTa Bokpyr @CI (Rochaix, 2011).

1.1.6.2. IInacToumanuu

Inacrouuanun (I111) — BogopacTBOpUMBIiA TEPEHOCUHK IIIEKTPOHOB,
MpeACTaBIsIET co00i Oenok ¢ MoekymsipHoit maccoit 10 x/la. [TnmacTormanux
pacrnoJiaraeTcsi B JIOMEHE THJIAKOUJIOB; COAECPKUT aTOM MEJIH, KOTOPBIN

KOOPpAUHUPYCTCA ABYMS TUCTUANHAMU, MCTUOHUHOM U TUCTCUHOM. OCYH.[GCTBJISIGT
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MIEPEHOC JIEKTPOHOB IO OJTHOAIEKTPOHHOMY THUILY, TIPH 3TOM aTOM MEIU H3MEHSET
cBOI0 BasleHTHOCTh (CU* <> Cu?"). OKHCINTEIbHO-BOCCTAHOBUTEIBHBIH ITOTECHIHA
rmactouranuHa pased + 0,37 B. I11] BoccranaBnuBaetr okuciaeHubil nurment P ©C |
P700" u okucnser uuroxpom f muroxpomuoro bsf-kommiekca. meer qsa
MOTEHIMATIBHBIX CaiiTa CBSA3bIBAHUS JIJISl ITAPTHEPOB 10 peakuuu. Cait 1 cocTout u3
muranga H87 ¢ Menpto, a caiit 2 — u3 Y83, KOTOpBIi OKpYy>KEH ABYMs KilacTepaMu
OTPUIATENILHBIX 3apsI0B, BLICOKO KOHCEPBATUBHBIMH Y TUIACTOIIMAHUHA BBICIIIUX
pacrenwuii (Gross, 1993).

VY nmano6akTepuit 1 HEKOTOPBIX Bogopocieit 111 moxker ObITh 3aMeHeH
reMOBBIM OeikoM 1uToXpoM ce (Zhang u ap., 1994; Merchant, Bogorad, 1987). beuio
MoKa3aHo, 4TO B XJIOpoIuIacTe 1seTymiero pacrenus Arabidopsis thaliana
MPUCYTCTBYET IIUTOXPOM C6-TIOJOOHBIIN OCJIOK, M OBUIO MPEAIOI0KEHO, UTO TAKOU
0eJI0K MOXKET (PYHKIIMOHUPOBATh B KAUECTBE AIbTEPHATUBHOTO AJICKTPOHHOTO
nepeHocurka B Beicinx pactenusx (Gupta u ap., 2002). Bnocneacteuu 6bu10
MOKA3aHO, YTO PACTCHUS apaOUI0IICHca C HOKaAyTOM 000MX I'€HOB, U KOJUPYIOIIETO
[1L], u uuToXpoM ce-moAOOHOTO OenKa, He MOTYT pacT (pOTOaBTOTPO(DHO U3-32

HIOJIHOTO OJIOKUPOBaHHUS 3JIEKTPOHHOTO TpaHcnopra Ha cery (Weigel u mp., 2003).

1.2. O6pazoBanue APK komnoHeHTaMHu GOTOCHHTETHYECKOH IJIEKTPOH-
TPAHCHOPTHOM Lenu

1.2.1. A®K u peakuus Menepa

B pe3ynbrare pOTOCHHTETHUECKUX PEaKIMii MTPOUCXOIUT HE TOIBKO
BBIJICJICHHE MOJIEKYIIsIpHOTO Kuciaopoaa (O2), HO U MOTJIONIEHHE, T.€. CBA3bIBAHUE
monekyn Oz. B ocHoBHOM cocTostHun Mosiekyina Oz mMeeT J1Ba HecIlapeHHBIX
AIIEKTPOHA, JTOKAJTM30BAHHBIX HA PA3IMUHBIX Pa3phIXJIAIOMINX OpOUTAISIX (TPUILJIETHOE
COCTOsIHNE). BONBIIMHCTBO OPraHNYeCKUX MOJIEKYJT HAXOJUTCS B CHHTJIETHOM
COCTOSIHUH, YTO OTPaHUYMBAET WX CIIOHTAHHYIO PEAKIIUIO C MOJIEKYJIaMH KHCIIOPOa, U
9TO SBJSIETCS OJIArONPHUATHBIM (DaKTOPOM TSI )KU3HH opraHu3Ma. [Ipu BoccTaHOBIICHUH
MOJIEKYJISIPHOTO KMCIOPOAa NEPEHOCYNKAMH (POTOCMHTETHYECKOM IeKTPOH-
tpancnoptHoil nenu (PITL) npoucxoaut oOpa3oBaHUe pa3IUYHBIX AKTUBHBIX (GOPM
kucinoponaa (ADPK). K A®K otHocsT: cynepokcuabid anuoH paaukai (O2™) u ero
IPOTOHUPOBAHHYIO (POpMY, EpruApoKcuiIbHbIN panukan (HO2"), nepokcua Bogopoaa
(H202), runpoxcunphsii pagukan (HO"), cuarnerssiit kucnopon (102), a Taroke

ruaponepokcusl (ROOH) u pagukaiibl opraHUYeCKUX MOJICKYIT: IEPOKCHIHBIN
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paaukan (ROO) u ankokcunbHBIN pagukan (RO%). B xmopormacte cCHHTIIETHBIN
kucinopoa odpasyercst B @C I, cynepokcuublii aHHOH paiuKail — MPEUMYIIECTBEHHO
koMrnonentamu OC |, a Takke B 1yJie MJIACTOXMHOHA.

Brnepseie o6pazoBanue H2O2 mpu ocBeleHUN pacTeHUl CTalu U3y4aTh B
naugae XX Beka (Bakh, Shoda. 1902). [To3auee Menep (1951) mokasair, 4uro B
U30JIMPOBAHHBIX ()parMeHTax XJIOPOIIacTa MPOUCXOUT CBETO3aBUCUMOE
BOCCTaHOBJICHHE MOJIEKYJISIPHOTO KHCIOPOAA, BCIIE 32 KOTOPBIM HA0II01aeTCs
oOpazoBanue H202. DTy peakiuio CBETOUHIYLIUPOBAHHOTO BoccTaHoBIeHUs O2 B
XJIOpoIUTacTax Ha3Banu peakiueil Menepa. [1o 3akoHaM TepMOAMHAMUKH,
BOCCTaHOBJEHHE Kuciaopoaa B @OTL] BeicIIuX pacTeHM, 3eJI€HBIX BOJOPOCIEH U
[IMaHOOAKTepUil — HEM30EKHBIH MPOIIECC B COBpeMeHHOM atMocdepe. In vivo
BocctanoBieHue Oz u CO2 mMpouCcXoaaT OTHOBPEMEHHO, B PAa3HBIX PACTEHUSAX HA
KHCIIOPO/I puxoautcs ot 5 10 50% snexrporos ot ®OTIL (Badger u mp., 2000). beiio
ycTaHoBIeHO, yTo O2" — nepBu4HBIN NPoayKT BocctanoBieHus Oz B @OTIL] (Allen,

Hall 1973; Asada, Kiso 1973).

1.2.2. OOpa3oBaHue CyNepOKCHIHBIX AHUOH-PATUKAJIOB KOMIIOHEHTAMM 1yJIa
NJIACTOXHHOHA U Ko(akTopamu (poTocucTeMsbl | BHe M1 BHYTPH THJIAKOIHHOK
MeMOpaHbI

®C | cunraercst ocHOBHBIM MecToM BoccTtaHoBieHus Oz B ®OTI] qo O™ —
IPOAYKTa OIHOZJIEKTPOHHOTO BOCCTAHOBIIEHUS MOJIEKYJIIPHOT'O KHUCIIOPOJI.
Joxka3zatenbctBa BocctanoBiieHust O2 B @C | in vivo 6butn onrcansl bamkepom (1985)
(Badger, 1985). ®epponokcun (), BogopactBopumbiii 6enok ¢ Em— 0.42 B, koTopsrit
MIOYTH He 3aBUCHT OT PH, monroe Bpems cuutancs riiaBHbIM BocctaHoBHuTeneM O2. OH
pAacIoyIo’KeH B CTPOME XJIOPOIIACTA U CIYXKHT ISl IepeHoca SJIEKTPOHOB U3
tepmuHanbHOro akuentopa B ®C | k da-HAJId-penykrase, rae O, BoccTaHOBICHHBIH
JTUTHOHUTOM WA (DOTOXUMHYECKH, MOYKET BOCCTAaHABIMBATH Kuciopoa. OqHako Acana
u j1p. (1974), Habmroaast O4eHb HU3KYIO CTUMYJISAIHIO poaykimu O™ mociie 100aBku
@1 B CyCHEH3HIO TUIAKOUAOB, MPEANONOKIIN, uTo DJ1 HE yUacTBYeT B
BocctanoBnenuu O in vivo. 'onbek u Pagmep (Golbeck, Radmer, 1984) onpenenuiy,
YTO KOHCTAaHTA OKMCIIEHHs MOJIEKymspHoro kucnopoaa ®x pasra 102 M~ ¢ . Hemasno
ObLT ONMYOJIMKOBAH JIeTANBHBIN 0030p UTEpaTypHBIX HccneaoBanuii (Kozuleva and
Ivanov 2016), rae ObUIO JOKa3aHO, YTO MHOTHE MCCIICIOBAHHUS, TOKAa3bIBAIOIIUE, YTO
@ npuHUMaeT BaxHoe yyactue B Bocctanorienuu Oz in vivo (Allen, 1975; Ivanov u

ap., 1980; Furbank, Badger, 1983), He MOT'yT CUMTAaThCs HaIEKHON OCHOBOM IS



32
MOATBEPKICHHS JAaHHOTO MPEaIoaokeHus. biarogaps HU3KoM KOHCTaHTE CKOPOCTH
BTOPOTO MOPSIKA, 3HAUUTEITLHOE BOCCTAHOBJICHHE KUCIOPO/1a € MOMOIIb0 D1 MOrio
OBITH IOCTUTHYTO TOJBKO MPH 3HAYUTEIHLHOM YBEIMUECHUU KOIH4ecTBa camoro d.

Kosynesa u MBanos (Kozuleva, lvanov 2010) mokasaiu, 4To B IPUCYTCTBUU
HAJI®*, T.€. B ONTUMAIBHBIX YCIOBUAX BOCCTaHOBJEHHS, D-3aBHCUMOE
BOCCTAHOBJICHHE KHCIIOPO/Ia COCTaBIISLIO JIHIb 5—7% OoT obmiero konudectsa. [1pu
ATOM, C YBEIMYCHUEM MHTCHCUBHOCTH CBETA YBEIIMUEHUE OOIIET0 BOCCTAHOBICHUS
KHUCJIOpOJIa TPOUCXOIUIIO, TPEUMYIIIECTBEHHO, 32 CUET YBEJIIMUCHUSI BOCCTAHOBJICHUS
KOMITOHEHTaMH MeMOpaHbl THJIAKOUJIOB, a He 3a cueT DJ1.

CTOHUT OTMETHTB, YTO IN VIVO BOCCTAaHOBJCHHBIH D1 UCTIONB3YETCS HE TOJIBKO
muis Boccranoienus HAJ[D, HO ¥ KaK HCTOYHMK BOCCTAHOBIIEHHBIX DKBHBAJIEHTOB
JUIs MHOTOYMCIICHHBIX PEaKIUi B CTPOME, IOATOMY OH HE MOXET IIPUCYTCTBOBATH B
3HAYMTEIBHOM KOHIIEHTpaluu. YacTo Habromaemast in ViVO BBICOKast CKOPOCTh
BOCCTAHOBJICHHSI KUCJIOPO/AA B (POTOCHHTETUICCKUX KIIETKAX B ONTHMAIILHBIX YCIIOBUSIX
OCBCIIIEHHOCTH — PE3YJIBTAT TPAHCIIOPTA AIIEKTPOHOB Ha O2 0T MEMOPaHHBIX
koMnoHeHTOB OOTLI. [Jonsa @1 B BOCCTAHOBICHUU KUCIOPOAA MOKET YBEIUUYUTHCS
IIPU HEIOCTATKE HAJI®" n MIPU HEJOCTATOYHOM akTUBHOCTH 1MKJIa KanbBuHa-bencona,
HanpuMep, B yesroBusx Hepoctarka CO2, WM B YCIIOBUSX HHTUOMPOBAHUS ()EPMEHTOB
nukia KansBuna-beHcoHa. [Ipu paccMOTpeHHMN BO3MOXKHBIX KOMIIOHEHTOB,
Y4aCTBYIOIIMX B BOCCTAHOBJICHHH MOJIEKYIsIpHOTO Kuciopoaa B DOTLI, neobxoaumo
YUUTHIBATh OKUCIUTENbHO-BOCCTAHOBUTENbHBIN MOoTeHHaN mapsl O2/02™, KOTOPHIi
paBen —160 MB ipu 1M O3 B Boae u ~ —550 MB B ruapodobHoii cpene (Puc. 9).

YTBepKIaeTCs, 94TO IEKTPOHBI IepeHocsTes Ha O2 OT TepMUHATBHBIX
kodakropoB OC |, Fa/Fs, pacmonoxeHHbix B 6enkoBoii cyobeaunuiie PsaC,
PacToI0KEHHOU CO CTOPOHBI CTPOMBI THIIaKOUTHOU MeMOpaHnbl. OgHako Fa u Fp,
JKeJI€30-CepHBIE KIIACTEPHI, COTIACHO OKUCIUTEIHHO-BOCCTAHOBUTEITLHOMY
MOTEHITUATY, HE SIBJISTIOTCS] TEPMOJMHAMUYECKH BHITOIHBIMUA BOCCTAHOBUTEISIMU
MOJIEKYJISIPHOTO KUCJIOPOa, HO, TEM HE MEHEee, CIIOCOOHBI K BOCCTAHOBJICHUIO
kucnopona (Kozuleva, Ivanov, 2016) (Puc. 9A). beicTpblit moTok 351ekTpoHOB 0T Fa/Fp
Ha O2 iN VIVO 04eBHIHO HEKETAaTENEH, IIOCKOJIBKY 9TO MOYKET MPEMATCTBOBATh
BocctanoBieHuto . [IpenmonararoT, uTo 00I€€ BHICOKHI OKHCIUTEIHEHO-
BOCCTaHOBUTENBHBIN MOTeHIHA nipeanocieanero kodakropa @CI Fa mo cpaBHeHHUO ¢
MOTEHIIMAIOM TocleAHeTo KoakTopa Fg MOXKET CITyKUTh 3BOITIOIMOHHON aanTariei
JUIE MUHMMHK3anuu BocctanoBienus Oz kodaxropom Fg (Shinkarev u ap., 2000).

Takaxammu u Acana (1988), usyuas ceerounaynupoantoe HoOz-3aBucumoe
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HOUpOBaHKE OEIKOB B M30JIMPOBAHHBIX THIIAKOMIaX, OOHapy»)uiu, uto PsaA/PsaB
HOUPOBAUCH OOJIBINIE BCET0. ITO MOATBEPAMIIO, UTO reHepanus O2” MpOUCXOIUT B
oomnpireii creniern B @C |, u Fx, mo-Buaumomy, oTBedaeT 3a BocctaHoBieHue Oo.
Yyactue npyroro kopakropa ®C |, pumnoxunona (OX), B Boccranosnenuu O2
MpeInoiaragioch u3-3a ctumyssanuu norjoeHus Oz @X npu ero 06aBiIeHUN B
TUJIAKOHIHBIE MEMOPaHbI, KOTOPhIE 00pabOoTaI reKCAaHOM, YTOOBI yIaTUTh XUHOHBI
(Kruk u mp., 2003). B pa6orax (Cherepanov u ap., 2017; Milanovsky u ap., 2017) ¢
MPUMEHEHHEM MaTeMaTUYeCKOTO MOJICIIUPOBAHMSI TaKKe ObLIO MOoKa3zaHo, 4To O X
CIocoOeH BOCCTaHABIIMBATH MOJIEKYJISIpHBIN kucnopoa 1o Oz BaxHo, uTo
BOCCTaHOBJICHHBIE KeJI€30-CEPHBIC IEHTPHI «cIadee» ¢ TOUKHU 3peHHUS BOCCTAHOBIICHHS
O2, 4eM CeMUXHUHOHBI; HAIPUMEP, KOHCTaHTa BOCCTaHOBIEHUSI O2 BOCCTaHOBJICHHBIM
@ (cM.BBILIE) IPUMEPHO HA 6 MOPSIAKOB HUXKE, YEM KOHCTaHTa BoccTaHOBiIeHUs O2
ceMuxuHOHaMH ¢ Em (X/X™) 6nmuskumu K Em (®a/da ) (Wardman, 1990).

O6pazoBanue O2" BHYTpHU THIIAKOUTHOW MEMOpaHbI Ha CBETY OBLIO JOKAa3aHO
B uccaenoBanusx (Kozuleva u ap., 2011, Kozuleva u ap., 2015).
Cynepokcumaucmytasa (CO/I), sSIBIsACh BOIOPACTBOPHUMBIM OEIKOM, TOTHOCTHIO
npensTcTBOBaia feTektupyeMomy DI1P HakomIeHnI0 HUTPOKCUAHBIX PaIUKAIIOB,
o0paszyembix B peakuuu O2" ¢ ruApoGUIBHBIM IUKIHYECKUM rupokcuiaaMuaom DCP-
H, B TO Bpems Kak HaKOIUICHHE HUTPOKCHUTHOTO PaIuKalia JIMIOPUITBHBIX IUKINISCKUX
ruapokcuiaaMuioB TMT-H, TMT', 6sut0 3Hauntensabiv (Kozuleva u ap., 2011). Ha
CO/I-ne3aBucumoe Hakornenne TMT' He Bausiu vy Tymmtenu *Oy, uu noymiku HO®
(Kozuleva u ap., 2015), uto moaTBepkaano To, yto curnan D[P Bo3HHMKa BCIeICTBUE
PEaKIMK ATOTO IMUKINYecKoro ruapokcuiaamuna ¢ Oz . HenaBHO OBLIO MTOKa3aHO
(Kozuleva u ap., 2016), uto no6asnenue dx, Takxke, Kak u O coBmectHo ¢ HAJID k
CYCIIeH3HUH THUJIAKOU]IOB, HE TPUBOIUIIO K TIOJIABJICHUIO HHIYIIMPOBAHHOT'O CBETOM
HakoruieHus TMT', aro ykas3siBaio Ha oopa3oBanue O B MemOpaHax. boiee Toro,
dpakmus oOpa3oBaBiIerocs BHyTpru MeMOpansl Oz yBeTUUIHBAJIACh B TIPUCYTCTBHH
HAJI®", uro ykassiBasio Ha TO, 4T0 MecTo oOpazoBanusa O2" MOKET 3aBHCETH OT
dbyHkmonupoBanus nukia Kanseuna-bencona.

Kpowme toro, Kozynera u nip. (2014) uccnenoBanu Boccranorienne Oz B OC |
Y CpaBHUBAJM 3TOT npoiiecc B komiuiekcax @C |, u301upoBaHHBIX U3 IUAHOOAKTEPHA
Synechocystis sp. PCC 6803 nukoro Tima u MyTaHTHOTO IITaMMa ¢ 3a0JIOKHPOBAaHHBIM
ounocunTe3oM grmnoxuHona (OX) (menB), B koropom BmecTo @ X BeTpanBaercs [1X.
bruio nokaszaHo, 4To 3aBUCUMOCTH BOocCTaHOBJEHHS O2 OT ypOBHS OCBEILIEHUS

paznuyanachk B DX-conepxkamux u [1X-conepxammx OC |. B ycnoBusix HU3K0OH
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OCBEIIEHHOCTH 00a Thna ¢otocucteM BoccTaHaBiuBam Oz ¢ OMHAKOBON
MHTEHCUBHOCTBIO, T.€. C OJUHAKOBBIMU CKOPOCTSAMU. B yClI0BUSX CpETHETO U BBICOKOTO
YPOBHEN OCBELIEHHOCTU CKOPOCTh BOCCTAHOBJICHUS YBEJINYMBAIACh HE3HAUUTEIIBHO B
[TX-conepxamnux OC I, B To Bpems kak B DX-coaepxamux OC | ckopocTh
yBEJIMYHIACh 3HAUYUTEIbHO. OTHOBPEMEHHO C 3TUM TPAHCIIOPT IEKTPOHOB OT Fa/Fp He
U3MEHWIICS, CIIeJI0BaTeIbHO, BoccTaHoBieHne Oz komnoHnentamu Fa/Fg mpoucxomino
OJIMHAKOBO B 000MX KOMILIEKcaxX. Pa3Huiia Bo BIUSHUM CBeTa Ha BoccTaHoBieHue O
npunuceiBaeTcs 6ombiiei cnocoonoctn X (B cpaBaennu ¢ [1X™) BoccTaHaBIMBaTh
O2. Benmnuunpl Em ©®X/OX™ nap B A- u B-BetBsax OC | paBubr —671 u —844 mB,
cootBetcTBeHHO (Ptushenko u ap., 2008) (Puc. 9A). OkuciauTtenbHO-
BOccTaHOBUTENbHBIA-ToTeHIMaN map [IX/I1X™ B Mectax cBsI3bIBaHUS XUHOHOB ¢ A- 1
B-setBsiMu Ha 100 MB nonoxutensHee, yem y DX/DX" mapsr (Semenov u ap., 2000),
YTO MOXKET ObITh MPUUMHOM O0Jiee HU3KOW CKOPOCTH BOCCTAHOBIIEHUS KUCIOPOa MPU
3amene OX na [1X. MoxHO cienath BeIBO, uTo BoccraHoBieHue Oz B @C | moxker
pOUCXOaUTh KomrioHneHTaMu Fa/Fg mipu HepoctaTke D1, oHAKO OOJIBIINIT BKIIAI B
3TOT Tmporuecc BHOCUT DX, 0COOEHHO MPH MOBBINIEHHOW HHTEHCUBHOCTHU CBETA.

ITX myn XJI0poIIacTHRIX TUIAKOUIHBIX MEMOpPaH — aHaJIOT YOUXHMHOHOBOTO
nyJjia BHyTPEHHEN MUTOXOHApUaAIbHON MeMOpaHbl, 0akTepuanbHON MeMOpaHbl U
MeMOpaHsbI qpoxokeid. Boccranosienne Oz B mynie yOMXHHOHA JTaBHO m3BecTHO (Turrens
u 1p., 1985), u aToT myn cunraercs uctouHnkoM ADK, BrustonumM Ha MHOXECTBO
IIPOLIECCOB B KJIETKAX KMBOTHBIX U YEJIOBEKA.

[lepBrie nanHbIe 0 BO3MOKHOCTH BoccTaHoBieHus1 Oz B [1X myne Obutn
IIOJIy4EHBI B OKCIIEPUMEHTAX C U30JMPOBAHHBIMU THWJIAKOMAAMU B ipucyTcTBUH JJTHD-
WNHT (nunutpodennn s¢up 2-on-4-HUTpOoTUMOIN), MHrHOuTOpa okucnenus [1XH; uut.
be/f kommuiekcom (Khorobrykh, Ivanov 2002). Cynepokcua-3aBucumoe
BOCCTaHOBJICHHE K30T€HHOTO IIUTOXpoma C, ioBymku Oz, B mpucyrcTeuu JJHO-UHT
Ha CBETY, U OTCYTCTBUE TAKOTO BOCCTAHOBJIEHUS B IPUCYTCTBUH IUypOHA (MHTMOUTOpa
nepeHoca 3J1eKTpoHOB OT Qa k Qp), CBUIETENLCTBYET 00 OJJTHOAIEKTPOHHOM
BoccraHoienun O2 B [1X myne (Khorobrykh, lvanov 2002). Yuactue [1XH2 B Takoii
peaxkuu KaxeTcsi MaJOBEPOSITHBIM, MOCKOIbKY Em7 mapel [IXH™/TIXH2 (+370 MB)

HAMHOTO Bbilre, ueM Em7 maper O2/02™ (—160 MB) naxke B BogHO# da3ze (Puc. 9B).
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[Mpencrasiensl 3HaucHust Em kodakropos ®ITL,. 3uaucuus Em mapsr O2/02" B Boae
(=160 MB) u numetundopmamuae (DMF), (-550 +~ —600 MB) noka3aHbl TOHKUMH U
TOJICTBIMHU CEPHIMU TOPH30HTAIBHBIMU JINHUSMH, COOTBETCTBEHHO.
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Cpenu xommoneHToB [1X myna Tonbko mmacrocemMmuxuHoH (I1X™) MmoxeT
cunTathes BoccranoButeneM Oz, mockonbky Emz mapsr [TX/IIX™ (=170 MB; Hauska u
ap., 1983) (Puc. 9B) Gosee oTpunarenbHbii, yem napbl 02/02". pH-3aBUCHMOCTD
noryomenus Oz B npucyrctBun [JJH®-MHT nmoarBepKaaeT 3T0 MPEANoa0KeHHE
(Khorobrykh, Ivanov 2002), a Tak:ke CBHACTEILCTBYET O TOM, YTO BOCCTAHOBJIEHUE
MoJeKyJsipHOro Kuciaopoaa, Oz, 1o Oz mpoucxoaut B BOJHOH cpese, T.€. Ha TPaHHLIe
memOpana\Bosa npu menounbix PH (Mubarakshina, Ivanov, 2010).

Boccranosnenue monekyn Oz monekynamu [1X, Takke, kak u
KoMitoHeHTaMu Fa/Fg, pacronokeHHbIME Ha BBICTYIAIOIIEM CO CTPOMAIILHON CTOPOHBI
tunakon oM MeMmOpanbl 6enke @C | PsaC, BeposiTHO, BeneT k nosiBiieHuto O2" BHE
TUJIAKOUIHOM MeMOpaHBbI.

Cnoco6Hocth [1X" BoccTaHaBIMBATh MOJIEKYISPHBIA KUCTIOPOI MOSIBIISIETCS
TOJIKO TOT/a, KOT/1a OKUCIUTEIHHO-BOCCTAHOBUTENIbHBIN noTeHIra naps! [IX/TTX™
CTaHOBHTCS OoJiee oTpHIaTenbHbIM, 4eM napbl O2/O2". B quamazone pH ot 5.0 10 6.5
pasHuIla B OKHUCIUTEIbHO-BOCCTAHOBUTEIbHBIX MoTeHItnanax napsl [IX/ITX™ (pK = 6.0;
Em7 =-170 MB) u O2/02" (pK = 4,8; Em7 = —160 mMB) capuraercs ot + 50 MB, uro
HeOnmaronpusaTHO A BocctanoBieHus Oz, 1o —10 mB. Kak ynomsnyTo BbIIIIe, B paboTe
(Khorobrykh, Ivanov 2002) 66110 3KCTIEpUMEHTANIBHO MOKA3aHO, YTO MOTJIOIICHHE, T.¢.
BoccTaHoBjIeHHe kucinopoaa B [1X nmyne B npucyrcreuu JIHO-MHT, o6HapyxuBanu
TOJIbKO TIpu 3HaueHusX pH Beimie 5.5. MakcumanbHasi CKOPOCTh BOCCTAHOBJICHHUSI
kucnopona B [1X myne nocturanace npu pH 6.5 u ganee cyiiecTBeHHO HE MEHSIIACh
npu Oosiee BeICOKUX 3HaueHusx pH. Panee npeanonaranocs, yto [1X™ gomkeH BbdTH
U3 XMHOJI-OKUCIISIONIEro caiita nuT. De/f koMIutiekca u ctath yacteio [1X myna npexie
yeM OBITh OKHCIIEHHBIM KuciopoaoM (Forquer u ap., 2006). beiio mokaszano, 4yTo
CEMUXHMHOH, 00pa3yIOIINIiCsS B pe3yJIbTaTe OKUCICHUS THIPOXUHOHOB Ha TOHOPHOMH
cropore bcl KoMIuIeKkca MOXKET OKHUCIIATHCS KUCIOpo oM ¢ obpasoanuem O2" (Muller
u 1p., 2002). M3mepenHas ckopocTb o6pazoBanust Q2" BbIICICHHBIM IHT. De/f
KOMILJIEKCOM OKa3aJiach BbIlIe, ueM y bcl komruiekca u3 apoxokeit (Baniulis u ap.,
2013). ABTOpPBI IPEANONATAIOT, YTO ITO MOKET OBIThH CBSI3aHO ¢ OOJee IITUTETHHBIM
BpeMeneM HaxoxaeHus [1X/TIXH B xunom-okucstomniem caiite bs/f kommiekca
okoJio Oenka Prcke, yeM OKOJIO XkeJe30-CepHOro Kiactepa B cirydae bcl komruiekca.
KoHcTaHTa CKOPOCTH peakinyu BOCCTAHOBJICHHS KUCIOPOAA MIACTOCEMUXMHOHOM
pasua 2x108 M1 ¢ (Wardman, 1990).

B @C I, HecmoTpst Ha TO, 4TO BoccTaHOBIeHHBIH (heodutun (Pheo’) obmamgaer

Em=-610 mB (Rappaport u ap., 2002), T.e. 1OCTAaTOYHO HETATUBHBIM, YTOOBI
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BoccTaHOBUTH O2 naxke B ruapodoOHbix cpeaax (Puc. 9C), ero Bpems )KU3HUA TOBOJIBHO
kopotkoe (300 1ic), uTo mpeoTBpaIlaeT yTeuky 3JeKTpoHoB K O2. Peakius Oz ¢ Qa™
(MBanoB u XopoOpsix, 2003; Pospisil, 2012) saensercs TepMOIUHAMAYECKH
HEOJIaroNpHUATHOM H3-3a OoJiee MoNoKUTENbHOTO 3HaueHHS Em (Qa/QA ), =70 MB
(Brinkert u ap., 2016). Ognako cBs3eiBanne HCO3™ ¢ HeremoBbiM Fe, pacnosioxkeHHBIM
mexay Qa u Qg, ciBuraet Em Qa/Qa 10 —145 MB, nenas yreuky 37eKTpoHOB 0T QA K
O 6onee BepositHoit (Kozuleva u ap., 2020).

bouta Takske npeuiokeHa poiib 0O4eHb HU3KO-TIOTEHIIUAIBHON (OPMBI

uroxpoma bssg (Em —150 + —200 mB, Puc. 9C) B Boccranosienuu Oz (XopoOpbiX,
2019). Onmnako gosst 3Toi (GopMBI UpE3BBIYANHO Mala B HOPMAIBHBIX YCIIOBUSAX H
YBEIMYHUBACTCS TOJIBKO TOTa, Koraa pynkiuonupoBanue OC Il cunpHO HapymIeHO.
Kpome Toro, mutoxpom bssg morpyxeH B ruipodoOHy0 30Hy MeMOpaHbl, T1e Em maps
02/02" =550 + —600 MB, noatomy doTtoBoccTanoBieHrne O2 B 3TOM Cilydae sBISIETCS

TEPMOANHAMHWYCCKHU HC6JIaFOHpI/I$ITHI)IM.

1.2.3. O6pa3oBaHue MePOKCHAA BOJOPOa KOMIIOHEHTAMH CTPOMBI U
KOMIOHEHTAMM THJIAKOUIHOI MeMOpaHbI

02", koTopbIe 00Pa3yIOTCs B CTpOME BOCCTaHOBIEHHBIM M1 UM HA TpaHULIE
mMeMOpansl, unu Te O2™, KoTopble 00pa30BaIich B MEMOpaHe, HO BBIIIN U3 MEMOpaHbI
B CTPOMY, JUCIIPOTIOPITHOHUPYIOT ¢ oOpa3oBarreMm H2O2 B cTpome XJI0pOTIIacToB

(peakuus 1).

027+ 02 + 2H"— H202 + O (1)

JlucponopIioHUPOBaHNE IPOTEKAET, B OCHOBHOM, HE KaK CIIOHTAHHBIH
nporiecc, a karanusupyercs pepmentom cynepokcupaucmyrazon (COJl). Coneprxanue
CO/I B ctpome TOBOJIBHO BBICOKO, U OOJbINAs 9acTh hepmeHTa, mpudauzuteasno 70%,
acCOI[MMPOBaHa C BHEIIHEH MOBEepXHOCTHIO THiakou 0B (Ivanov, 2014). 3a cuer
BBICOKOM BSI3KOCTH CTPOMBI, KOHCTaHTa CKOPOCTH peakuuu, katamusupyemonr CO/l B
HEH, MOYTH Ha TIOPSAA0K HUXKE, IT0 CPAaBHEHHUIO ¢ KOHCTAHTOW CKOPOCTH PEAKIINH B BOJIC,
2x108 Mt ¢t

B cTpome xmopormiiacToB mpuCyTCTBYIOT BoccTaHoBUTENH Oz — IIpexk e BCero
3TO ackopOaT u rayraTroH. Coaepikanue ackopbara B CTpoMe ObLTO OMpEIETIeHO, U €To
3HauYeHHE HaxoauTcs B uHTepBasie oT 10 MM no 150 MM (lvanov, 2014), u koHcTaHTa

ckopoctu peakiuu O2" ¢ ackopOaToM Ha J1Ba MOPSAKA BEIIIE, YEM C TIIYTATHOHOM.
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B nporiecce u qucnpornopiinoHupoBaHs, U BoccTaHoBieHus: 02" B ctpoMe
xJioporutacta oopasyercs nepokcus Bogopoaa, H202. B To jxe Bpems B OCBEIICHHBIX
TUJIAKOMJIaX CKOPOCTh oOpazoBanwst o0mero Oz cHapy»Xu THIAKOUI0B, KOTOpas ObLia
nocyrTaHa Ha ocHOBe ckopoctu nornomeHust H2O2, Obuia 3HAaYNTENEHO BHIIIE, YeM
ckopocTh o0pazoBanusi Oz" CHapyKU THIAKOUJIOB, KOTOPOE OBLIIO H3MEPEHO KaK
CYIIEPOKCH/I-3aBUCMOE BOCCTAHOBJICHUE LIUTOXPOMA C; ¥ 3TO pa3indue
YBEJIMYMBAJIOCH 10 Mepe yBeluueHus nHTeHcuBHoCcTH cBeta (Mubarakshina u ap.,
2006). D10 pazauvre rOBOPUT O TOM, 4To yacTh O «ucuesanay BHYTPH THIIAKOUIOB.
Hucnponoprmonuposanue Oz, o6pazoBapuierocs: B ruipohooHoi pa3ze MeMOpaHbl,
3aTPYAHSACTCS B CHITY CHIIBHOTO DJIEKTPOCTATUYECKOTO OTTAJIKUBAHMS B CPEJie ¢ HU3KOM
IU3IeKTprudeckoit mpouuriaeMocthio (Takahashi, Asada 1988). Onnako, kormaa
[0JaBJIEHUE BO3MOKHOTO AuciiponopuuonupoBanus 02" (To ects 0OpasoBanus H202)
CHApYXH TUIAKOUIOB 00ECIIEYMBATIOCH KaK ITPUCYTCTBUEM IIUTOXPOMA C B
HACHIIAIONINX KOHIEHTPAIHIX, Tak 1 uHruoutopamu COJl, KoTopas Moriia 3arps3HsiTh
npenapaTsl THIAKOHUIOB, IO-NIPeXHEMY Habmoaanock oopasosanue H202 B cycnieH3nun
tunakou10B (Mubarakshina u mp., 2006). IIpu BEICOKOM YpOBHE OCBEIIIECHHOCTH 3Ta
npoaykius H202 moxxet nocturate 60% ot obmeit npoaykuuu H202 B THakonaax.
KomuuectBo H2O2, mosBIstonerocs B IIOMEHe, JOCTUTAIIO TOIBKO 5% OT BCETO
konmuecTBa H2O2, 00pa3yeMoro B TaKuX YCIOBUSX, U3 YETO CIIEAYET, 4TO 00pa3oBaHue
H202 mponcxouino UMEHHO BHYTpU MEeMOpPaHbl TUIAKOUAA.

B skcnepumeHTax ¢ M30JUPOBAaHHBIMH THJIAKOMIaMH C UCIIOJIb30BaHUEM
pasnuuHbIX M0aX010B (MybOapakiuHa u ap., 2006; Mubarakshina u ap., 2006) 6s110
MOKa3aHo, YTO TPH YBEIMYCHUH YPOBHS OCBEIICHHOCTH MPOUCXOANT YBEITUICHUE
npoaykiuu H202 B memOpane. O6pa3zoBanue O2" BHYTpH THIIAKOUTHONH MEMOpaHbI
Ob110 oKa3aHo B pabotax (Kozuleva u ap., 2011; Kozuleva u ap., 2014) B ycnoBusx,
KOTJIa KHCIIOPOJI SIBJISIETCSI €IMHCTBEHHBIM aKIIENTOPOM IEKTpoHOB. Kpome Toro,
nokazanHoe oopazoBanue Oz B MeMOpaHe B IPUCYTCTBUH (PH3HOTOTHIECKIX
akuentopos 3ekTporoB, ®n u HAJI®" (Kozuleva u ap., 2016), Takke moaTBepxaaet
cymectBoBanue B @O TL] kucnopoa-BoccTaHaBIMBAIOMIMX ITyTeH, IPUBOIAIINX K
npoxaykiuu Oz n H202 B MeMOpaHe THITaKOUIOB, TaXKe B YCIOBUSAX, TPUOIMKEHHBIX K
YCIOBHSM N ViVO.

Hamu 65110 ipeanonoskeno, uto H202, peructpupyeMsorii kak «MeMOpaHHBIN»
B IIPUCYTCTBHH LUTOXpOMA ¢, 00pa3yeTcs B pe3yIbTaTe peakii BOCCTAHOBICHHOTO

mwiactoxuaoHa [TXHz ¢ O™ (peakiust 2), TeHEpUPYEMBIMH BHYTPH THIAKOUIHON
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MeMOpaHbl BOCCTAHOBJIEHHBIM (GUTOXUHOHOM, DX, M IpOTEKAET TaHHAs peaKITus

MPEUMYIIECTBEHHO Ha rpaHulie (a3 MeMOpaHa/cTpoMa (peakius 2).

I[MXH2 + O — I[IX™ + H202 2.

Ota peakuus sBISETCS TEPMOAMHAMUYECKN OUYEHb BBITOJIHOM B BOJIHBIX
pacTBOpax B CHIIY BBICOKON pa3HHIIBI MEXy 3HaUCHUSAMU Em7 oKucIuTEIHHO-
BoccTanoButeNbHBIX Tap [1X/IIXH2 (370 MB) u 02" /H202 (940 MB); paccunrannas
KOHCTaHTa paBHOBecHs BhIe 10°. DeKTpocTaTHUecKOe OTTANKHBAHNE HE TOPMO3HT
peakiuto, nockoabky pKi IIXH:2 B BogHOM cpene 6musko k 11, u pK Moxert ObITh BbIIIe
B ruipopoOHOM cpene. Paznuna pegokc NoTeHIMAaIoB 3TUX Map B allpOTOHHOM cpejie
MEHBIIIE, YeM B BOJIHOM cpefie, ofHaKo ObicTpas peakuust O2” ¢ BOCCTaHOBICHHBIM
MitoQ1o (nmerommum cxoxkue ¢ [TXH2 u yOUruapoXuHOHOM (HHU3UKO-XUMUYIECCKHE
cBoiicTBa) B okTaHoie (James u Ap., 2005) moaTBepxkaaeT BO3MOKHOCTD MPOTEKAHUS
Peakuuu 2 B anpoTOHHBIX Cpefax, BEPOSATHO, BCIAECICTBUE CTAOUIN3AMU U YBEIHUCHUS
Bpemenn xu3HH O2" B Takux cpenax. Peakmuu ¢ BOCCTaHOBJICHHBIMH XUHOHAMHU OBLITH
XOPOIIIO U3yYEeHbI, KOHCTaHTa CKOPOCTH PEAKIIMU 2-TO MOPSIKa B BOJHOH cpene Oblia
m3Mepena okono 102 M1 ¢t (Afanas’ev, 1989), B To BpeMs Kak B alleTOHUTPHUIIE 3Ta
koHcTanTa 66ma 10* Mt ¢t (Khorobrykh, Tyystjrvi, 2018). CuukeHne BeTuUMHBI
KOHCTaHTBI CKOPOCTH PEAKIIMH MOKET OBITh CIICJCTBUEM COJIMKECHHUS PEIIOKC
MOTEHIMAJIOB YYaCTBYIOIIMX PEIOKC-TIap B allETOHUTPHUIIE, alPOTOHHOM PacTBOPHUTEIIE,
Ybsl IMAJIEKTPUYECKasi IPOHUIIAEMOCTh paBHA 37, IO CPABHEHHIO C TUAJIEKTPUIECKON
MPOHUIIAEMOCTHIO BOJIbI, paBHOH 81. Takke CTOUT OTMETUTH, YTO TUTIOIBHBI MOMEHT
arieronutpuia (3,82 D) Beiie, yem y Bojsl (1,85 D). Peakiusa I[TXH2 ¢ HOO® 6buta
M3ydeHa MEHbIIe, OJTHAKO CYIIECTBYIOT HEKOTOPHIE JOKA3aTeIbCTBA TOTO, YTO AT
peakius ¢ yaactueM HOO® Bmecto O2™ mpoTekaeT ¢ MEHbIIeH KOHCTAHTOW CKOPOCTH
peakiuu, Kotopas, o oreHkam Maroz u ap. (Maroz u np., 2009), B opranndeckux
pacTBOpHTeNsx cocTasuna okono 10° M ¢ L. [ToguepkuBaeTcs, uTo peaKMOHHAS
CHOCOOHOCTH MEPTUAPOKCHIFHOTO PaJfKalla CHIILHO 3aBUCHT OT €T0 THAPATAINN KaK B
BOJHBIX, TaK U B anipoTOHHBIX cpenax (Afanas’ev, 1989). 'mnparanus, kak npaBuiio,
MPUBOJUT K YMEHBIIICHHIO CKopocTel peakiuu ¢ yuactuem HOO'.

ATombl kuciopoaa B moJiekyse [IXH2 hopmupyroT BotopoHbIe CBSI3H €
mosekyaamu Boasl (Rich, Harper, 1990), u B THIIaKOHIHOM MeMOpaHe 3TO MOKET
MPOUCXOUTHh BOTU3U THAPATUPOBAHHBIX YUACTKOB U OKOJIO MTOBEPXHOCTH MEMOpaHHBI.

Ecnu Oz o0Opasyercst BHyTpH THIakouaHOW MeMOpansbl (Kozuleva u ap., 2014;
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Kozuleva u mip., 2016), To, umest pK 12 B ruapodoOHOM cpesie, OH MOXKET IMPEBPATHTHCS
B ruaponepekucHbiii paaukan HOO® (Afanas’ev, 1989). Ognako HOO® tepsier npoToH
npu nepexoe u3 ruapoPooHoi Ga3sl MeMOpaHbl B 00oTaméHHbIE BOJON 00JIaCTH Ha
rpanuiie memopansl, rae HOO™ umeer pK 4.8. Tlpu sTom pH momeHa u ctpomsl B
HOPMAJIbHBIX (DU3HOIOTUYECKUX YCIIOBHUSIX HE OMYCKAIOTCS HIKE 4.8, 4TO MOXKET OBITh
Ba)kHO Jutst poTekanust Peakiuu 2 (Afanas’ev, 1989).

Peaxius [TXH2 ¢ O (HOO®) moskeT nmpoTekaTh Kak B 000TAIICHHBIX BOJOM
ydJacTKax MeMOpaHBbI, TaK ¥ B THIPO(POOHBIX 30HaX. KOHCTaHTa CKOPOCTH BTOPOTO
nopsiika it peakuuu Oz ¢ XMHOJIAaMU B BOAHBIX PacTBOpaxX MPUOM3UTEIILHO PaBHA
10" M1 ¢! (Afanas’ev, 1989). Onnako sta KoHcTanTa s peakiuyn Oz ¢ [TXH2 B
MeTaHoJte cymectsenHo Hike 1.1x10* Mt ¢t (Khorobrykh u np., 2016). Yuutsisas,
410 ruApodUIbHOE OEH30XMHOHOBOE KOJIbI0 [TXH2 MOXkeT hopMHupoBaTh BOIOPOTHBIC
CBSI3U C MOJICKYJIAaMH BOJIbI B CTPOME, MOKHO MPEIOI0XKHTh, uTo [1XH> HaxoauTcs,
MIPEUMYIIECTBEHHO, Ha TPaHUIE MEKIY THAPo(GOoOHOI (ha30i THIIAKOUTHOW MEMOPAHBI
u dasoii, oboramennoit Bogoit (Nilsson u ap., 2001). Takum 06pa3om, MOKHO
yTBEpKIaTh, 4T0 Peakiius 2 B IpeCTaBICHHOM BUJIC JJOJDKHA MPOTEKATh
MPEUMYIIECTBEHHO OKOJIO TOBEPXHOCTEH MeMOpaHbl, TpaHHYAIINX CO CTPOMOU UITU
JFOMEHOM.

[TepBbie KOCBEHHBIE JOKA3aTEILCTBA B MOJIL3Y MpoTekanus peakuuu [IXH: ¢
O, 6bLTH MOTYYeHBI B pe3yibTare u3ydenus okucienus [1X myna mocne
IpEeKpaIeH s OCBEIIEHHs CBETOM pa3Hoi nHTeHcuBHOCTH (Ivanov u np., 2007). ITX
yJ B THJIAKOUaX, KOTOPBIH OBLT BOCCTAHOBJICH BO BPEMS OCBEIIICHUS M COCTOSIT U3
monekya [TXH2, He okucsuics B TeMHoTe B otcyTcTBre kuciopoaa (Kruk, Strzalka,
1999; Ivanov u zip., 2007). B a3po0HBIX yCIOBUAX B U30JIMPOBAHHBIX TUIAKOUAAX
Habmo1anack IByx(da3Hasi KHHETHKA OKHCIICHUSI B CEKYHTHOM JTMana3oHe, 3a MepBOi
ObICTpOI (ha30it KOTOPOro ciemoBana BTopas, oosee memtennas (McCauley, Melis,
1986; Ivanov u ap., 2007). beut caemnan BBIBOJ O TOM, 4TO ObICTpast (pa3a HaOIOdaCTCS
B pe3ynbTaTe okucienus monekyn [IXH; nakonupmumucs O2" B MeMOpaHe Ha CBETY.
HecMmotps Ha nMeromrecs KOCBEHHBIE JaHHbBIE, YKAa3bIBAIOIINE Ha MPOTEKaHHE
Peakmmu 2, T.e. peakiuu [1XH2 ¢ O2™, Bee elie mpeICTOUT MOJIYYUTh TIPSIMBIE

CBHUJICTCIIBCTBA B IMOJIB3Y )IaHHOﬁ PC€aKu B TUJIAKOUAHBIX M€M6paHaX.
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1.2.4. Bo3mo:kHble peakinuu GopM KHCJI0poaa U1 KOMIIOHEHTOB MmyJia
IUIACTOXHHOHA, BIUSIIONIHE HA OKUCIUTEIbHO-BOCCTAHOBUTEIBLHOE COCTOSIHUE
nmyJia 4 onpeesiioime pojb MyJa IIaCTOXMHOHA B MeTa00JIM3Me BBICIINX
pacreHui

Peakmus 2, neitrpanuzanus O™ MI1aCTOTUIPOXUHOHOM, MPEJCTABISAET OO0
anTHoKcuaanTHyto ¢pynkuuto [1X myna (Hundal u ap., 1995; Khorobrykh, lvanov,
2002; Khorobrykh u ap., 2004; Kruk u ap., 2003). O2"", 0cOOCHHO B IPOTOHUPOBAHHOM
bopme (nepruapokcuiibhblii pagukair, HOO'), HHUIHHUPYET EPEKUCHOE OKHCICHHE
MeMOpPaHHBIX JIMTUIOB. 3alUTHAST (YHKIIMS BOCCTAHOBICHHOTO TNIACTOXWHOHA B
MPOIIECCE MEPEKUCHOTO OKUCICHUS JINMTUAO0B (PKHUPHBIX KUCIOT) B THIAKOWTHBIX
MeMOpaHax yxe Oblia panee jpokazana (Hundal u np., 1995, Szymanska, Kruk, 2010;
Nowicka u ap., 2013, Kruk u ap., 2016). beimu npencraBieHbl 10Ka3aTeaIbCTBa TOTO,
uyro [TXH2 nMeeT 1OBONBHO BHICOKYIO aHTHOKCHJIAHTHYIO aKTHBHOCTD, CPABHUMYIO TIO
cBoiicTBam ¢ Tokodeposiom (Strzalka u mp., 2009, Szymanska, Kruk, 2010).
[TepekrcHOE OKUCIICHUE JIMTTAI0B OOBIYHO HAYMHACTCS C OT/ICIICHUS OMC-aJUTUIILHOTO
aToMa BOJIOPO/a OT MOJMHECHACBIIICHHBIX JKUPHBIX KUCIIOT CYMEPOKCUIHBIM aHUOH-
paarKaaoM, U 3TOT Mpoliece mpoucxoaut opictpee B mpucyrcreud HOO™ (Aikens, Dix
1991).

OTtneneHue aroMa BOJOPO/Ia OT MOJIMHEHACKIICHHBIX JKUPHBIX KUCIIOT U, KaK
CJIEJICTBUE, IEPEKUCHOE OKUCIICHHUE JTUMHI0B MOXKET MPOUCXOAUTH TAKKE C YUaCTUEM
CHHTJIETHOTO KHCI0poaa, 102, KOTOpKIif 00pasyeTcs B pe3y/ibTaTe HHBEPCHU CITHHA
OJIHOTO M3 HeCIapeHHKIX dIIEKTPOHOB B MojteKyie Op. OCHOBHOI myTh 06pa3oBanus 10
B THJIAKOMJIAX 3aKJTFOYACTCS B TIepeade YHEPTUH BO3OYKIEHUS OT TPHUILICTHOTO
xnopoduiia Ha monekymsipHbiit kucnopon (Rutherford, Krieger-Liszkay, 2001,
Neverov, Krasnovsky Jr, 2004; Triantaphylidés, Havaux, 2009, Fischer u ap., 2013;
Telfer, 2014; Pospisil, 2016). B nuteparype U3BeCTHBI [Ba MyTH 00pa30BaHUS
BO30Y)KJICHHOTO TPHUILICTHOTO XJIopoduiia. B mepBoM cirydae 3JIeKTpOH B
BO30Y)KICHHOM CHHTJIETHOM COCTOSIHUH XJIOPO(UIIIa MOKET TOMEHSTH CITUH, IIPUBO/IS
K MIePeX0/1y MOJIEKYIbI XJI00poduiia B 601ee HU3KOIHEPTeTUIECKOE TPUILIIETHOE
cocrosiHue. Bo BTopoMm citydae XJI0popHILT MOKET MEPEHTH B TPUIUICTHOE COCTOSIHHC B
pe3yabTaTe peKOMOMHAIMH 3apsI0B B PEAaKIMU HOH-paIuKaapHoN mapsl P680* Pheo ™.
Br110 ycTaHOBIIEHO, YTO MPEUMYIIIECTBEHHO BTOPOU MyTh MPUBOAUT K 00Opa30BaHUIO
10, B xmopomnnacrax (cm. 0630p Krieger-Liszkay, 2005). XHHOHBI MOTYT TYIIUTD
BO30Y)XJICHHOE COCTOSIHHE MOJIEKYI XJI0poduiIa, MPEnsIaTCTBYsI 00pa30BaHUIO

CHHIJIETHOTO KHCJIOpo/ia, oHOM n3 Hanbonee akTuBHBIX ADK (Rajagopal u ap., 2003).
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[11aCTOXMHOH MOXET TaKkke HanpsMyto Heiirpammzosats ~O2 (Kruk, Trebst, 2008;
Yadav u np., 2014; Khorobrykh, Tyystjarvi, 2018), urpast posib HelmOCPEICTBEHHOTO
¢usuueckoro uiau xumudeckoro Tymmurens (Ferretti u ap., 2018).

3HauUTENbHbIE KOJIMYECTBO JIUTEPATYPHBIX TAHHBIX TTOKA3bIBACT
AQHTHOKCUIAHTHYIO akTUBHOCTh [IXH> B oTHOIIEHNH cuHIIIeTHOTO Kucioposa (Gruszka
u jip., 2008, Kruk, Trebst, 2008; Szymanska, Kruk, 2010), u, Takum 00pa3oM, MOXKHO
npeacTaBuTh Peakiuio 3 kak emé oIMH MEXaHW3M aHTHOKCUJAHTHOM aKTUBHOCTH ITyJia
IIaCTOXMHOHA. [IpHOM3uTenbHas KOHCTaHTa peakuun papHa 108 M ¢! B

aneronutpuiie (Gruszka u ap., 2008).

10, + ITXH> — IIX + H»0,, Peaxrms 3

HenaBHo ObL1M moMy4YeHbl IpsSMbIE CBUIETENLCTBA TOTO, uTo [IXH>
ocylecTBiseT Xumudeckoe Tymenue ~O2 (Ferretti u ap., 2018). Pa6ora 6b11a
BBITNIOJIHEHA C UCIIOJIb30BaHUEM PacTEeHUI apabuIomncuca, OBEpIKCIPECCUPYIOIINX T'eH
SOLANESYL DIPHOSPHATE SYNTHASE 1 (SPS10ex), koTopblii y4acTByeT B
OMOCHHTE3€ MIACTOXHHOHA. BBITO MoKa3aHo, 4To MHTEHCHBHOCTH curHana DIIP ot 10,
OblJ1a 3HAUMTENBHO HIDKE B TUJIAKOUaX U3 pacTeHuit SPS10eX, mo cpaBHEHHIO C TUKUM
tunoM. Takke ObIJIO IOKAa3aHO, YTO PACTEHUS, THIEPIKCIPECCUPYIOLIUE MeHbI
OMOCHHTE3a TUTACTOXMHOHA, JIEMOHCTPHUPYIOT 00JIee BBICOKYIO YCTOMYUBOCTD K CBETY
BBICOKOI WHTEHCUBHOCTH, @ UIMEHHO. MEHBIIIEE BHII[BETAHHE JINCTHEB, MEHEE
BbIpa)KEHHbIE MIEPEKUCHOE OKUCIIEHUE TUMHUI0B U poTonHrnOupoBanue (Ksas u ap.,
2015).

[Tporekanue peakuumii 2 u 3 npeAcTaBiIseT co0oil HelTpanuzaiuio Takux ADK,
kak O, /HOO" u 'O,. B T0 5e BpeMs, 3TH PeaKIuy BIMSIOT HAa OKUCITHTETbHO-
BOCCTaHOBUTENIbHOE cocTosHue I1X mysa, mpuBOAs K €ro YaCTUHYHOMY OKHCIIEHHIO, YTO
0COOEHHO Ba)XKHO B YCIOBHSIX BBICOKOW OCBEIIEHHOCTH M JIPYTUX CTPECCOBBIX YCIOBUSX,
koraa [1X myn nepeBocctanoieH. [IpoTekanne ymOMSIHYTBIX peakInii CHUKAET
CTETIeHb BOCCTAHOBJICHUS ITyJIa TUTACTOXHHOHA U (JOTOCHHTETUIECKOH IJIEKTPOH-
TPAHCHOPTHOM LIENH B LIEJIOM, TOMOTasi n30exkaTh (HOTOMHTMOUPOBAHUS U MTOBPEXKICHUS
KOMITOHEHTOB LIETTH.

Crnoco6nocth [1X myna weitpanuzoBats H2O2 npecrasiena B padote, T1e
HCCIIEI0OBAIaCh CIIOCOOHOCTD THIPOXHHOHOB pearuposath ¢ H202 (Sanchez-Cruz u ap.,
2014). ABTOpBI IPUIIUIH K 3aKIHOYEHUIO, YTO OKUCIIEHNE THIPOXUHOHOB C YYaCTUEM

H202 npoucxoaut uepes peakuuo H202 ¢ ceMuxuHoOHaMH, KOTOPBIE BCETa
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MPUCYTCTBYIOT B PACTBOpPaX XMHOJIOB BCIEACTBHE PEAKIIUU KOHIIPOIOPIIUOHUPOBAHUS

(Peakuus 4).

I[1IX + [IXH,; — 2I1X™ + 2H, Peaxnus 4

OpHako, Kak MOJYEPKUBAIOT aBTOPbI, KOHCTAHTa CKOPOCTU PEaKIUU
ruapoxuHoHoB ¢ H202 noBonkHO HuU3Kas, mpubmusutensHo 10* Mt ¢t (Sanchez-Cruz
u 71p., 2014), no cpaBHEHMIO C peaKuell OKUCIEHUS] CEMUXUHOHOB KHUCIOPOJOM
(Peakmus 4). Peakus mexny H202 u m3omupoBanasiM [TXH2, mpuBoasimas k
okucnenuto [IXHz, 6buta mpogemMoHCcTprpoBaHa B MOAEIBHOM CUCTEME, B PACTBOPE
meranona (Khorobrykh, Tyystjarvi 2018). IIpeacraBieHHbIe JaHHBIC TAKXKE YKa3bIBAIOT
Ha JIMMATUPOBAHUE ITON PEaKIMH, TaK KaK Jlaxe 100aBKa BHICOKOW KOHIICHTPAIUN
H20:2 (mo 5 MM) B cpeny, comepkamryro Bcero 100 MxM ITXH», npuBomna k
OKHCJICHHUIO MeHee ToJ0BUHBI MoJekyn [TXHo.

bbu10 moka3aHo, 4TO BOCCTaHOBJICHHBIE XUHOHBI MOTYT IIPENATCTBOBAThH
MEPEKUCHOMY OKHCJICHUIO JIMITUAO0B HE TOJIBKO MyTéM 00e3BpexuBanus ADOK (Maroz u
1p., 2009). B nanHo# paboTe ucciaea0BaTeNy NCIOoIb30Balu BAa XMHOHA: U1e0EHOIT U
MUTOXHUHOJI. BBIIO MOKa3aHo, YTO B BOCCTAHOBIEHHOM (pOpME STU XUHOHBI MOTYT
HANPSIMYIO PearupoBath ¢ paguKaIamMu, 00pa3yrOUIMMUCS MPU MEPEKUCHOM OKHCICHUU
aunuaoB — takuMu, kak HOCH200', *CH20H, "CeH13, "O0OCsH13, ‘CCls 1 "OOCCI3 —
JIOHMPOBATh UM aTOM Bozopoja. [1o olleHKam aBTOPOB HCCIIEIOBaHMs, KOHCTAaHTa
CKOPOCTH TaKOH PeaKIny B OPraHUYECKHMX PAaCTBOPHUTEINAX COCTaBiseT okono 108 M
¢ L. B a10if 5xe paboTe ObLIH MCCIEI0BAHBI PEAKIIME OKUCIEHHBIX (hOPM XHHOHOB C
O."", u OBUIO TIOKA3aHO, YTO B OPTaHUIECKUX PACTBOPHUTEIAX OKHCICHHBIC ()OPMBI
XUHOHOB pearupyroT ¢ O2™ JT0BOJIBHO OBICTPO, TaK KaK B HETOJISPHBIX PACTBOPHTEIISIX
O." BBICTYNaeT CUIBHBIM BOCCTAHOBUTENEM. ABTOPHI MPEANONIAraT, 4YTO 3TH PEAKIUH
MOTYT MPOTEKATh B THAPOPOOHON YacTH OMOIOTUIECKUX MEMOPaH, T/JIe paCOI0KEHbI
OKHCJICHHBIE (POPMBI TUTACTOXMHOHA M YOUXUHOHA, B TO BPeMsI KaK PEaKIus
BOCCTaHOBJICHHBIX (hopM XMHOHOB ¢ O2" (Peakmus 2) mpoucxoaut Orke K
MOBEPXHOCTH MEMOpaH.

N3BecTHO, uTO (POTOXUMUYECKN HEAKTHUBHBIN TUIACTOXHUHOH,
npeumymectBeHHO B popMme [1XH>, Haxonutcst B ctpome B BUIe 0OCMHUO(PUITBHBIX
mwiactorno0yn (Lichtenthaler, 2013). Axkkimumanus pacTeHHI K CBETY BBICOKOM
WHTECHCUBHOCTH KOPPEIUPYET CO 3HAYNUTEILHBIM POCTOM 0 (DOTOXUMUYECKH

HeaktuBHoro [1XH> B mnacrorno6ymax (Szymanska, Kruk 2010, Ksas u ap., 2015).
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CoriacHo JUTEpaTypHBIM JJAHHBIM, peryisnus nepepacnpeaencaus [IXHz mexay
acTorio0ynamMu 1 MeMOpaHaMH XJIOPOIUIACTa UTPAET BAXKHYIO POJIb JIJIs
OCYILIECTBIICHHS aHTHOKCUJAHTHOM (hyHKIMHM TutacToxuHoHa (Singh u np., 2012).

[IX myn Taxke y4acTByeT B aHTUOKCUIAHTHOM 3alIUTE KJIETOK uepe3
PEryJsLni0 aKTUBHOCTH aHTHOKCUJIAHTHBIX pepMeHTOB. Hanmpumep, Obuia mokazana
KJIOUEBAs POJIb PEAOKC COCTOSHUS ITyJIa INIACTOXMHOHA B PETYJISLUN aKTUBHOCTH
LIMTO30JIbHBIX U XJIOPOIUIACTHBIX aCKOPOATIEPOKCUAA3 B YCIOBUAX NOBBILIEHHON
ocseménnoctu (Karpinska u np., 2000), a Tak)e B pery/Isiii aKTHBHOCTH
CYNEPOKCHITUCMYTa3bl, aCKOPOATIEPOKCUAA3BI U KaTalnas3bl B PEAKIHIX
B3auMmoieiicTBus pactenue-naroret (Nosek u mp., 2015). Takum o6pazom,
perynsitopHas pyakust [1X mymna nposiBiser ce0st Ipu IeHCTBIH KaK a0MOTHYECKUX,
Tak ¥ OuoTuueckux crpeccoBbix (akropos (Miihlenbock u ap., 2008, Nosek u ap.,
2015).

Onpenensitonias pojb JIMHEHHOT0 3JIEKTPOHHOIO TPAHCIIOPTA B OKUCIUTEIBHO-
BOCCTaHOBUTENBbHOM cocTosiHuM [1X myna gnoctatouHo oueBuHa. [lanee kpaTko
pPaccMOTPUM JPYTHE MYTH TPAHCIOPTA IEKTPOHOB, TAKXKE BIUSIOIINE HA PEIOKC
cocrosiHue [IX myna. CymecTByeT 1Ba MyTH HUKJINYECKOTO 3JIEKTPOHHOIO TPAHCIIOPTA,
KOTI'Zla 3JIEKTPOHBI 0T akuenTopHoil croporsl @C | nepenocsarcs oOparno B DITL u
BoccTaHaBnuBaloT [1X myn. OcHoBHas PU3HOIOTHYECKast POJIb UKIMUYECKOTO
3JIEKTPOHHOI'0 TpaHcIopTa — GOPMHUPOBAHUE MPOTOHHOTO IPaJMEeHTa Ha MeMOpaHe JUIs
cunte3a AT®. I1epBblil BO3MOXKHBIH ITyTh OCYILECTBIISIETCS € yUaCTUEM
BoccTaHoBieHHoro d u OenkoBoro komruiekca PGR5/PGRL1, koTopslit panee
paccMmaTpuBacs Kak MyTh ¢ yYaCTHEM TMIIOTETUYECKON «(peppeOKCHH:XUHOH
penykTasb». Poslb MIUKINYECKOTO IEKTPOHHOIO TPAHCIIOPTA B OIIEP/KAHUU PEOKC
COCTOSIHUS IyJIa TUIACTOXMHOHA BO3PACTaeT B YCIOBUAX 3aTpyaHeHHOM paboTel OC II.
B HenoBpexAeHHBIX TUIAKOUIAX POJIb IIUKIMYECKOTO 3JIEKTPOHHOTO TPaHCIIOpTa
JIOJDKHA OBITH 0COOCHHO OOJIBIIION B JIaMeIJIaX CTPOMBI, T/I€ COACPIKUTCS MEHBIIIE
komruiekcoB @C 1 (Joliot, Joliot ,2002), a Takke B KiieTKkaX OOKJIaJKH TPOBOIAIINAX
nyukoB C4 pacTeHuid, HapuUMep, KYKypy3bl, IJie IPAKTUYECKH OTCYTCTBYET
aktusHocTs OC Il (Ivanov u mp., 2005).

N3BectHO, uTo [1X myn MokeT ObITh BOCCTAHOBIIEH MYJIbTUCYObETMHUYHON
HAJI®(H) nerunporenasoit (NDH) 1 tuma i monomeproit NDH 2 tuna. 3t NDH
UCoNb3yIoT AekTpoHbl oT HAJI®(H) ans BoccTaHOBIEHUS MOJIEKYIT IJITACTOXUHOHA. B
BeictinX pacteHusx NDH He copepxaT cyObeuHuIly, 00ECIIeYBAIOIIYIO CBSI3bIBAHNE

HAJI®(H), moatomy cuuTaercsi, 4T0 BMECTO HErO POJIb JOHOPA JIEKTPOHOB BHIMOIHSIET
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®x (Munekage u ap., 2004; Ifuku u gp., 2011). HecmoTps Ha TO, 4TO B HOPME
conepxkanue NDH B Tunakouanoit MmemOpane mano — 1 mosiekyna Ha 100 KoMIIiekcoB
@®C | (Ifuku u mp., 2011) — aktuBHOCTE NDH B XJ10pOIutactax MOXeT 3HAYMTEIHHO
BO3PACTaTh B HEKOTOPBIX CTPECCOBBIX yciIoBHAX (Sazanov u ap., 1998). Ouenn
BEpOATHO, uTO BoccTtaHoBNeHue [1X mymna B remHore 3a cuet HAJIH, o6pazoBanHoro B
nporiecce Ierpaaluy Kpaxmaia u TauKonun3a, ¢ yuactueM NDH, umeer 6onbiioe
3HAYCHUE IS MOJIEPKAHU aHTHOKCUAaHTHON QyHKImu [1X myna B TeMHOTE, Koraa
A®K MoryT 06pa3oBbIBaThCS PEPMEHTATUBHO B PEAKLUAX, KATATU3UPYEMbIX
HeKOTOphIMU oKkcuaazamu. Boccranosnenue I[1X myna yepes NDH cunraercs Bropbim
yTeM HUKINYECKOro AeKTpoHHOro Tpancnopra Bokpyr ®C |, uzsectHbiM kak NDH-
3aBUCHMBIN HUKINYECKUH 2JIEKTPOHHBIM TPAHCIIOPT, KOTOPBIN TaKKE IPUBOAMT K
(bOpPMUPOBAHUIO MPOTOH-IBMKYIIEH CHIIBI IS TIocieayoniero cuareza AT® (Strand u
ap., 2016). beuto Takxke nmokazaHo, uto HakorieHne H2O2 B ximopomiactax mpuBOIUT K
aktuBaru NDH-3aBrCHMOTO IUKIMYECKOTO 3JIEKTPOHHOTO TpaHcmopra (Strandu ap.,
2016). Ilpeamonaraercs, uto H2O2 akTHBHpYeT CUTHAIBHBINA KAaCKa/l, TPUBOISAIINN K
dochopunmuposanuio NDH komruiekca u ero aktuanuu (Lascano u ap., 2003).

Ha penokc cocTosiHue IyJia IUIACTOXMHOHA TaK)K€ MOKET OKa3bIBaTh BIHUSIHUE
pabota miactuaHoM TepMuHanbHOM okcuaassl (IITO). Ilepenoc anekrponos ot 11X H:
Ha MOJIEKYJTy KUCTIOpo/a ¢ 00pa3oBaHueM BOJIbI, KaTanusupyemsoiit [1TO, npencrapnser

co00i1 pepMeHTATHUBHBIN TyTh OKUCIICHUS Iyla TutacToxuHoHa (Peakus 5).

O2 + 2ITXH2 — 2ITX + 2H20, Peakmus 5

Peakuus 5 moxeT nporekarb HepepMEHTATUBHBIM IIyTE€M, HO KOHCTaHTa
CKOPOCTH 3TOH peakuuu oueHb HU3Kasd. B Tunakonaaeix memOpanax Peakuus 5,
katanmsupyemas [1TO, mpeodpazyer O2 10 BOJBI C UCIIOIB30BAaHUEM YEThIPEX
3NIEKTPOHOB OT ABYX Mouiekyl IIXH2. Ckopocts okucnenus [1XHz yepes I1TO B
BBICIINX PACTEHMAX ObIna oneHeHa Ha yposHe 0,3-0,4 ¢ ¢t dC 112 (Joliot, Joliot,
2002; Trouillardu np., 2012), a B anenmiickom pactenun Ranunculus glacialis,
BBIPAILEHHOM IPHU BBICOKON MHTEHCHUBHOCTH CBETA, 3Ta BEIMYMHA ObUIa U3MEpEeHa Ha
yposue 1,3 € ¢t @C II"? (Laureau u ap., 2013). [TockonbKy 3TH CKOPOCTH Ha JBa
MOPSIIKA HUKE CKOPOCTH JIMHENHOTO 3JIEKTPOHHOTO TpaHcHopTa, cunraercs, uyto [ITO
HE MOXET BBIIOJIHATB POJIb 3AIMTHOTO KJalaHa, npegoxpassoero I[1X myn or

U3JIMIIHET0 BocctaHoBIeHUs Ha cBety (Nawrocki u ap., 2015).
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Hwuzkas ckopocth yreuku 351ekTpoHoB oT [1X myna yepe3 [ITO sBnsercs
CJICZICTBHEM €T0 MAJIOTO KOJIMYECTBA B THJIAKOMIHOW MeMOpaHe, Bcero 1 MoneKkyna Ha
100 xommuiexcoB ®C Il (Lennon u ap., 2003), B TO BpeMsi KaKk aKTUBHOCTb YHCTOT'O
(dbepMeHTa Kak TaKOBOT'O B AKCIIEPUMEHTAIbHBIX YCIIOBUSX MPU HACHIIIAIOIIEH
KOHIIEHTpAILMH cyOcTpaTa Oblaa H3Mepena Ha yposHe 20 MkMois Op Mr L Genka MuH
(Yuwu np., 2014). Yeenuuenue coaepxkanus [ITO B cTpecCOBBIX yCIOBHSIX MPHUBOAUT K
pocty yreuku 31ekTpoHoB uepe3 [ITO (Laureau u np., 2013). Takum o6pazom, ITTO
MOJKET UTPpaTh POJib JOMOJIHUTEIBHOIO aKIIETITOPA JIEKTPOHOB TOJIBKO Y HEKOTOPBIX
BUJIOB PACTEHHI B HEKOTOPHIX yciaoBHsiX. Pabora o0oux myTei UKINYeCKOro
AIIEKTPOHHOTO TPAHCIIOPTa TPEOyeT ONTUMATEHOTO OKUCIUTEIBHO-
BOCCTaHOBUTENbHOrO Oananca [1X myna, 4to ObUIO YETKO MOKa3aHO B HEKOTOPBIX
uccienosanusx (Heber u ap., 1995; Ilvanov u ap., 1998). Bynyuu pacnosioxeHHOH B
HECOCTHIKOBaHHBIX yuacTkax jamerut, [ITO moxer okucnsats [1X myn, oGecneunBast
HEOOXOUMBIN OKUCIUTEIbHO-BOCCTAHOBUTENbHBIN cTaTyT [IX myna mig nporekanus
LUKINYECKOr0 AIEKTPOHHOIO TPAHCIIOPTA.

[Tpu noBeIienHo# skcnpeccun, [ITO mMoxeT nmpuBoauTh kK 06pazoBanuto Oz
Ha csety (Heyno u nip., 2009), 4To ObLTO TaKKe MOKa3aHO B AKCIIEPUMEHTAX C
uzonupoBaHHbM pepmentom (Feilke u ap., 2014; Yu u ap., 2014). 3to MoKeT ObITH
HEn30€XHBIM CBOMCTBOM ()epPMEHTa, KOTOPBIN OCYIIECTBISET YEThIPEXIEKTPOHHOE
BOCCTaHOBJIEHHE KUCIIOPO/1a uepe3 00pa3oBaHue MEPOKCUIHBIX HHTEPMEINATOB, U
MoxeT 00pa3oBbiBaTh ADK kak moOOYHBIE MPOIYKTHI ¢ HEKOTOPOH CKOPOCTHIO,
3aBHUCSIIEN OT KOHLEHTPALUU THIPOXUHOHOB U PH cpenpl. Emié npecTouT BhISICHUTS,
ABJISIETCS JIN HEMOJIHBIM KaTaTUTUUECKUN IUKII CBOWCTBOM BBIJICJIEHHOTO ()epMEHTA, U
HPOSIBIISICTCS JIM ATOT MPOLIECC B HOPMAIBHBIX YCIOBUSIX iN ViVO. B mutepatype Obu1
IpeUIO’KeH MeXaHu3M peryssiiuu aktuBHocTH [ITO nmyrém pH-3aBucumoit acconunanuu
storo epmenta ¢ memOpanoi TuinakouoB (Krieger-Liszkay, Feilke, 2015).

OnextponHsblid Tpancnopt or HAJI(®)H, uepes NDH, IIX u I[1TO nHa kucnopon
¢ 00pa3oBaHMEM BOJIbI B TEMHOTE U3BECTEH KaK XJIOPOJIBIXaHHUE, B TO BpPEMSI KaK
BOCCTaHOBJICHHE KUCIIOpoia ¢ obpa3oBanueM Bojbl ¢ yuactueM [1TO, ¢
ucnoinbszoBanueM [1XH2 06pazoBaHHOr0 Ha CBETY 3a CUET JEKTPOHOB, MOITYUEHHBIX OT
Bozbl B DC |1, MOKHO Ha3BaTh «KOPOTKUM BOJIHO-BOAHBIM IIUKIOM» (BUrrows u mp.,
1998; Desplats u np., 2009). PaccmarpuBast 3TH 3J1€KTPOHHBIE TYTH, CIIEAYET TOMHHTB,
yro koanuecTBo NDH B Tunakounnnoi memOpane nmpumepHo B 3 pa3a MEHbIIIE, YeM

kosmgectBo I[1TO (Lennon u ap., 2003, Ifuku u ap., 2011).
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Ha cBety B TuiakouiHoi MeMOpaHe MOKET MPOTeKaTh ellé OJUH Mpoliece,
KOTOPBIi BIUsET Ha pepoke cocTosiuue [1X myna — peakiust miiacrocemuxutnona (I1X™)

C MOJICKYJIIPHBIM KHCIIOPOJIOM B TputuieTHOM cocTosiHuu (O2) (Peakmus 6).

O, +IIX" - IIX + 027, Peaknus 6

Ota peakiys SBISETCS XOPOIIOo H3yYeHHBIM TiporieccoM. [locTosiHHOE
oOpa3zoBanue Mosiekys [1X" B myse miacTOXMHOHA KaK Ha CBETY, TaK U B TEMHOTE,
IPOUCXOJUT B pe3yJibTaTe peakluy KoHponopuuonupoBanus mexay 11X u I1XH2
(peakmust 4). Peakiuist 6 B BOJHO# cpelie CTAaHOBUTCS MPE0OIIaaronieii B 5 TOM
HanpasneHnuu npu PH Beite 6.0 (3nauenue PK monexynsl [1XH'). 3Hast koHLIIEHTpaIHiO
MJJACTOXMHOHA B TUJIAKOMAHOU MeMOpaHe, okoiio 20 mosekyn Ha 1000 momnexyn
xsopoduiuta (McCauley, Melis, 1986), kontientpanuto [1X™™ MOXHO OIICHUTH HA
yposHze, 6mm3koM k 10722 mons (mr X))t (Mubarakshina, Ivanov, 2010)

Ha cBery k peakiyy KOHIIPOIIOPIIUOHUPOBAHUS T0OABIISIETCS PEaKIUs
okucnenust [IXH2 B xuHOM-0KMCsIIOIEM 1IeHTpe 1uT. De/f komrekca (Baniulis u np.,
2013), a Taxke paccmoTpeHHas panee Peakmus 2, ysenuuusaromue goio [1X™ B [1X
nyse. CI0XKHO OLEHHUTb, KaKOH BKJIaJ BHOCUT BOCCTAHOBJIEHUE KUCIIOPOJIa
IJIACTOCEMUXUHOHOM B OOIIYI0 CKOPOCTh OKUCIICHUS ITyJla MIACTOXUHOHA N VIVO mpu
¢yskonrposanuy mosHo @I TL[. MokHO TOJIBKO MPENON0KNUTh, YTO yTeUKa
a5ekTpoHOB Yepe3 [1X" Ha moHOpHOM cTopoHe De/f KOMIUTIEKCAa MOXKET pacTH B
CTPECCOBBIX YCIOBUSIX.

WNHorna paccmatpuBaeTcsi BO3MOXKHOCTb okucieHus [1X myna ¢ yyactuem
uroxpoma bssg (Kruk, Strzatka, 1999; Bondarava u nip., 2010), ogHaKo CKOPOCTh 3TOM
peakiuu Ha cBeTy oueHb Hu3kas (Khorobrykh, Tyystjarvi, 2018). [Ipotekanue 3Toi
PEaKIMK B HETIOBPEXAEHHBIX TUIIAKOUIaX BPS JIM BO3MOKHO, YIUTHIBAS
pacnosoxeHue uToxpoma bssg riry0oKo BHYTpH MEeMOpaHbl, I/ie pEIOKC MOTEHIIAAI
napsl 02/02" ouenb Hu3KkHiA (~ —0.55 B). C apyroii cTOpoHbI, MOKHO MPEIIONI0KHUTh,
4TO B HEKOTOPBIX ycrmoBusx [1XH> MoxkeT BoccTaHaBIMBaTh IUTOXPOM Dssg (Hampumep,
IPY HapyIIeHUU paboThl BOJOOKHCISIFOIIETO KOMIUIEKCa, KOTIa IIMTOXPOM Dss9 MOXKeET
niepesath snekTpon Ha P6807), a o6pasyromiuiicst mpu sTom [1X™ — BoccTaHABIMBATH

MOJIEKYJISIPHBINA KUCIOPOJ, coracHo Peakiuu 6.



48

1.3. Bausinue pakTopoB cpeabl HA (PYHKIIMOHHPOBAHUE BLICIIMX PACTEHHH U
MeXaHU3MBbI PUCIOCO0IEHUS] PACTEHHI K YCJIOBUSAM OKPY:KaIOLIei cpeabl

1.3.1. YcaoBusi ocBelieHHs H PeryJATOPHAsi PoJib OKHCINTEIbHO-
BOCCTAHOBHUTEJBHOI0 COCTOSIHHUS MYJIa MJIACTOXHHOHA

D¢ dexTuBHOE MPUCTOCOOTICHHE K U3MEHSIONIMMCS YCIOBUAM OKPYXKArOIIeH
Cpeabl SIBJISETCS] HEOOXOMMBIM YCIOBHEM /ISl BBDKMBAHUSA U KOHKYPEHTOCIIOCOOHOCTH
pacTeHHni. AKKJIMMaIusl paCTEHUH K Pa3JINYHBIM yCIOBHUSIM OCBEUIEHHOCTH — NIPEAMET
WHTEpEeca MHOTHX yUYEHBIX B TeueHue jJoiaroro Bpemenu (MBanos u ap., 1974;
Kpennenesa u ap., 1975; Boardman 1997; Anderson 1986; Bailey u ap., 2001). B
M3MEHSIOIINXCS YCIOBUSAX OCBELLEHUS, PACTEHUSIM JUIsl HOPMAJIbHOTO MeTadosin3mMa
TpedyeTcs pa3HOe KOJUYECTBO MPOAYKTOB oTocuHTe3a, Takux kak AT u HAJIOH.
PerynupoBanue cunteza AT® u HAJI®H ocymiectBisieTcst ©3BMEHEHUSIMU
GbyHKIIMOHUPOBaHUS (POTOCHHTETUYECKON AJIEKTPOH-TPAHCIIOPTHOM 1IeTH
XJIOPOILIACTOB pacTeHuil. UHTEHCUBHOCTD CBETa SBJsETCS Hanbosiee ObICTPO U YacTo
MEHSFOIIMMCS a0MOTHYECKUM (PaKTOPOM, HO TaKXKe SBISIETCS HanOoJiee BayKHBIM,
YUUTBIBAsI, YTO MMEHHO SHEPrus KBAaHTOB CBETA HEOOXOAMMA IS aKTUBAIINH
¢dorocunTesa. «[IpaBuiibHOE» MPUCTIOCOOIEHHE PACTEHHUH K YCIOBUSAM OCBELICHUS
MMeeT BaKHOE 3HaUeHue A1 o0ecnieueHus 3(p(HEKTUBHOTO UCIIOJIb30BAaHUS CBETA B
YCIIOBUSIX MOHMKEHHON OCBELIEHHOCTH U JUIS MPeAO0TBpallieHus: (POTOOKUCIUTEIBLHOTO
HOBPEXJICHUS B YCIOBUAX U30BITOUHOTO OcBelleHus. [Ipucnocobienue BoICIIUX
pacTeHHH K N3MEHEHHIO OCBEIEHHOCTH JOCTUTAETCS ITyTEM U3MEHEHHUS
(GYHKIIMOHUPOBAHMSI pACTEHUI KaK Ha YPOBHE JIMCTA, TaK U HA YPOBHE KOPHEH.
JlonrocpoyHast akKIMManusl K YCIOBUSM HU3KOW MIJIM BBICOKOM MHTEHCUBHOCTH CBETA
IIPOUCXOIUT BO BpDEMEHHOM MHTEPBAJIE OT HECKOJIBKUX JHEN 10 HECKOJIBKUX MECALEB U
BKJIIOUYAET, CPENIU ITPOYETO, KOPPEKTUPOBKU CTPYKTYPBI JIUCTA, CTPYKTYPbI
XJIOPOIUTIACTOB, COCTaBa (OTOCUHTETUYECKOM LIeTIH NIEpEeHOCca 3JIEKTPOHOB U
peryJiMpoBaHHe UCIONb30BaHus (poTocuHTeTHYEeCcKOoro cBeta (Boardman, 1977,
Anderson, 1986; Schoettler, Toth, 2014), B To Bpemst kKak KpaTKOCPOUYHask aKKJIUMAIIUs
HayMHAET MPOMCXOANUTH B IEpBbIE MUHYTHI ocBemenus (Rochaix u ap., 2012).
Briaenstor cienyromnye TUMINYHbIE XapaKTePUCTUKH PACTEHUH,
MPUCTIOCOOMBIINXCS K BBICOKOM HHTEHCUBHOCTHU CBETA, 110 CPABHEHUIO C PACTEHUSAMU,
IIPOU3PACTAOIIMMHU ITPH HU3KOM MHTEHCUBHOCTH CBETA!
1) nwucThs OoJiee TOJICTHIC U C OOJIBIIMM KOJIMYECTBOM KIIETOYHBIX CIIOCB, O0JIce
kpynHbie kieTku (Bjorkman, Holmgren, 1963; Ludlow, Wilson, 1971; Wild, Wolf,
1980; Weston u np., 2000; Boardman, 1977; Walters, Horton, 1994)
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2) oOoee Beicokoe cooTHOIIeHne X a k Xu b (Boardman, 1977; Wild,
1980; Lichtenthaler u np., 1981; Bailey u ap., 2004);

3) yBelMYeHHE KOJUYECTBA XJIOPOILIAcCTOB B KiieTke (Anderson, 1986);

4) yMmeHblIICHHE TpaHaIbHON CTPYKTYpsI (Anderson u ap., 1973; Lichtenthaler u np.,
1981);

5) BBICOKOE COJIepKaHKe [3-KapOTHHA U ITMT'MEHTOB KCAHTO(UILIOBOTO UK
(Anderson, 1986; Bailey u ap., 2004);

6) oOoiee Boicokoe otHomeHne PC 1/DC I (Schoettler, Toth, 2014; Albanese u ap.,
2016).

7) 0oJiee BBICOKHE CKOPOCTH MEPEHOCA 3JICKTPOHOB, 00JIee BHICOKHE CKOPOCTH
accummsiina CO2 1 6osee BrICOKOE coziepkanne kpaxmana (Bjorkman, Holmgren,
1963; Ludlow, Wilson, 1971; Boardman, 1977; Wild, 1980);

8) wmapyuieHue 6ananca MeKAY HOTOCHHTETHYECCKUM IEPESHOCOM DJICKTPOHOB U
¢dukcanueit CO2 n3-3a HHAKTUBAIMU PyOHCKO W/WIIHA 3aKPBITHS YCTHHII; TIEPEX0]T
(OTOCUHTETHUYECKOM IIEeTH TIEPEHOCA SJICKTPOHOB B BOCCTAHOBIICHHOE COCTOSIHUC
(Antal u gp., 2010);

9) Oosee BbICOKAst CIIOCOOHOCTH K auccunanuu sHepruu (Brugnoli u ap., 1994;
Demmig-Adams, Adams, 1996; Park u ap., 1996; Ballottari u ap., 2007; Mishra u
ap., 2012);

10) u3mMeHeHrEe aKTUBHOCTH KapOoaHTHIpa3 — GEPMEHTOB, KaTaTH3UPYIOIINX
00paTUMYIO peakIio 00pa3oBaHus YTOJIbHOW KUCIOTHI U3 IUOKCUIA YTIAepoaa v
Boiel (Rudenko u nip., 2020);

11) u3MeHeHnEe COOTHOIIICHHS ATbTEPHATUBHBIX MTyTEH TPAHCIIOPTa JJIEKTPOHOB,
HakoruieHrne ADPK 1 HHIYKINSA COOTBETCTBYIOIINX CUTHAIBHBIX TyTei (Antal u
ap., 2010).

Camblii ObICTpBIN (DOTO3AIIUTHBIA OTBET PACTEHUN U BOJIOpOCIIEN Ha ObICTPO
YBEJIMYUBAIOIIYIOCSI HHTEHCUBHOCTh CBETa — 3T0 Heoroxumuueckoe tymenue (HDOT)
n30bITOUHOM cBeTOBOM 2Heprun B anteHHe OC I (Miiller u ap., 2001; Jahns,
Holzwarth, 2012; Ruban u ap., 2012; Derks u ap., 2015; Goss, Lepetit, 2015). Cpeau
pa3IMYHBIX KOMIIOHEHTOB, KOTOpBIE BHOCAT BKJIaz B obmiee HOT (Quick, Stitt, 1989;
Walters, Horton, 1991; Nilkens u np., 2010), pH-perynupyemsiii komnoneHnt qE
npecTaBisieT coboit ocHoBHOM koMmoHeHT HOT, BennunHa KOTOPOTO YBEIHMUHUBACTCS
MIPH BBICOKOW MHTEHCUBHOCTHU cBeTa. KoMmoHeHT qE sBiisieTcst caMbIM OBICTPBIM
(mepBble MUHYTBHI OCBEILEHUS) 110 aKTUBAIIMH, a TAK)KE CAMBIM TEPBHIM 10 pejlakcalluu

B TeMHOTe Tiociie ocenieHus (Nilkens u ap., 2010). V mazemubix pacrenuii qE ctporo
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perymupyercs pH nmromena (Krause u 1p., 1982) u TpeGyet ObICTpO# akTHBaIUU OeliKa
PsbS (Li u ap., 2000). ITpu sTom 6enok @C |l PsbS neiictByer kak narunk pH momena
(Li n op., 2004) u, kak nmpeanoaaraercs, aktTuBupyet qE myreM KoHPOpPMaMOHHBIX
n3meHeHult B 6enkax anreHHsl OC II (Horton u ap., 2005), B3auMoaeicTBysI C
onpeneneHabiMU Komiuiekcamu CCK II (Correa-Galvis u ap., 2016; Sacharz u ap.,
2017). Cuuraercs, uro qE Takxke peryaupyercss KCaHTOPHILIIOM 3€aKCAaHTUHOM
(Demmig u ap., 1987; Horton u np., 1996, 2005; Nilkens u ap., 2010), koTopsIit
o0pa3zyeTcs MpH MOBBIIIEHHON OCBEIIEHHOCTH B PEaKLUAX J1€IMOKCHAUPOBAHUS
BHuojakcantuna (Jahns u ap., 2009). ®ynknus 3eakcantuaa B HOT, ogHako, He
orpanuveHa yuactuem B pH-perynupyemom Mexannsmom qE; ObLIO TTOKa3aHO, YTO
3€aKCaHTHH TAaK)K€ y4acTBYeT B Oojiee MEUIEHHO penakcupyroumx cocrosiHusax HOT,
TaKkuX Kak qZ, oOpaTHasi TpaHcopMmalus 3eakcaHTuHa B BUosokcaHTHH, (Dall'Osto u
ap., 2005; Nilkens u ap., 2010) u ql, porounrudéuposanue, (Adams u ap., 2002;
Demmig-Adams u jp., 2006; Nilkens u ap., 2010). OgHako KOHKpeTHAs QYHKIIHS
3eakcantuHa B HOT Bce emie oocyxmaercs (Jahns, Holzwarth, 2012).

Kpome Toro, ycTaHOBIEHO, UTO MPU U3MEHEHUU OCBEUICHHOCTH pacTEHUI
ontuMu3ays GOTOCUHTETHUECKOW aKTUBHOCTH Ha CTAMH MOTJIOIIEHUS SHEPTHH
KBAaHTOB CBETA IMPOUCXO/IUT 32 CYET aKTUBAIIMH MEXaHU3MOB, TTPUBOISAIINX K
n3meHenuto pazmepoB CCK ¢orocucrem, Tak U myTem peryIupoBaHus OMOCHHTE3a
6enxoB Pl otocucrem. IIpu n3menenusx cnexkrpaibHoro cocrana ceera CCK
TUJIAKOUIHBIX MEMOpPaH MOT'YT OBITh pEOpPraHU30BaHbI 3a cYeT 00PaTUMON MUTpaLUU
HapyxHoH yactu CCK OCII mexny OCII u OCI, yTo npuBOIUT K U3MEHEHHUIO
pasmepoB CCK obeux doTocuctem. DTOT MPOIECC HAZBIBAETCS MEPEXOJAMU COCTOSTHUM
(state transitions). Beuto moka3sano, 4To ToJBKO crnadocssizanHbie Tpumepbl CCK 11,
KOTOpBIe cocToAT u3 npoaykroB reroB Ihchl u Ihch2, murpupyror mexmny
dorocucTeMaMu, B TO BpeMsI KaK CHIIbHO 1 YMEPEHHO CBSI3aHHBIE TPHUMEPHI OCTAIOTCS
ces3anabiMu ¢ OC 11 (Galka u ap., 2012, Wientjes u ap., 2013).

Murpanus CCK Il mexny poTocucremMamu THIaKOUAHBIX MEMOPAH MO
JieficTBUEM CBeTa — MPOIIECC MPOCTPAHCTBEHHOTO NMEPEMEIICHUS TUTMEHT-0eTKOBBIX
KOMILIEKCOB. MI30BITOK CBETa, KOTOPHII MPEBHIIIAET BO3MOKHOCTH 3JIEKTPOHHOTO
TPAaHCIIOPTA, MOXET MPUBOUTH K (POTOMHTHOMPOBAHUIO, T.€. TIOBPEKICHUIO
(OTOCHHTETUYECKHX KOMIIOHEHTOB I10J1 ISUCTBHEM CBeTa. J{JIsl onTUMHU3aLuK Mpolecca
(doTocHuHTE3a B 3TUX YCIOBUAX HEOOXOAUMBI aAaNTAIIHOHHBIE MEXaHU3MBI,
MO3BOJIAIOIINE TIEpepacipeaeuTh FHEPTHIO BO3OYKIEHUS MEX Y (poToCHCTEeMaMHu.

CCK |l BeICIIHX pacTeHUH, a TaKXKe BOJIOPOCeH, o0naaast GyHKIIMOHATBHOM
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TUOKOCTBIO U TUHAMUYHOCTBIO, crioco0eH MurpupoBatb oT ®C2 Il k ®C | u ob6partHo,
YTO MMO3BOJISIET (POTOCHHTETUUECKOMY allapary pacTeHUll aJanTupoBaThCs K
KpPaTKOCPOYHBIM MU3MEHEHHSIM B ycinoBusx ocsemeHus (Aro u Ohad 2003). Tak,
dochopunuposanue 6enkoB CCK 1l ¢ momomnrsio dpepmenta kunassl STN7 (Rochaix u
ap., 2012) npuBoaut k murpamuu CCK Il ot @C Il k @C | npu ocBemeHnn OamKHIM
KPacHBIM CBETOM, BO30Y>KAAIOIIUM NPEUMYILIECTBEHHO PEAKIIHOHHBIC LIEHTPHI
dorocuctemsl 2. Jlepochopunuposanue ¢ momoisto pepmenta pocdarazsr PPHI
(Shapiguzov u ap., 2010) o6ecnieunBaet BosBpamieaue CCK Il or ®C | x ©C Il mpu
OCBEILIEHUY JIaJIbHUM KPACHBIM CBETOM, BO30YK/IalOIIUM IPEUMYILIECTBEHHO
peakiuonnsie eHTpsl OC |, wn B TemHote. Kunaza STN7, ocymecTistomas
dochopmmposanne 6enkoB CCK 1, mpencrasnser co6oi TpaHCMeMOpaHHBII OeI0K
(Depege u ap., 2003). N-tepmunanbubiii konenr STN7 KuHa3bl SKCIIOHUPOBAH B JIIOMEH
TUJIAKOUJIOB M COAEPIKUT 2 IIUCTENHOBBIX OCTaTKa, KOTOPbIE, BO3MOXKHO, OTBETCTBEHHBI
3a akTHBHOCTH JaHHOTO epmenta (Lemeille u np., 2009). Pons I1X myna B mepexomax
COCTOSIHUH HEOCTIOPHUMA; OJJHAKO ATO, MO-BUIUMOMY, CBSI3aHO HE HEMOCPEIICTBEHHO C
OKHUCJIUTEIbHO-BOCCTAHOBUTEIBHBIM COCTOSIHHEM I1yJIa, @ CKOpPEE C MOSBICHUEM
mosekyn [TXHz Ha cBety. Csi3piBanue mosiekya [1XHo ¢ caiitom okucienus B iut. be/f
KOMILJIEKCE TIPUBOIUT K B3aMMOJICHCTBHIO KHHA3BI C KOMIUIEKCOM B CTPOMAJIHHOH IeTIIe
CyOBETMHUIIBI, B pe3yJibTaTe uero npoucxoaut akrusanus STN7 kunassel (Vener u ap.,
1997; Shapiguzov u ap., 2016, Dumas u ap., 2017).

B BeIcmMX pacTeHusx nuiib HebombIias yacTh BHemHero nyia CCK 11
y4dacTByeT B State transitions, Toraa kak B BOZOPOCISIX MPAKTHYESCKU BCS
cBerocobupatomas antreaHa Murpupyet ot OC Il k @C | u o6parno. [IpunsiTo cuurats,
4To state transitionS MPOMCXOAUT NP HU3KON MHTeHCUBHOCTH cBeTa (100-200 MKkMoIb
doronos M? ¢?) (Mekala u ap., 2015; Vetoshkina u ap., 2019). Cymectpyror
CBUJIETENHCTBA B TIOJIb3Y TOTO, UTO NMPHU BHICOKON MHTEHCHBHOCTH CBETa state transition$
He nporekaet (Rintaméki u ap., 2000, Wunder u ap., 2013, Trotta u ap., 2016),
MOCKOJIBKY MOXET MPOUCXOAUTh HHTUOUpPOBaHUE PepMEHTA KHHA3BI BOCCTAHOBJICHHBIM
Ha cBeTy THopenokcuHoM (Lemeille, Roshaiex, 2010). [Tocne moTepu akTUBHOCTH
STN7 kuHa3bI MPOUCXOAMT MOCIEAYIOMIAs Aerpananus GepMeHTa, KoTopas sSBIsSeTCs
pe3yIbTaTOM MOYTH MOJHOTO Ae(POCHOPHINPOBAHS KAK CEPHHOBBIX, TaK
TPEOHMHOBBIX OCTATKOB KMHA3bl, IPOUCXOUT YK€ Yepe3 2 yaca OCBEIEHUS PH
BBICOKOM MHTeHCHBHOCTH cBeta 1000 MxMonb goTonos M~ 2 ¢ (Trotta u ap., 2016).

3a nocyiegHrue HECKOIBKO JIET ObUIH JJOCTUTHYTHI 3HAYUTEINIbHbIE YCIIEXU B

MOHUMaHUK KPaTKOCPOYHOTO OTBETA, T.¢. State transitions. B nacrosimee Bpems
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murpanus aHTeHHBIX KoMiiekcoB OC I1 k @C I mpu OC II-cnenuduryueckoM KpacHOM
cBete 1 Bo3Bpar aHTeHHbIX koMiuiekcoB OC II oopatno k OC I npu OC I-
cnenn(ruyeckoM anbHEM KPaCHOM CBETE HA3bIBAIOTCS KJIACCHYECKHUMH MEPEeX0oaaMu
cocrostauii (Rantala u 1p., 2017). Knaccudeckas Teopusi mpeoiaraeT, 4To MO4TH BCe
dochopunupoannbie 6enku CCK 11 cBs3anbl ¢ @C [ npu OC |l-cnienupuueckom cBete
(Wollman, 2001). Ograko 0ObLI0 MOKA3aHO, YTO B YCIOBUSX OCBEIICHUS OSJIBIM CBETOM
(120 MxMoOmB poTOHOB M 2 ¢ 1) ToNBKO HeGOMbIIAs YacTh Gochopumuposansoro CCK
IT B3aumopeiictyet ¢ OC I, a Takke ObUIO OOHAPYKEHO 3HAYUTEILHOE KOJIMYECTBO
dbochopunupoBaHHbIX 0enKoB, ocooeHHo Lhebl, ceazannbix ¢ @C II (Rantala u np.,
2017).

B o6patumom dochopunrpoBanuu yqactByrotT He Toiabko 6ernku CCK 11, Ho n
kopoBble Oenku CCK II (Bonardi u ap., 2005, Tikkanen u np., 2010).
®DochopunupoBaHre KOPOBbIX OEIKOB PEryIUpYyeTCcss aKkTUBHOCTHIO KHA3bl STNS,
Toraa kak aedochoprimpoBanue perynupyercs dpocdarazoii PBCP. [Tpu spxom
OCBEILIEHUH, KaK HAIIUCAHO BbIIIE, aKTUBHOCTb KMHA3bl STN7 uHrubupyercs, B TO
Bpems Kak knuHaza STN8 cTaHOBUTCS aKTUBHOM, YTO MPUBOIUT K (GOCHOPHINPOBAHUIO
ToNbKkO 0cHOBHBIX OenkoB @C II (Pursiheimo u ap., 1998, Mekala u ap., 2015). Ilo-
BUIUMOMY, onucanHoe oOpatumoe pocdoprinposanue 6enkoB OC Il u CCK II urpaer
OCHOBHYIO POJIb B pacpeAesICHUN YHEPTUU MEX Ty (PoToCHCTEeMaMu, KOT1a H3MEHSETCS
UHTEeHCUBHOCTH cBeTa (Mekala u ap., 2015). @ochopunupoBanue koposoro denka OC
II B ycoBuUSIX BBICOKOM OCBELICHHOCTH 00JIeTdaeT «pacnakoBKy» koMiuiekcoB OC II-
CCK II, xoTopas HeoOXoaMMa /Il BOCCTaHOBIIEHUS oBpexAeHHbIX eHTpoB OC 11
(Tikkanen u ap., 2008, Fristedt u np., 2009, Goral u np., 2010, Kirchhoff u ap., 2011).
Ob6patumoe ochopunuponanue 6enaxos PL{ @C |l BiuseT Ha yabTpacTpyKTypy
TUJIAKOUIHOM MeMOpaHbI M, TAKUM 00pa3om, perynupyet nuki penapamuu OC 11
(Baena-Gonzalez u np., 1999; Baena-Gonzalez, Aro 2002; Tikkanen u np., 2006; Goral
u jip., 2010; Herbstova u ap., 2012).

JpyruM MexaHu3MOM aKKJIMMAIlUK PACTeHUH K ACHCTBUIO CBETA SBISETCS
U3MEHEHHE DKCIPECCUU TEHOB XJIOPOILIACTOB, TaKUX Kak PSA, psaA u psaB,
koaupyromux 6enku peakiuoHHbIX HeHTpoB OC 11 u ®C I (Allen 2015). Beuio
MOKa3aHo, YTO ATOT MPOIeCcC MeJICHHEe MpoIiecca MepexoI0B COCTOSIHUMN, HO ObIcTpee,
yeM JoirocpouHblit oTBeT (cM. nanee) (Allen, Pfannschmidt 2000). DtoT oTBeT
HE0OXO0UM JIJ1si OBICTPOTO H3MEHEHHS B OMOCHHTE3€ OEIKOB (JOTOCHHTETUIECKON IENHU
nepeHoca 3JIeKTPOHOB, KOTOPbIE KOJUPYIOTCS T€HAMU XJIOPOIUIACTHOTO T'€HOMa, B

YaCTHOCTH, KaK HalKMCaHo BhIlIe, cyobequHul] PLI, yto mo3Bossier perynupoBarhb
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crexuometpuro ¢porocucreM (Allen, 2015). Ita cTeXxuoMeTpUsi MOKET OBITH PA3TUIHON
B Pa3NIMYHBIX YCIOBHIX OKpY’KalOIIel cpebl, odecneunBasi ONTUMaIbHOE paBHOBECHE
B ()OTOCHMHTETHYECKOH IIeTIN TIepeHoca 3IEKTPOHOB. bbuto mokazano, 4ro
XJIOpoIIacTHasi ceHcopHast kuHa3za, CSK, urpaer BakHyI0 posib B KOPPEKTHPOBKE
crexuomerpuu OC II (Puthiyaveetil et al. 2008). OgHako curHam, KOTOPHIK BIUSET Ha
CEHCOPHYIO KMHA3Y XJOPOIUIACTOB, BCE €IIIe HE U3BECTEH.

Kak ykazano B Allen u Pfannschmidt (2000), ITX myn siBisieTcst MecToM
(OTOCHHTETUYECKOT'O OKHCIUTEIbHO-BOCCTAHOBUTEIBHOIO KOHTPOJISI SKCIIPECCUU
IeHOB XJIOPOIUIACTa, MOCKOJIbKY HUKAKUX U3MEHEHUH B 9KCIIPECCUM HE HAOII01a10Ch B
yenoBusax OClII-cnenuduueckoro ocenienns B npucyrcrsun DCMU (nuypona —
MHTUOHUTOPA IEKTPOHHOTO TpaHcnopTa Mexay Qa u Qp) wiu npu OC I-cienuduanom
OCBEILIEHUH, B TO BpeMsl KaKk U3MEHeHus1 Habmonanu B pucyrctsun DBMIB
(uaruburtopa oxucienust [IXH> cyt be/f kommiekcom) wiu npu OC 11-
NPEANOYTUTENILHOM cBeTe. [109TOMY OBLIO BRICKA3aHO MPEIIOI0KEHHE, YTO
OKHCITUTEIFHO-BOCCTAHOBUTENbHOE cocTosiHue [1X myna perynupyer u3sMeHeHus B
9KCIPECCHH I'eHa XJioporuiacta. OHaKo JiexKallue B OCHOBE MOJIEKYJISIPHbIE
MEXaHU3MBbl U CUTHAJIbHbIE TyTH He MoHATHHI (Pfannschmidt u ap., 2008).

JelicTBytonuii Ha pacTeHUsSI U30BITOYHBIN CBET MOXKET MOBPEAUTH KOMITJIEKC
@C Il (Takahashi u Badger 2011). ®oronoBpexcHNE TPO3UT B OCHOBHOM Oenky D1 B
PII @©C I, Ho Takxe moxeT 3arparuBaTh U D2 Oenok. Kale u ap. (2017) noka3zainu, 4to
aKTUBHBIE (POPMBI KUCIOPO/Ia, B YACTHOCTH, CYIIEPOKCUAHBII aHUOH pajuKal,
00pa3yromuiicst B ycIoBUAX (HOTOMHTUOMPOBAHUS, OKUCIISIET ONPEICIICHHbIS
aMuHOKHCIIOTHBIE ocTaTku D1 u D2 6enkoB. Hanbonsiryto onacuocts ais OC |
IPEeJCTaBIIsIeT CUHITIETHBIA KUCIOPO/I, KOTOPBIH, €cii 00pa3yeTcsl B 3HAUUTEIbHBIX
KOJIn4YecTBax (Hampumep, npu oopadotke GoTorepOUIIaMu), 3a4aCTy0 TPUBOAUT K
Heobpatumomy ¢otomnoBpexacHuo OC |l. Tlocne «oGpaTumoro» GpoTonoBpekIeHUS
@®C Il BoccTanaBnuBaercs myTeM aktuBaiuu 1ukia penapamun OC I, cocrosimiero u3
HECKOJIbKO 3TanoB: 1) ¢pochopunupoBanue cyobenunnn sapa OC |1 kunazoit STNS,
paspyuenue u auccouuarus cynepkomiuiekca @C [1-CCK Il u monomepusanus
numepoB OC |l B rpanax; 2) natepanabHasi MUTpanus GOTOMOBPEKIEHHOTO MOHOMEpa
®C Il u3 rpan B namesusl, 3) nedochoprmmpoanue 6enkoB siapa OC Il hocdarazoit
PBCP u nporeonutudeckas nerpanamus ¢oronospexaennoro D1, 4) 3amena
¢doromnopexaenHoro D1 3aHoBo cuHTe3npoBaHHBIM OenkoM D1 u cOopka MoHOMEpa
PIT @©C I, 5) murparmus HoBooOpazoBanHoro MoHomepa siapa OC Il u3 mamernsr

00paTHO B TpaHaJBHYIO YacTh C MOCIAEAYIONMIEH TUMepH3aIieil 1 OKOHYATETbHOM



54
coopkoii cynepkommiekca @C II-CCK 11 (Zhang u mp., 1999; Aro u mp., 2005;
Tikkanen u mp., 2008; Jarvi u gp., 2015).

Emte onvH MexaHW3M aKKIUMAIMH PACTCHHUH K CBETY — 3TO PETYJISAIUsS pa3Mepa
anTeHHsl OC |l. Bricuiue pacTeHUs 1 MOPCKUE BOJIOPOCIIN MOTYT YBEJIUYUBAThH Pa3Mep
CCK Il B Tenu u, Hao6opot, ymenbinath pazmep CCK Il nmpu noBsimenHon
ocsereHnoctu (Anderson, 1986), Takum 00pa3om, ONTUMU3UPYS HOTOCHHTETUUECKYIO
AKTUBHOCTbH M 3aIIuIIast OTOCHHTETUYECKYIO AIEKTPOH-TPAHCIIOPTHYIO LIETb OT
dboTonnruduposanus. [lockonbky @C |1 sBisIeTcst camoii HECTaOUIIBLHOM B YCIIOBHUAX
MOBBIILIEHHOW OCBEUIEHHOCTH, U3MeHeHue pazMepoB aHTeHHbl OC 11 — oauH u3
BXHCHIINX MEXaHU3MOB PACTEHUH JIJISl aKKIIMMAITUU K U3MEHEHUSIM YCIIOBHI
OKpy>Karoten cpebl. [Ipy moBBIIEHHON OCBEIICHHOCTH, HA0II0JaEMOM B TEUCHHE
Oonee Tpex aHei, ymenbiieHue pazmepa CCK Il mpoucxoauT nmytem mnoaaBlieHUs
OuocuHTe3a BHENIHUX O0enkoB Lheb, koTopbie koaupyroTcs siaepHbIMu reHamu. boiio
MIO0Ka3aHo, 4yTo MpoTeonu3 6enkoB Lheb 3amyckaercs mocie nepBeix 24 4acoB npu
spkom ocsemmenny (Zelisko u ap., 2005; Wagner u zp., 2011). Cpexu 6enkos Lheb
HaOII01aeTCs 3HAUUTEIbHOE CHUKEeHHEe ypoBHel nmonunentuaoB Lhebl, Lheb2 u
Lhcb3, koTopble B OCHOBHOM BKJItOUeHBI B TpuMepsbl L-tuna u M-tuna CCK II; u
ypoBHst MuHOpHOTO ntosunentuaa Lheb6 (Bailey u ap., 2001, Ballottari u np., 2007).
MuHuMabHasi aHTEHHAs €IMHUIIA B a/IAIITHPOBAHHBIX K BBICOKOW OCBEIICHHOCTH
BBICHIMX pacTeHusx conepkuT Lheb4, LhebS u tpumepst S-tuna CCK 11 B nononxenue
K 6a30BbIM aHTeHHBIM cyOBeaununiaM OC II (Morosinotto u np., 2006; Ballottari u mp.,
2007) (Puc. 10).

brino nHaiineno, uro pazmep anteHHbsl OC I perynmupyercst OKUCIUTENHHO-
BOCCTaHOBUTENLHBIM cocTosiuueM 11X mysma (Lindahl u ap., 1995; Escoubas u mp., 1995;
Pfannschmidt u ap., 1999; Yang u ap., 2001). [ToapoOHbIii aHau3 ObLI MPOBEICH C
ucnonbp3oBanuem Viridis zb63, myranra ssaumens, nmurrennoro OC |, HO ¢ aKTUBHO
¢yukuuonupyromeit OC II (Frigerio u ap., 2007). beuio o6HapykeHO, YTO yKe IpH
HU3KOW MHTeHCUBHOCTH cBeTa [1X myn ObUT MaKCMMAalIbHO BOCCTAHOBIICH, a pa3Mep
anTeHHsl OC || ymeHbIlleH B MyTaHTaX, HO HE B AUKOM Tute. Takum oO6pazom, pons [1X
myJia THJIAKOUHONW MeMOpaHbl OTPAaHIMYNBACTCS HE TOJBKO PETYIIMPOBAHHEM
pacripeie/ieH|s SHEPTUH MEX Ty (hoToCHCTEMaMH, T.€. Tporiecca State transitions, Ho u
pacumpsieTcst 10 EeHTPATbHOM PO B PETYISIUU YPOBHEU HKCIIPECCUU KaK TeHOB,

KOJUPYEMBIX XJIOPOILIACTOM, TaK M SepHO-KoAupyeMbIx reHoB (Pfannschmidt u ap.,



55
2008, Dietzel u ap., 2015). OgHako BOIpOC O MPUPOJIC CUTHANA, CBUIECTEIbCTBYIOIIETO

00 OKHCIIUTEIbHO-BOCCTAHOBUTENBHOM cocTostHUM [1X mmyia, ocTaeTcst OTKpPBITHIM.
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Puc. 10. CxemaTnueckas MOAEIb pEryJIsLUHN pa3Mepa aHTeHHbI poTocuctems! |l mpu
MOBBIIICHUU OCBEIIEHHOCTH BBICIIUX PAaCTeHUil (pUCYHOK U3 ctatbu Morosinotto,
Bassi, 2012, moaudunupoBax).

A — 1pu HU3KOW MHTEHCUBHOCTH cBeTa Tpu ocHOBHBIX Oenka CCK 11 Lhebl, Lheb2 u
Lhcb3, xomupyemsbix renamu: lhcbl, Ihcb2 u Iheb3, u3 xoropsix popmupyrores romo- u
reTepoTpumMepsl S-tuma (mpoyHo cBsizanHbie ¢ PI[), M-Tuna (ymepeHHO CBsI3aHHBIC) U
L-tuna (cnabo cBs3aHHBIC), a TAKXKE TPH MaJIbIX MOHOMepHBIX Oenika Lhcb4 (CP29),
LhcbS (CP26) u Lheb6 (CP24), komupyembix renamu lhcb4, 1heb5 u 1heb6,
COOTBETCTBEHHO, CBA3aHbI ¢ peaKMOHHBIM IIeHTpoM ¢otocuctems! |1 (PLL OCII). [Tpu
MTOBBIIIICHUH YPOBHSI OCBEIIEHHOCTH 3aITyCKAETCs
TPAHCKPHUMIIMOHHAS/TIOCTTPAHCKPHUIILIMOHHAS PEryJLus OMOCHHTEe3a OEJIKOB BHEIIHEH
aateHHbl OC |l (b). Munumanshas antenra OC || B amanTHpoBaHHBIX K BBICOKON
OCBEIIEHHOCTHU pacTeHusx coaepkuT Lhcb4, LhebS u tpumepst S-tuna CCK 11 B
JIOTIONIHEHKE K 0a30BbIM aHTeHHBIM cyObennuunam OC II (B).

1.3.2. ¥YcaoBus 3acyxu

AbGHoTHYECKHE U OMOTHUYECKHE CTPECCOBbIE (DAKTOPHI BIUSIIOT HA MHOTHE

($U3MOTIOTHUECKUE TapaMeTphl pacTeHUH, 0cOOEHHO Ha (POTOCHHTETHUECKYIO
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aKTUBHOCTH. DOTOCHHTETHYECKUH amnmapaT pacTeHUI MPECTaBIsIET CO00M CUCTEMY,
(YHKIIMOHUPOBAHUE KOTOPOH B 3HAUUTEIFHON CTENIEHH MOJIBEP>KEHO BO3ICHCTBUIO
TakuX (PakTOPOB, KAK BHICOKAsi MHTEHCUBHOCTh CBETA, YIBTPa(UOIECTOBOE U3TyUCHHUE,
BBICOKAs M HU3KAasl TEMIIEPATypa, 3aCOJICHUE, 3acyXa U Jp. Y CIIOBHS 3aCyXH — OJMH U3
TJIaBHBIX (PAKTOPOB, O'PAHMYMBAIOIINX POCT U POJYKTHBHOCTD PACTEHHIA, IPUBOS K
CYIIIECTBEHHBIM M3MEHEHHUAM B MeTaboIM3Me KiieTok pacrenuit (Lawlor, 2002;
Zandalinas u ap.., 2018). B ycioBusix 3acyxu pOTOCHHTE3 3aMEISICTCS 110 IPUUNHE
KaK COKpAIICHUS TUIOIIA/IHU JINCTA, TAK ¥ YMEHBIICHUSI CKOPOCTH (POTOCHHTE3a B
pacyere Ha IJIONIA b JIUCTA. 3aMe/IJICHHe METa00IM3Ma MPOUCXOINUT B PE3yJIbTaTe
CYXXEeHHS yCThUIl, yMeHbIIeHus gocrynmnoctu CO2 u yriaepogHoro oOMeHa, a Takxe
yxyuieHus ooMena Beiects B mnesiom (Flexas u ap.., 2006; Chaves u ap., 2009).
[TpoTekanue CBETOBBIX POTOCHHTETUYCCKUX PEAKIIHI B YCIOBUAX 3aCYXHU M, TAKUM
o0pa3om, cHmkeHus: KoHueHTparu CO2 B MEXKKIETHUKAX MTPUBOIUT K
«TIePEBOCCTAHOBIICHHUIO» (POTOCHHTETHYECKON HIIEKTPOH-TPAHCIIOPTHOH LIETIH.

Jlnist yMEHbBIIIEHUS] HETATUBHBIX TTOCIIEACTBUH 111 JOTOCHHTE3A OT 3aCyXH B
(OTOCHHTETHYECKOM arapare paCTCHUN MPOUCXOAUT YBEIHUCHHE TETIOBOTO
paccerBaHMsI MOTTIONIEHHOM YHEPTUU U U3MEHEHHUE aKTUBHOCTH KCAHTO(UIOBOTO U
BOJIHO-BOJIHOTO ITUKJIOB. broxumudeckast 3 (eKTHBHOCTh (POTOCHHTE3A B YCIOBUAX
3aCyXH 3aBHCHUT OT pereHepanuu puoyno3o-1,5-6ucdocdara u aktTuBHOCTH
pubynozobuchocharkapookcuiaspr/okcurenasst (Lawlor, 2002; Medrano u ap., 1997).
C4-dorocunres cuutaincs riaBHoi agantamnueit C3-hoTocuHTe3a, HEOOXOAUMOM ISt
OTpPaHWYCHUS TIOTEPH BOJIbI, COKpAIICHHS (POTOIBIXaHUS U TIOBBITIICHUS 3()(HEKTHBHOCTH
dorocunTesa B yermosusx 3acyxu (Edwards, Walker, 1983). Onnako MHOTHE
CEJIbCKOXO03SUCTBEHHBIE PACTEHUS, BKIIOUAs pUC, Tpedy, coeBble 000kl U KapTodens,
ucnonb3ytoT C3-horocunres.

N3BecTHO, 4TO BOJHBIN CTPECC BIMSIET HA MIEPEHOC SJIEKTPOHOB 110
(OTOCHHTETHYECKOI AIIEKTPOH TpaHcnopTHoH 1eru (Zhou u ap., 2007; Dalal, Tripathy,
2018). Boanblii cTpece, Kak ObUIO MOKa3aHO, TIOBPEKIAET KUCIOPOI-BIICIISIOIHI
komruieke OC Il (Toivonen, Vidaver, 1998), a takxe PI @CII u ®CI (Ford u ap.,
2011; Alberte u mp., 1975; He u ap., 1995; Giardi u ap., 1996). [1pu nopexaenun P1]
®C II o6pazyemsriii P680* (TpuruieTHOE cOCTOSIHUE XT0pOohUIUIa), a TAKKE aHTEHHBIN
XJIOPO(MUIUT B TPUILIIETHOM COCTOSIHUH, T€HEPUPYIOT CUHTJIETHBIM KHUCIOPOI TyTeM
nepeauy SHEPTUU Ha MOJICKYJISIPHBIN KUCIOPOJ, YTO IPUBOTUT K IIEPEKUCHOMY

OKHCJICHHIO JIMIIN 0B THIIAKOUIHBIX MGM6paH ", CJICA0OBATCIIbHO, ITIOBPEKACHUTIO
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memoOpan (Miller u ap., 2010; Chakraborty, Tripathy, 1992; Murata u ap., 2012; Schmitt
u 1ip., 2014; Tripathy u ap., 2007).

Ycnosust 3acyxu BiusitoT Ha potoxumuto @C 11 (Lu u Zhang, 1999, Sperdouli
u Moustakas, 2012) u dochopunupoanue 6enko ®C Il (Liu u gp., 2009, Chen u np.,
2013). IIpu kpaTKOBpEMEHHOM JICHCTBUM 3aCyXHU Ha PACTCHHS MPOUCXOIIT U3MEHEHUS
B cTpykType CCK II, mpu sTom qumepsr DC 11 ocTarorcst cTabUIbHBIMU, a HX
KOJIMYECTBO 3HAUUTEIBHO CHUKAETCS TOJIBKO MOCIE JUINTEIbHOIO HAX0XKACHUS
pacTeHUil B yCIOBUIX 3aCyXH, IPU TOM MPOUCXOUT CYHIECTBEHHOE YMEHBIICHHE
MakcuManbHOro kBaHToBOTO Bhixoaa OC Il (Chen u np., 2016). KonmuuecTBo Oenka
PsbS 3naunTenbHO yBeIMUMBAETCA MOCIE AIUTEIBHOIO CTPECCa, BBI3BAHHOIO 3aCyXOH,
YTO COTJIACYeTCs CO 3HAYUTEIBHO YBEIMYCHHBIM HepoToxumMuueckuM Tymenuem (Chen
u 1p., 2016). Cynepkomruiekcsl @C [I-CCK II u c6opka CCK II urpatot Baxxuyroo poib
B nipenotBpatiennu GoronospexaeHuit OC Il B ycroBusix ctpecca ot 3acyxu (Chen u
1p., 2016). OnHaKo Bce e11e 0CTaeTCsi MHOTO BOTIPOCOB O JIETAIbHBIX MEXaHU3MaX
BoBiieueHust anteHHbl OC || B 3amury ¢porocunternueckoro anmnapata ®C |l B
YCIIOBUSIX 3aCYyXH.

ITpucnocobneHne pacTeHU K 3aCyxe BKJIIOYAeT KOMIIEKCHOE
B3auMozeiicTere ropMmoHoB, ADK, caxapoB u npuBIeYEHNE APYTUX META0OINYECKUX
nyTel. BeruncnurenbHble MOJIEIH, HHTETPUPYIOLIUE TaHHbIE 00 SKCIIPECCUH T'€HOB,
(U3HOTOTHUECKUX U METAOO0IMYECKHX Mpolleccax, a TaK’Ke COBPEMEHHbIE TPAHCT€HHbIE
TEXHOJIOTHH CKPEUIMBAHUS TO3BOJISIOT YIyUIIUTh POTOCUHTE3, & C HUM U
YpO>KaiHOCTb, HE TOJIBKO B HOPMAJIbHBIX YCIIOBUSIX, HO U B YCIOBUSX 3acyxu (Basu u
1p., 2016). OcHoBHBIE (UTOTOPMOHBI, TaKKe Kak adciu3oBas kuciaora (ABK),
IUTOKUHHUHBI, Tn00epenoas kucnoTa (I'K), aykcuH 1 9TUIeH ynpaBisioT IpOIeccaMu
amantaruu k 3acyxe (Wilkinson u ap., 2012). Ecnu pacteHue moasepraercs 3acyxe,
ABK cuHTE3upyeTCcs B KOPHIX U TPAHCTIOPTUPYETCS B JIUCTHS, YTOOBI TTOBBICUTH
YCTOHYHMBOCTbH PACTEHUS K ATOMY CTPECCY Yepe3 3aKpbIBaHUE YCTHUIl U 3aMEIJICHUE
pocra (Wilkinson, Davies, 2010). OmHako MEXaHU3MBI PETryJIUPOBAaHUS adaN TAIIMOHHBIX
nyTei, 3ammyckaembix ABK, Bce emie He 10 KoHna pactmdposansl (Ji u ap., 2011).

CymectBytoT ABK-curnanpHbIe T€HBI, KOTOPBIE 00€CTIEUNBAIOT BHICOKUH
ypoOsKaii B 3aCyXy B PeNpOAyKTUBHOM cTaauu (Sperotto u ap., 2009; Liang u ap., 2014;
Chen u ap., 2014; Du u np., 2010). [ToBbIICHUE SHTOTEHHOTO YPOBHS IIUTOKHHUHOB
gyepe3 3KCIPECCUI0 U30TIEHTEHUATpaHC(pepa3bl HEOOXOAUMO [T 3aMEJICHHS CTapEHHS
JIMCTHEB B YCIIOBHSX 3aCyXH U BEJCT K YBEJIIMYCHHIO TPOAYKTUBHOCTH pacTenuit (Peleg,

2011; Peleg, Blumwald, 2011). YMensbIenue rerepoaykCHHa IPUBOIUT K ITOBBIIIEHUIO
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9KCIPECCHH F€HOB, KOJUPYIOIUX OEJIKU MO3JHET0 YMOPHOreHe3a, YTO IOMOTraeT
pacTeHHsIM IprciocadbimBaThes K 3acyxe (Xie u 1p.,2003; Zhang u np., 2009).
Cunraercs, yro I'K nonoxurensHo BiIMseT Ha ajanTaluio pacTeHuil k 3acyxe (Wang u
1p., 2008). B oTBeT Ha cTpecc, BRI3BAHHBIN 3aCYX0M, 3HAYMTEIHHO TTOBBIIIACTCS
YPOBEHb HKCIPECCUH I'€HOB, KOJUPYIOLIUX HECKOIbKO MEMOPAHOCBSI3aHHBIX OCIIKOB,
Hanpumep, COR414-TM1 (At1g29395), KOTOpBII MOKET CIIY’KUTh UHIUKATOPOM
ycioBuit 3acyxu (Wang u ap., 2011).

OTHWIIEH HEraTUBHO BIIUSET Ha IPUCIIOCOOIEHUE PACTCHUN: YCKOPSIET
OuosIornYecKoe crapeHue, 3aMeJIsieT pocT KOPHEH, pOCT JUCThEB U 1TOOEroB,
HOJaBIsIeT POTOCHHTE3 M NPOIXYyKTUBHOCTB (Munné-Bosch u np., 2004; Fukao u np.,
2006; Perata u op., 2007; Rajala u np., 2001; Sharp u ap., 2002; Yang u ap., 2004).
Taxue ropMOHBI, KaK OpacCCHHOCTEPOUIbI, ’KACMOHOBAsI KUCIIOTA, CATMIMIIOBAs KUCIOTa
U CTPUIOJIAKTOH TAKXKE BIMAIOT Ha Pa3BUTHE U POCT PACTEHUH, XOTS UX POJIb MEHEe
BBIpaKEHA B ycioBusx 3acyxu (Basu u np., 2016).

PacTeHus B 3aCyIITMBBIX 00JIACTAX Pa3BUIM KCEPOMOPGHBIE YEPThI, YTOOBI
YMEHBIIUTh TpaHCIHUpanuto. i 3Toro pacteHust MOryT cOpachIBaTh JIUCTbS,
YMEHBIIATh KOJMYECTBO JHCTHEB, pa3Mep U KojauuecTBo noderos (Basu u ap., 2016).
Emie oqun aganTaiimoHHBIA OTBET — CKIEPOGUIUIHS (3KECTKOJIMCTHOCTH): )KECTKHE
JIMCThsI MEHEE TIOJIBEPKECHBI IEHCTBUIO 3aCyXH M JIETKO BOCCTAHABINBAIOT
(YHKIMOHATBHOCTH B HOpMaNbHBIX ycnoBusix (Micco, Aronne, 2002).

Hexotopsie apyrue GaxkTopsl, BKIItOYas CTaJANUI0 Pa3BUTHS JHUCTA U
JOCTYITHOCTh CBETA, BIUSIOT HA N3MEHEHHS B TKaHIX Me3o(uiuia u qudepeHnaio
XJIOPOIIJIACTa, TO €CTh, B UTOTE, HA CIIOCOOHOCTH K (DOTOCHHTE3Y B YCIOBHSX 3aCyXH
(Tosens u zip., 2012). YMeHblIeHHE pa3MEPOB M KOJIHUYECTBA YCTHUI[ — CIIE OJUH
aJIanTallMOHHBIN OTBET Ha 3acyxy (XU, Zhou, 2012). TTocneanue uccieroBanus
JIOKa3aJi, YTO 3aKPBITHE YCTHUI] CBSI3aHO HE TOJBKO C M3MEHEHHEM SKCIIPECCUH
aKBAIIOPUHOBBIX TCHOB, HO M C M3MEHEHUEM aHaTromudeckux yept (Miyazawa u ap.,
2008; Tosens u ap., 2012).

Bo MHOrux pacreHusix 3acyxa BIHsET IPEXk/ie BCET0 Ha KOPHEBYIO CUCTEMY
(Spollen, Sharp, 1991). Poct cTep:kHEBBIX KOPHEH OOBIYHO HE 3aTParkBaeTCs 3aCyXOM,
OJTHAKO JIaTepaJbHbIE KOPHH PACTYT 3HAUYMTEILHO ME/IJICHHEE 32 CUET IO/ IaBIICHHS
aKTHBHOCTH MEpUCTEM JlaTepaibHbIx KopHeil (Deak, Malamy, 2005). Manenbkue
OOKOBBIE KOPHU 00ECIICUYNBAIOT BIUTHIBAIOIIYIO TOBEPXHOCTD IS BOJIBI, YTO TOXKE
MOYET CYUTAThCS aJalTUBHOM cTpaTeruend. CrnenuaibHbIe TKaHH, HATPUMED,

pHu30/epMa, ¢ yTONIIEHHBIMUA CTEHKaMU WJIM OMPOOKOBEBILIEH K30€pMOM, WU
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YMEHbILIEHNE KOJIMYECTBA KOPTUKATIBHBIX CIIOEB TOKE CUUTAIOTCS aJalTUBHOM
crparerueit (Basu u np., 2016). I'mapoTponu3mM Takke MOMOTaeT pacTeHUSIM
cipaButhest co ctpeccoM (Chen u ap, 2012; Jaffe u mp., 1985). B3aumoeiictue
aykcuHa, TMTOKUHUHOB, 'K 1 ABK MoeT cTath NOTEHUHATbHBIM XUMUYECKUM
CUTHAJIOM K U3MEHEHHIO apXUTEKTYPHON CHCTEMbI KOpPHEH B OTBET Ha BOJIHBIN cTpecc
(Blilou u ap., 2005). beuio q0Ka3aHO, YTO 3aCyXa MPOBOLUPYET PA3BUTHE MHOTHX
AHATOMUYECKUX YEPT, BBIPAXKEHHBIX Ha pa3HbIX ypoBHsX (Henry u ap., 2013; Huang,
Fry, 1998; Steudle, 2000).

YBenuueHue KJIeTOK U POCT PaCTEHUS 3aBUCAT OT AOCTYIHOCTH BOJIbI, OHH e
nomoratot noanepxxkusatb Typrop (Chaves, Oliveira, 2004). B ycnoBusix 3acyxu
OCMOTHYECKOE PETyJIUPOBAHNUE OTBEUALT 3a YCTHUIHYIO TPOXOJIUMOCTbD, (DOTOCHHTES,
00BeM BOJIBI B THCThAX U pocT pactenuii (Chaves, Oliveira, 2004; Oosterhuis,
Woullschleger, 1987); npu 3TOM MEHSIOTCS M COJACPKAHKE COJIEH B OPraHU3ME PacTEeHUiA,
U MexaHu4ecKoe conpoTusieHue (Sauter u ap., 2001). U3BecTHO, UuTO caxapa
(caxapos3a, TTI0K03a, (PPYKTO3a, TPETano3a) — INIABHBIE OCMOJIMTUKH, BIHSIONINE HA
ocmotrueckoe peryiuposanue (He u ap., 2015; Ge u mp., 2008). Takue BerecTsa, Kak
MPOJIVH, TJIMIUH U 0€TauH MOMOTAIOT 3alIUTUTh PACTEHHE OT Pa3pyIIAIOIIETO
BO3JICHCTBUS 3aCyXH HE TOJIHKO ITyTeM OCMOTHYECKOTO PETYJIMPOBAHHUS, HO U
nerokcuukanueit ADOK, coxpaneHrem 11e10CTHOCTH MeMOpaHbl, cTabunu3anuen

depmenToB u 6enkoB (Ashraf, Foolad, 2007).

1.3.3. 3acojieHue MOYBBI

3acosieHHe MOYBHI SIBISIETCS €lle OAHON U3 BaKHEHIINX MpolieM, KoTopas
HEraTUBHO BJIMSET HA NPOAYKTUBHOCTh CEIbCKOXO3SIICTBEHHBIX KYIbTYP.
DU3MOIOTUYECKU OTBET PACTEHUH HA 3aCOJICHHOCTh MTOYBBI BKJIIOYAET MHOKECTBO
KOMITOHEHTOB, KOTOPBIE JIO CHX MOP HE 0 KOHIIa oxapakTtepu3oBansl (Isayenkov,
Maathuis, 2019). B ycnoBusix 3acojieHUs yXYAMIAETCS POCT U Pa3BUTHE PACTCHUMN U3-3a
HEXBATKH BOJIbl, OBBIIIAETCS MUTOTOKCUYHOCTD U3-3a YPE3MEPHOTO MOTJIOUIEHUS
MOHOB U, KaK CJIEJICTBUE, IPOUCXOIUT AucOananc B Metabonusme pactenuii. Kpome
TOT0, 3aCOJIEHHE COMPOBOKIACTCSI OKUCITUTENBHBIM CTPECCOM B PE3yJIbTaTe
noBbIeHHOro oopazoBanust ADK B kierkax pacrenuit (Tsugane u np., 1999;
Hernandez u ap., 2001; Isayenkov, 2012).

Peakuuu pactenuii Ha 3acojieHHe ObLTH pa3/iesieHbl Ha IBa OCHOBHBIX dTana

(Gilroy u ap., 2014 ; Roy u np., 2014). IlepBblii: HOHHO-HE3aBUCHUMBIH, TPOUCXOIUT B


https://translate.googleusercontent.com/translate_c?anno=2&depth=1&hl=ru&rurl=translate.google.ru&sl=en&sp=nmt4&tl=ru&u=https://www.ncbi.nlm.nih.gov/pmc/articles/PMC5218372/&xid=17259,15700023,15700105,15700124,15700149,15700168,15700173,15700186,15700195,15700201&usg=ALkJrhiTlerbcglG709vq3A_dZoRE_Iz8Q#mcw191-B37
https://translate.googleusercontent.com/translate_c?anno=2&depth=1&hl=ru&rurl=translate.google.ru&sl=en&sp=nmt4&tl=ru&u=https://www.ncbi.nlm.nih.gov/pmc/articles/PMC5218372/&xid=17259,15700023,15700105,15700124,15700149,15700168,15700173,15700186,15700195,15700201&usg=ALkJrhiTlerbcglG709vq3A_dZoRE_Iz8Q#mcw191-B82
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TE€YEHHE HECKOJIbKUX MUHYT WJIU THEH, BBI3BIBAET 3aKPbITHE YCTHUI] U MHTHOMPOBaHKE
pocTa KJIETOK, TJIaBHBIM 00pa3oM, B TIOOETe, a TAK)Ke MPUBOIUT K JIMMUTHPOBAHUIO
pocra pactenuii (Munns, Passioura, 1984; Munns, Termaat, 1986; Rajendran u ap.,
2009). Bropoii aTar nporucxoauT B TEUCHHE HECKOJIBbKUX JTHEH WU JaKe HEJEeb 1
CBSI3aH C MOBBIIICHHEM YPOBHS IUTOTOKCUYECKUX HOHOB, UTO 3aMEJISET
MeTabOoIMYECKUEe TIPOIECCHI, BBI3BIBACT MPEKICBPEMEHHOE CTAPCHHE U, B KOHEUHOM
urtore, rudesns kierok (Munns, Tester, 2008; Roy u ap., 2014). Conesoii cTpecc
BBI3bIBACT OTTOK BOJIbl YePE3 aKBANIOPUHBI, UTO MOBBIIIAET BHYTPUKICTOYHYIO
KOHIIEHTPAIIMIO HOHOB, HHAKTHBHPYs orocuuTeTrueckuii ammapat (Allakhverdiev u
ap., 2000). TosepaHTHOCTH K 0OOUM THUIIAM COJIEBOTO CTpECCa PEryInupyercs
MHO>KECTBOM (PU3UOJIOTHYCCKUX W MOJICKYJISIPHBIX MEXaHU3MOB, TAKHX KaK
OCMOTHYECKasl TOJIEPAaHTHOCTh, HOHHAS TOJIEPAHTHOCTD, TKaHEBasi TOJIEPAHTHOCTD U T.JI.
(Rajendran u np., 2009; Roy u ap., 2014).

VY 1mano0aKkTepuii pa3IMYHbIC YCIOBHS COJICBOTO CTPECCa CTUMYIHPYIOT
WHTCHCUBHOCTH AbIxanus (Jeanjean u nap., 1993; Lu, Vonshak, 1999), npu sTom
yXyALaT ckopocTh Gorocuntesa (Vonshak u np., 1988, 1995; Zeng, Vonshak, 1998).
ITpu padote ¢ Synechocystis sp. PCC 6803 0b110 1oKa3aHo, YTO B YCIOBHSAX COJIEBOTO
cTpecca MoJIaBIsIeTCsl aKTUBHOCTH Boookucsstromero komruiekca OCII (Schubert,
Hagemann, 1990, Schubert u ap., 1993). Tem He MeHee, B HEKOTOPBIX IHAHOOAKTEPHSIX
PL] ®CII sBrsieTcss MUIIEHBIO TIS1 COJIEBOTO CTpEcca, B pe3yabTaTe Yero MpOUCXOAUT
yBenuueHue uncia Qp-HeBoccTaHaBIuBaronmx 1eHTpoB (Lu u ap., 1999; Lu, Vonshak,
2002). Takum 006pazoM, MOXKHO 3aKJIFOUUTh, YTO B YCIIOBUSAX 3aCOJICHUS IPOUCXOIUT
nHakTHBaIua U Bojgookucisromniero komriekca ®C I, u PI] ®C Il. Annaxsepaues u
ap. (Allakhverdiev u ap., 2000) nokasanu, 4ro u3MeHenue cootHommenus K/N*
npuBouT K nHrHOnpoBanuio kak OC I, rak u OC | B kietkax Synechococcus.
Annaxsepaues u coanT. (2002) mokasanu, 4TO MPH COJIEBOM CTpecce HHTHOMpyeTcs
cuHres 6enkos de novo, B yactHoctu cuHTes Oenka D1 OC 1.

bbu10 mokazaHo, 4TO pU 3aCOJICHUN U3MEHSETCS YIAbTPACTPYKTypa
XJIOPOIUTACTOB BBICIITUX PACTCHUMN: TUIAKOU Bl HA0YXAIOT, MOBPEKIAETCS 000TI0UYKa
xsoporutactoB (Yamane u jp., 2003), uamenseTcs CTpykTypa xjaoporuiactos (Yamane
u ap., 2018), yBennurBaeTCsi KOJIMYECTBO U pazMep 1uractoriiodyn (Locy u ap., 1996).
[TpencTout BBISICHUTH, KaKyIO POJIb B UBMEHEHUHU YIBTPACTPYKTYPHI XJIOPOTLIIACTOB
UTPAIOT CTPYKTYPHBIC U3MEHEHHS B aHTEHHBIX cBeTocoOuparomx komriekcax dC II.

B3aumogeiicTBre opranesi, 0COOCHHO XJIOPOIIACTOB, MUTOXOHAPUN 1

MEPOKCHUCOM, BaXKHO ISl IPUCIIOCOOIEHUSI pAaCTEHUH K YCIOBUSM CTpecca, B YaCTHOCTH,
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k 3aconienuro (Foyer, 2003). Tak, MUTOXOHIPHUH, TIEPOKCUCOMBI U IPYTUE OPTaHEIIIbI
JIOKAJIM3UYIOTCS BOJIM3HU XJIOPOIUIACTOB s Oosee 3 dhekTuBHOr0 oOMeHa
MeTa0OoIUTaMu MEXAY 3TUMH opraHeiuiamu (Yamane u ap., 2018).

[Tpu n3yueHnn NeCcTBUS MOBBIIICHHOTO COJICPIKAaHUS COJIeH Ha METa0O0IN3M
pactenuii 00b19HO npuMeHsroT NaCl, KCl nan nonustunenriaukons (Yeo u ap., 1991;
Chazen u ap., 1995). OgarM U3 MPU3HAKOB HEraTUBHOTO () (eKTa 3aCONCHUS Ha
TKaHEBOM ypOBHE siBlisieTcst oTToK K* u3 kopHeii pacrenuii (Shabala, Cuin, 2008; Cuin
v ap., 2012; Wu u ap., 2013). DT0T OTTOK HapylaeT HUTO30JbHLI romeoctas K* (Cuin
u 1ip., 2003), 4TO UMEET Cephe3HbIC OCICACTBHS U METa00IM3Ma KIIETOK U PACTCHHS
B IIEJIOM (HaIpUMep, epexo/l K 3alporpaMMUpOBaHHON Trbeu kietok (Shabala u np.,
2007, Shabala, Pottosin, 2014). DTuM 00ycI0BIMBAETCS KOPPEISALHI MEXTY
CIIOCOOHOCTBIO pacTeHus yaepxkusath K u «coneycroiiunsoctsio» (Chen u ap., 2007;
Cuin u ap., 2008; Smethurst u ap., 2008; Wu u ap., 2013). JIpyrum KIr04eBbIM
(axTOpOM, ONPEIETSIONIMM TOJICPAHTHOCTD K YCIOBUSM 3aCOJICHHUS, SIBIISCTCS
uckarouenne Na® us nurosouns. I[peanonaraercs, uro antunoptsl Na'/H*
CTUMYJIMPYIOT aKTUBHBIN TpancnopT Na* u3 kommnaprmenTos kietok (Apse, Blumwald,
2007) 1160 oOpaTHO BO BHELIHIOIO cpeay, 00 B Bakyosb. B mocienHem ciyuae,
IOMUMO U30€TaHusi HAKOIUIEHHsI TOKCHYHOTO Na* B IIUT03011e, BaKyOJISIpHAsI
cekBecTparst Na* takke cmocoOCTBYET MOIepKanuio Typropa (Zhang u ap., 2001,

Yokoi u ap., 2002).

1.3.4. KoJjonuszanus pusocepHbIMU DaKTePUIMH

KnumaTtrueckue KoaeOaHus ¥ HU3KOE TIOA0POIUE MTOYB OMPEICIAIOT HU3KYIO
YPOXKaWHOCTh U, COOTBETCTBEHHO, HU3KYIO PEHTA0EIbHOCTh arpapHOro CEKTopa
SKOHOMHMKH. M30€kaTh 3aBUCUMOCTH arpoNpON3BOICTBA OT BHEIIHUX YCIIOBUH MOKHO
MyTEM YBCINYCHHA COITPOTUBIACMOCTHU CEJILCKOXO03SIMCTBEHHEIX KYJIBTYpP K
HEOIAaronpHUsTHEIM (hakTopaM CpeJibl.

OJHUM U3 TTOAXOI0B JUTS TIOBBIIIIEHUS YPOXKAWHOCTH SBJISIETCS KOJIOHU3AITHSI
pacTeHuil pu3ocPepHbIMHU OaKTEPUSIMHU — IOYBEHHBIMH MUKpooprannsmamu. Ha
CETOAHSIIHUN AeHb U3MEHEHHUS, IPOTEKaoIUe B JOTOCUHTETUYECKOM arapare npu
KOJIOHHU3AIMK pu30chepHBIME OaKTepHUsMH, Maio u3y4eHsl. K urciy Hanbosee
3HAYUTEIBHBIX HECTIEU(PUUECKUX N3MEHEHUN TIPU OMOTUYECKOM CTpecce, COTIacHO
TapueBckomy (2002), MOXHO OTHECTH clieAyromue: 1) maaecHue MeMOPaHHOTO

MOTEHITMAIA Ha TJTa3MaJIeMMe; 2) YCHIICHHE KaTa0oau3Ma JIMIHUI0B U OMOIIOTMMEDPOB;
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3) yBenuuenue ypoBHs conaepxkanus ADK; 4) moakucacHUEe IIUTO30JIS ¥ aKTHBAIUS
IIPOTOHHBIX [TOMII; 5) MOBBIIIEHUE B [IUTO30JI€ COAEP>KAHNS HOHOB KaJIbLIUS C
nocueayrouei aktupanueil kanbuueBbix AT®Pa3; 6) BbIX0A U3 KJIETOK MOHOB Kalus U
xJ10pa; 7) nojaBiaeHUe OMOCUHTE3a HEKOTOPBIX OENIKOB; 8) yCUIICHUE CUHTE3a WIN
CHHTE3 OTCYTCTBOBABIIUX T.H. 3aIlIMTHBIX O€IKOB (XUTHHA3, (3-1,3-TIr0KaHa3,
MHTUOUTOPOB MPOTEUHA3 U JP.); 9) HHTEHCU(PHUKAIMS CHHTE3a YKPEIUIIOIUX
KJIETOYHbIE CTEHKH KOMIIOHEHTOB — JIMTHUHA, CyOeprHa, KyTuHa u Ap.; 10) cunres
AQHTUIIATOI€HHBIX (B CIIydae aTakyu NaTOr€HaMH) HeJIeTYYUX COeNHEHUH —
(UTOAIEKCUHOB, a TAKXKe JIETYYUX OaKTEPULIUAHBIX U (DYHTUIUIHBIX COETUHEHUN
(rexceHaineil, HOHeHasel U TeprneHoB); 11) ycuiieHne CUHTE3a CTPECCOBBIX
(UTOrOPMOHOB — a0CITM30BOM, )KACMOHOBOM, CAJIMIIMIIOBOM KUCIIOT, STUJICHA, a TAKXKE
MHOTI'0€ JIpyroe.

B aHrnos3baHoM auTeparype 1uisi MUKPOOPIaHU3MOB, B YaCTHOCTH,
pu3ochepHbIX OaKTepHii, CIOCOOHBIX CTUMYIIHPOBATH POCT PACTCHUM, YBEIIMYNBATD UX
POJAYKTHBHOCTH, YCTOMYMBOCTH K (PUTOMATOTEHAM, OMOTHYECKUM B A0OMOTHYECKIM
dakTopaM, IpUHATO Ha3BaHUE - «plant growth-promoting rhizobacteria» (PGRP)
(Kloepper, Schroth, 1978). PGRP cioco6HbI akTUBUPOBATh MEXAHU3M YCTOHYHUBOCTH
pacTeHMii, Ha3bIBa€MbIi «MHyLIUpOBaHHAas cucTeMHas ycroitunocts» (UCY).
WuaynupoBaHHas yCcTOMYUBOCTh OOYCIOBIIEHA TEHOTUIMYECKH U aKTUBU3UPYETCS MOJT
BIIMSIHAEM PA3JIMYHBIX OMOTHYECKUX U abroTndeckux (akropos (Van Loon et al.,
1998). AxtuBanus UCY puzocdepHbIMU OaKTEpUSIMHU CX0Ka C HHAYLIUPOBAHHON
NaTOr€HHBIMU MUKPOOPraHU3MaMU CUCTEMHOM MPUOOPETEHHON YCTOMUYNBOCTHIO
(CITIY) B TOM cMbIciie, 4TO 00a TUIa MHAYLIUPOBAHHOMN PEe3UCTEHTHOCTH MPUBOIST K
BO3HMKHOBEHUIO YCTOMYMBOCTH Jla’ke HE MOJIBEPTHYTHIX CTPECCy YacTeil pacTeHusl.
VYcTolM4MBOCTD pa3BUBAeTCs, B TOM YHCIE, HA TPUOKOBBIE, OaKTepUAIbHBIE U BUPYCHBIE
MaTOTEHBI, a TAKXKE HAa HEMATOJT M HaceKoMbIX (Zehnder u np., 1997; Van Loon u np.,
1998; Bent, 2006; Pozo, AzconAguilar, 2007). Puszocdephsie 6akTeprn poaoB
Pseudomonas u Bacillus siBisitorcst Hanbosee n3y4eHHbIME PU30C)EPHBIMU
MHUKpoopranuzMamu, kotopsle 3amyckatror UCY (Kloepper u np., 2004; Van Wees u
ap., 2008).

Mexanu3msl, ¢ toMomsio KOTopeix PGRP crmoco6¢TBYIOT poCcTy 1 pa3BUTHIO
pacTeHui, 10 CUX MOP HIMPOKO 0OCYKIAIOTCS, OTHAKO U3BECTHO, YTO OHU OTIHYAOTCS
Ui pa3nuuHbIx O6akrepuit (Dimkpa u ap., 2009). B nureparype nokazano, uro UCY u
CITY nelcTBYIOT MOCPEACTBOM OTIWYHBIX APYT OT JIPyTra CUTHAIBHBIX MYTEM.

Nunyknus CITY ocymiecTBiasieTcs: 4epe3 CAIMIIIOBYIO KUCIOTY, a st UCY tpedyercs
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’KACMOHOBas1 KMCJI0Ta ¥ 3TWIeH. CaTUIMIOBYIO KUCIIOTY OTHOCST K OOBIYHBIM
pacturenbHbiM MeTabommuTaMm (Raskin, 1990), mpu 3TOM HakoMIIEHUE CATTUITUIOBOM
KHCJIOTHI BHE PACTUTENILHON KJIETKH, B OKpPYXarOIleH cpesie, ClIOCOOHO MOAABIATh POCT
MHUKPOOpraHu3MoB. BaxHo ormeTuts, uto pa3sutue PGPR B npukopHeBoii 30He
pacTeHuil OyaeT HanpsAMYIO 3aBUCETh OT UX CIIOCOOHOCTH YaCTUYHO JETrpajupoBaTh
CAJTMIIIIOBYIO KUCIIOTY. BhlenieHre 1 HaKoIUIeHHE CATUIIUIOBON KUCIIOTHI B
NPUKOPHEBOM 30He OyJeT MPUBOAUTH K aKTHUBALUU B (PUTOCUMOMOHTAX T€HOB
O6uocuHTe3a (eHa3MHOBBIX AHTUOMOTHUKOB (TIOIABIISIIOT POCT ATOT€HHBIX OPraHU3MOB),
O6uocuHTe3a cu1epodopoB (KOHKYPEHLUS C MATOT€HHBIMU MUKPOOPTaHU3MaMH 33 HOHBI
Kenesa) U psaja Apyrux. B mureparype onucana cnocoonocts PGRP mpoaymposars
pacTUTENbHBIE TOPMOHBI, TAKHE KaK ayKCUHBI, ITATOKUHUHBI, THOOCPEITHHEI,
abcumzoByto kucnoty u atuieH (Patten, Glick, 1996; Arkhipova u ap., 2007; Perrig u
ap., 2007).

Ha naHHBII MOMEHT B JIMTEpaType UMEIOTCS JJAaHHBIE O BIUSHUH KOJIOHH3AINN
PGRP Ha ycTOMUYMBOCTb pacTEHUH K 3aCyXe, 3aCOJICHUIO MTOYBBI, TOBBIIIICHUIO
TeMIIepaTypbl, U3MEHEHUIO COJIEpKaHUs YIIIEKHCIIOro ra3a B aTMocdepe, IPUCYTCTBUIO
B IIOYBE TSDKEIBIX MeTalIoB (11 0630pa cM. Dimkpa u ap., 2009). M3BecTHO TaKxe,
YTO TPH JIFOOBIX N3MEHEHHSX YCIIOBHH OKPY)KAIOIIEH Cpe/Ibl, TAKMX, KaK yPOBEHb
OCBEIICHHOCTH, TEMIIEpATypa, 3acyXa WM aTaka aToreHaMH, 1a)Xe KOTa 3Th
U3MEHEHHUS ellle He HACTOJIbKO BEJIMKH, YTOOBI BBI3BATh Y PACTEHUI 3HAUNTEIbHBIN
CTPECCOBBII OTBET, MPOUCXOIUT Bo3pacTtanue npoaykiwu ADK (lvanov u ap., 2012).
OpHaKo 10 CUX MOp HE YCTAaHOBJICHO, MTOCPEJICTBOM KAKHX MOJIEKYISIPHBIX MEXaHU3MOB
AKTUBU3UPYIOTCS T€HETHYECKU-3aIPOTPaMMHPOBAaHHBIE PE3€PBBI COOCTBEHHOTO
OpraHu3Ma pacTeHUH MPU UX KOJOHU3AIUH TOYBEHHBIMH MUKPOOPTaHU3MaMU, B
Y4acTHOCTH, poa Pseudomonas, 1 kak 3Th MeXaHU3MBbl IIPUBOST K ITOBBIIICHHOI

yCTOHYMBOCTH (POTOCHHTETHUYECKOTO arnmapaTa K JAeHCTBUIO CTPECCOBBIX (haKTOPOB.

1.4. Curnaiabnas pynkuus APK

A®K paccMaTpuBarOTCs B HACTOSLIEE BPEMS KaK YHaCTHUKH
BHYTPUKJIETOYHOU U MEXKJIETOUHON CUTHAIM3AIMH, UTPAIOIIUE POJIb IEPBUYHBIX U
BTOPHYHBIX MecCeHKepoB. CTpeccoBbIE YCIOBHS, U OMOTUYECKHE, M A0MOTHYECKUE,
IPUBOJAT K yBenuueHHIo npoaykuuu ADK, Tak Ha3pIBAEMOMY OKUCIUTEIBHOMY

B3pbIBY (Allan, Fluhr, 1997; Tenhaken, Rubel, 1998; Scheel, 2002; Huang u np., 2019).
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bananc mexay oopasoBanueM u HerTpanm3anueid ADK sBiaseTcss OCHOBOM 11t
OCYILIECTBIICHHS] UMY CUTHAJIHON (PYyHKLIUH.

Cunraercs, 4To MpeaecTBEHHIKAMH XJIOPOIIJIACTOB OBLIH 1MO100HBIE
[[UaHOOAKTEPHIM MPOKAPUOTHI, KOTOpbIe CHOPMUPOBATIUCH 3a CUET YHI0CUMON03a C
IPOTO3YKAPUOTAaMH, B PE3YJIbTAaTE YEro MPOU30ILIO0 KpyITHOMAacITaOHOe
nepepacnpeziesieHie TeHOB OT SH0CUMONOTUYECKOTO TEeHOMA K SIIEPHOMY T€HOMY
xo3simHa (Bonen, Doolittle,1975). Snepusiii renom Arabidopsis thaliana kogupyer
okosio 90% xnoporutactabix reHoB (Abdallah u mp., 2000; Martin u ap., 2002). Tosbko
10% reHoB, KOAUPYIOIIKX XJIOPOILIACTHBIE OETTKU, OCTATIOCh B TEHOME XJIOPOILIacTa
(Sugiura, 1992), uto cocrasisier mpumepHo 110—120 renos. [Ipemiokena runoresa,
YTO XJIOPOIUIACTHBIN T€HOM COXPaHMII KOHTPOJIb HaJl TEMU KOMIIOHEHTAMH
(OTOCHHTETHUYECKOTO ammapaTa, OT KOTOPBIX 3aBUCHT CKOPOCTh (DOTOCUHTETUYECKOTO
AIIEKTPOHHOTO TPAHCIIOPTA U KOJIMYECTBO KOTOPBIX JOJKHO MAKCUMAIIbHO OBICTPO
WU3MCHATHCS B OTBET Ha M3MEHeHue ycioBuii cpenbl (Allen u mp., 2011). OnHako
XJIOPOIUTIACTBI COXPAHUIIM KOHTPOJIb HAJl SKCIIPECCUEH SIEPHBIX T€HOB, KOJUPYIOLIUX
XJIOPOIUTACTHBIE OEJIKH, 32 CYET TaK Ha3bIBAEMOI peTpOrpagHol nepeaud CUrHAIOB OT
xnoporuiacta k sapy (Beck, 2005; Chan u ap., 2010; Mullineaux, Karpinski, 2002;
Taylor, 1989). PerporpaaHbie CUTHAIBI TOAPA3AC/SIOT Ha JBE TPYIIIbI B 3aBUCUMOCTH
OT CTauu OHoreHe3a XJoporactoB (s 003opa cM. FOpuna, Onuniosa, 2019).
[TepBas rpyrmmna — OMOTeHHBIE CUTHAJIBI — PETYIUPYET PAaHHHUE CTAJANK OUOTeHe3a
XJIOPOTIJIACTOB U COOPKH (POTOCHCTEM, KOT'/1a MPOPOCTKU NEPEXOAAT OT TeTepoTpodhHOro
pocta Kk ¢oToaBToTpodHOMY. [IprMEepoM OMOTEHHBIX CUTHAIOB MOXET CIIy>kuTh GUN1
Oenok. J{s Takux Mccie1oBaHui HCIONb3YIOT «genome uncoupled» (gun) MyTaHTHBIE
pactenus Arabidopsis thaliana ¢ napymienHol nepeaayeii MIACTHIHBIX CUTHATIOB (IS
0030pa cm. FOpuna, Onuninosa, 2007). CymiecTByroT qaHHbie 0 ToM, uTo GUNI Moxer
y4acTBOBATh KaK B BOSHUKHOBEHHH MHOTOYHCIICHHBIX TUIACTHIHBIX CUTHAJIOB, TaK U B
WX WHTETPAINH, BKITI0Yas CUTHANIBI, CBS3aHHBIC C TETPATUPPOITIAMH, CaxapamH,
JKCHpeccuelt TeHoB miacTul, porocunteTnyeckoit DT u pegokc-cocTosHUEM
actTul. MytanT gunl Gosee 4yBCTBUTENEH K aOCIIU30BOM KUCIIOTE, YeM PAaCTeHHUS
JIMKOTO THUTIA, ¥ PEANOJI0KUTELHO yaacTByeT B ABA-curnanunre (Zhang u ap.,
2015). Bropas rpymnmna — onepanroHHble CUTHAIbI — QYHKIIMOHUPYET B 3PEIIbIX
pPacTeHHUSX, B TIOJHOCTHIO PA3BUTHIX XJIOPOILIACTAX U BOBJIICUCHBI B PETYISIUIO
OKCIIPECCUU STICPHBIX T€HOB, OTBETCTBEHHBIX 32 MHAYKIIUIO OTBETHBIX pEaKlui Ha
cTpecc. MeTabomThl XJIOPOIIACTOB, TAKWE KaK METUIIDPUTPONI-IIUKIoauBocdar,

ABIIAIOTCS IPUMEPOM OTEPALMOHHBIX CUTHANOB. B 0TenbHYI0 TpyIny HHOTAA
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BBIJICTISIIOT AETPalallMOHHBIE CUTHAJIBI, KOTOPBIE “yIpaBisiiOT pacnajoM IJIacTUll B
IpoIecce UX CTAPEHUs U UHIYIUPYIOT THOENb KIETOK.

[Ipexne Bcero, XJIOpOIIacThl «<MHOOPMUPYIOT» SAPO U LUTOIIA3MATHUECKUE
CUCTEMBI 00 OKHCIIUTEIbHO-BOCCTaHOBUTENIbHOM cocTostHuu GOTL], koTopoe oTpakaer
BCE MPOLECCHI COMPSKEeHUsI ee HYHKIIMOHUPOBAHUSI ¢ METab0OIM3MOM XJIOPOILIacToB. B
nocieaHee BpeMs 00HapyKEHO, YTO KPOME BbIIIETIEPEUHCICHHBIX TIACTUIHBIX
CUTHAJIOB, B PETYJISIMH SKCIPECCHH I'€HOB B PETPOTPaTHOM CUTHAJIMHTE y4aCTBYIOT
OKCHI a30Ta, )KUPHbIE KUCIOTH, Ca? -3aBUCHMEIE TTYTH, TOPMOHKI, TPAHCKPUITIIHOHHBIE
(bakTOopHI, a TAK)KEe METa0OIMTHI XJIOPOIIACTOB, TakKe Kak (ochoaneHo3uH-5-pocdar u
B-uuxnouurpans (FOpuna, Ogunmosa, 2019). [lpu stom ADK, kak npeamnoiaraercs,
UTPAIOT BKHYIO POJIb B OCYIIECTBIICHHH TaKOW MEpeadrl CUTHAIOB B CTPECCOBBIX
yenoBusix (Desikan u ap., 2001; Vandenabeele u ap., 2003; Apel, Hirt, 2004).

VYposenb npoaykiun ADK BiuseT Ha SKCIPECCHIO TE€HOB, KOJUPYIOLTUX
MHOTHE aHTHOKCH/IaHTHBIE (PePMEHTHI U (PepMEHTHI OMOCHHTE3a HU3KOMOJIEKYIISIPHBIX
antrokcuaanTos (Mittler u ap., 2004; Gadjev u ap., 2006; Galvez-Valdivieso,
Mullineaux, 2010). Umerotcst nanusie o Tom, uto ADK, oOpaszyromuecs B
XJIOPOIUTacTax, — U CUHTIIETHBIA KUCIOPO, U CYMIEPOKCUAHBIN pauKai, U IePOKCU]T
BOJIOPO/Ia — MUTPAIOT POJIb BHYTPHKIICTOUHBIX CUTHAIBHBIX Mostekyan (Apel, Hirt, 2004).
OOHapyXEeHBI TeHBI, YKCIIPECCHsI KOTOPBIX U3MEHSETCS TP BO3PACTAHUU TIPOTYKIHH
tex uiu uHbIX ADK, oHaKo 10 cuX mop BeayTcs JUCKycCUU 00 UX crienu(UIHOCTH.
OOHapyXeHO, YTO I'eHbl, IKCIIPECCUS KOTOPHIX U3MEHSETCS B OTBET Ha MOBBILICHNE
npoxykiuu ‘O, OTINYAIOTCA OT TEHOB, YyBCTBUTENbHBIX K 2" mmu H20z, 9T0 MoKeT
yKa3bIBaTh Ha CYIIECTBOBAHUE Pa3HbBIX IyTeH nepesayn curianoB pasHeiMu ADOK
(Laloi u mp., 2006; op den Camp u ap., 2003).

Crenn(uyHOCTh B CUTHANBHBIX MYTAX JIOCTUTAETCS 3a CUET HEKOBAJIEHTHOTO
CBSI3BIBAHMS JINTAHJIA C Y3HAIOIINM €T0 PEENTOPOM Yepe3 KOMIUIEMEHTapHOCTh
B3aUMO/ICVCTBYIOIINX MMOBEpXHOCTEN MakpoMoieKysl. ADK npoBoasaT cursaisl 3a c4eT
XUMHUYECKHUX PEAKIHA cO crienn(pUuHBIMU aTOMaMH O€JIKOB-MHILIEHEH, TAKUMH KaK
JKeJe30 WK cepa, KOTOpbIe MOTYT BecTh K Moaudukarmsm o6ernxos (Nathan, 2003).
A®K Takke MOT'yT pearupoBath ¢ pa3InYHbIMU O€TKaMU-MUIICHSIMH B JTIOOBIX
CITydasix, KOTJa peakiusi Bo3MoxkHa. OcTaeTcsi BOmpoc, HACKOJIBKO crieruduaHa
nepenaya curtaiaoB oT ADOK? OteeT MoxxeT ObITh MOJTYYEH, €CIIM TIOCMOTPETh Ha
XUMHUYECKHE XapaKTePUCTHKU M OMOJIOTUYECKYIO aKTHBHOCTh Kaxaon u3 ADK,

srmouast Oz, H202, ruapokcunpasii pagukan (HO®) u cunrnerHsiit kuciaopos (102).
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02" — npoAYKT OJJHOZTIEKTPOHHOTO BOCCTAHOBIICHUS MOJIEKYJIIPHOTO
KHCIIOpOJ1a KOMIIOHEHTaMu (OTOCUHTEeTHYECKOM 1 apixaTensHoit DT, HAJIOH
OKCHIa3aMH | MEPOKCHIa3aMHU KIETOYHOU CTeHKU. CyNepOKCUAHBINA aHHOH PaTuKal
OuYeHb OBICTPO TpaHC(HOPMUPYETCS B IEPOKCU]] BOJIOPOAA, TOITOMY JaHHBIX O
curnanpHoi ponu O2" K HacToseMy BpeMeHHu Hakoruieno Maio. B Escherichia coli
paBHOBecHas KoHIeHnTpamus Oz ouens Huska ~1071 M (Halliwell, Gutteridge, 1999),
YTO OTPaKaET €r0 HECTAOMIBHOCTH; 3TO MPOUCXOIUT IMPEKIE BCETO 32 CUET
cnonrannoro u CO/I-3aBucumoro aucnponopuuonupoBanus Oz B H202. [lannbie 0
curHaiabHOM poau Oz ObUIM MOJIYYEHBI yTeM aHajIu3a TeHHOM SKCIPECCHH C
nomoribio JJTHK-mukpounnos, u Obu10 00HApYKEHO, YTO HEKOTOPBIE TeHbI
aKTHBUpOBAIUCH TOJIbKO Oz, HO He apyrumu ADK (Scarpeci u np., 2008). B myTranTax
o CuZn-cynepokcuaaucmyrase HakoruieHue O2" MpUBOIUIO K aKTUBALIAN
HECKOJIbKUX XJIOPOIUIACTHBIX T€HOB, KOTOPHIE HE aKTUBHPOBAIUCH O] BO3JCHCTBHEM
npyrux AOK (Rizhsky u np., 2003). Cnenuduueckas renepanus Oz 0e3 HaKOIICHUS
H20:> Taxke 1mo3Bosmiia BEISBUTh HA0OP SACPHBIX T€HOB, KOTOPHIE CBSI3aHBI TOJIBKO C
myTeM peryisinuu, BkiodaronmM Oz (Scarpeci u ap., 2008). Hectabunsnocts O™
nenaet 3ty ADK noBosibHO crnaboii CUTHaIBHOM MoeKyno#, ogHako Oz crocobeH
OKHUCIATHh Fe—S KacTepsl coO CKOPOCThIO, KOTOpasi MPAKTUYECKH TUMUTHPYETCS
nuddysueit (Storz u ap., 1990; Storz, Imlayt, 1999).

10, — monexyna kucIOpOaa B BO30YXKIEHHOM COCTOSHIN. BpeMs momyKu3Hu
10, B Guonorumyeckux 06BEKTaX OUEHb KOPOTKOE, H MONIEKYIa MOKET MepeMelaThCs
TOJILKO Ha OYEHb He3HAUUTEIbHbIE AucTannuu, menee 100 um (Moan, 1990; Niedre u
np., 2002) BciiecTBUE TOTO, YTO OHA pearupyeT MrTHOBEHHO C aMUHOKHCIIOTAMH,
HEHACHIIIICHHBIMY JINTTUIAMH U JPYTUMHA KIETOYHBIMA KOMIIOHCHTaMU. I3BEeCTHBI JBE
dopMsI cunrIETHOTO KHcnoponaa: 1290, ¢ sneprueii 37 kxan/mons u *AgO; ¢ sHeprueii
23 KKaJl/MOJib; B IEPBOM CITy4ae JIBa AJIEKTPOHA ¢ MPOTHUBOIOIOKHBIMU CIIMHAMU
PACIIONOKEHBI Ha Pa3HBIX OPOUTANIAX, a BO BTOPOM — Ha ofHoM. Dopma 1Zg*0;
HectabumpHa u 661cTpo (101! ¢ 1) peBpamaercs B hopmy *AgO2. Takum o6pazom,
naxe ecr hopma 1Zg* 02 m oOpasyercs, B peaKIMsIX, MPOTEKAIOMINX B OHONOTHIECKHX
cucTeMax, yuactyet popma ‘AgO,. OueHku BpeMenu nonyxkusnu 10, B KIeTke
BapbupytoT ot 0,1 mxc (Matheson u ap., 1975) no 3 mkc (Hatz u ap., 2007). B
pa3IMYHBIX KOMIIAPTMEHTaX KJIETKH BPEMS )KH3HH MOXKET OBITh PA3JIMYHO; B TUITHITHON
daze MeMOpaHE! MokeT gocTuraTh 7 Mkc (Matheson u np., 1975). Takum o6pazom, ‘02
MOJKET pearupoBaTh TOIHKO C MOJICKYIaMH, HAXOSIIMMHCS Ha OIM3KOU JUCTAHIIUN OT

mecta ero oopasosanus (Kochevar, 2004; Triantaphylidés, Havaux, 2009). [Tpu
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nccnenosanny flu MyTanTa ¢ HapymeHHBIM GHOCHHTE30M XJT OBLIO TTOKa3aHO, uTo 103
SBIISICTCS HEOOXOAUMBIM YYaCTHUKOM CUTHAJIBHBIX IIyTEH, KOTOPHIE BaYKHBI HE TOIBKO
JUIS 3aITyCKa OTBETHBIX PEAKIIMiA Ha CTPECCOBBIC YCIOBHS, HO U JIJIsl pOCTa U PA3BUTHUSA
pactennii (Baruah u ap., 2009). B cBs3u ¢ Tem, uto ‘Oz oTaMYaeTCs KOPOTKUM
BPEMEHEM >KU3HU U BBICOKON peaKIIMOHHON CITOCOOHOCTHIO, CUTHAIBHBIN MYTh,
WHUIIUHUPOBAHHBINA UM, TPEOYET BOBICUCHHSI IPYTHX CUTHATBHBIX KOMIIOHEHTOB, TAKUX
Kak, Hanpumep, Oenku Executer 1 and Executer 2 (Lee u ap., 2007). Pons Executer 2
3aKIII0YaeTCs B peryisiuu aktTuBHOCcTH Executer 1, KOTOpBIii, B CBOIO ouepeb,
BOBJICYEH B IPOLIECCHI IIEPEKUCHOTO OKucacHus munuaoB (Przybyla u mp., 2008).
Ckopee BCero JTMIUIHbIE IEPOKCHIBI, 00pa3oBaBIIrecs Hox aeiicterueM 102, a TakKe
UX IIPOU3BOJIHBIC, MOTYT MPEICTABISATH COO0I CUTHAIBHBIE areHTHI, KOTOPbIE
MocpeACTBOM OenKoB EXECUters yqacTByroT B peTporpaaHoi nepeaaue CUruania,
uHMIMEpoBanHoro 10, (Galvez-Valdivieso, Mullineaux, 2010) (Puc. 11). CuHrIeTHbIH
KHCJIOPO/I 3aITyCKAET CUTHAJIbHBIC TTYTH YK€ IIPU OYeHb HU3KOM KOHIICHTPAIlUH, B TO
BpeMs Kak BbICOKas KoHIeHTpaius ‘O, IPHBOIUT K HPOrPaMMUPYEMOii THOETH KIETKH
(Laloi, Havaux 2015). CymiecTBytOT IpeIoioKeHHs, YTO )KaCMOHAT U JpyTue
OKCWJIMITUHBI MOTYT Y4acTBOBATh B MEXaHH3MaX PETyIsIUHU, ONMPEACTSIONINX BEIOOD
MeXTy aKKJINMAIueil i THOEIbIO KIETKH B OTBeT Ha curHan O, (Danon u mp., 2005,
Ramel u ap., 2013; Cuadrado, Nebreda, 2010; Raman u ap., 2007).

HO’"— camas tokcuunas u3 A®K. HO® o6pa3yercs B kieTkax, B OCHOBHOM, U3
monekyn H2O; npu ux pacnajne, kaTamu3upyeMoM HOHaMU METAIIJIOB B
BOCCTaHOBJICHHOM COCTOSIHHH. Peakiusi, B KOTOpOil BOCCTAHOBHUTEIEM BBICTYIAIOT
MOHBI IBYXBAJICHTHOTO JKeJie3a, HOCUT Ha3BaHue peakin Penrona. Pacmag H202
TaKKe KaTaau3upyloT HoHsl Cu*, kotopsie oxucnsrores go Cu2. HO® o6nagaer
HeCTIeIM(PUIHON XUMUYECKOW aKTUBHOCTBIO, KOTOPAst TUMUTHPYETCS JHIIb Juddy3ueit
13 caiiToB 06pasoBanus (Bpems nomyxusau pasao 100 ¢; Halliwell, Gutteridge, 1999).
Hannbie o curHanpHOM posin HO® mpakTUyecku OTCYTCTBYIOT, CKOPEE BCETO
HakorieHne HO® cBsi3aHO ¢ 1eCTPYKTUBHBIMH ITPOLIECCAMHU.

H202 — cnaOslii okcuaHT u cnabo pearupyer ¢ Fe—S kinacrepamu (KOHCTaHTa
ckopoctr  10%-10° M ¢™1). H20; otHOCHTeNnBHO cTabHIeH (BpeMs TOMYKI3HHA B
KJIETKaX COCTABIISIET MPUOIM3UTEIBHO | MC, pABHOBECHBI YPOBEHb MPUOIN3UTEIEHO
pasen 10~ M (D’Autreaux, Toledano, 2007) u moxet nuddyHaupoBats yepes
O6uonornyeckre MeMOpaHbl, MOCKOJIbKY HE 3apsikeH. CeeKTUBHAsE XUMHUYecKast
aKTHBHOCTbH, CTAOUIILHOCTH M CIOCOOHOCTH K Auddy3uun nenarot H2O2 nanbosee

MOAXOMASAIICH CUTHAIBbHOM MoJiekysoi. Kak Bropuunsiii Meccenmkep H20O2 moxer
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OIIOCpeI0BaTh BHYTPUKIIETOUHYIO [Iepejady CUTHAJIOB Yepe3 CEJIEKTUBHOE OKHUCIIEHUE
IIICTENHOBBIX OCTATKOB CUTHAIBHBIX OEJIKOB, TAKUX KaK INIyTaTHOH, THOPEIOKCHHBI,
nepokcupenokcunbl (Paulsen, Carroll, 2010). HoO2 moxet okucisath Tuopenokcut (Tp)
B ctpoMe xioporriacta (Puc. 11), npuBoas k u3MeHeHnto Tp-onocpe10BaHHOTO
CUTHAJIBHOTO IyTH. M3BecTHO, uTo Tp HE0OX0AMM AJIs pa3BUTHUS XJIOPOIUIACTOB, U
THOPEIOKCHHBI YYaCTBYIOT B PEryJsiuu dKcrpeccun renoB miactu (Hofmann, 2010;
Yoshida, Hisabori, 2016). Ilepenaua curaana B 3TOM cliydae, Kak MOKa3aHo,
VHUIMUPYETCsl OKUCICHHEM HUCTeHHOBBIX octatkoB Tp monekyinamu H202 (Netto,
Antunes, 2016).

H20: sBnsercs Hanbonee BaKHOM CUTHAIbHOM Mosiekysoil cpeau ADOK
(Foyer, Noctor, 2009; Li u xp., 2009; Mullineaux, 2009; Suzuki u ap., 2011; Shigeoka,
Maruta, 2014; Farooq u ap., 2019; Shao u ap., 2008; De Pinto u gp., 2012).
CymiecTBeHHbIM (PaKTOPOM IS IIepeiadl PeTPOrpaaHoro curuaia ¢ yuacrueM H202
SIBJISETCS, BO3MOKHO, TO, 4TO MoseKysa H202 pearupyer ToJIbKO ¢ OrpaHH4EeHHBIM
KJj1accoM coenuHeHuil. Monekyina H202 BcnencTBre Bbicokoi BennuuHbl pK
MOHU3AIIUY, HE HECET IIPHU HEeHTpalbHBIX 3HaueHUX pH anexTpuyeckoro 3apsia u,
TakuM obpazom, npu auddy3un uepes 6ronornyeckre MeMOpaHbl He IpeTepreBaeT
BJIMSTHUSL TPAHCMEMOPAHHBIX MOHHBIX M AJIEKTPHYECKUX TPAJUEHTOB, YTO 00eCTIeunBaeT
BeposATHOCTb MU dy3un H202 Ha oTHOCUTENBHO 0OJIBIIIOE PACCTOSIHUE OT MECTa
o0Opa3oBaHusl.

bruto nokazano, uto H202, 06pa3zyeMsblii B pa3InyHbIX BHYTPUKIETOYHBIX
caiiTax, BBI3bIBAeT pazinuHbie 0TBeThl. H202, 00pa3oBaHHbIN B XJIOPOILIACTaX, KaK
OBUTIO OOHAPYKEHO, AKTUBUPYET PAHHUE OTBETHI, BKIIFOYAsi TPAHCKPHUIIIIMOHHEIE
(bakTOpbl 1 OMOCHHTETUYECKUE TeHbl, BOBJICUEHHBIE B 00pa30BaHNEe BTOPUYHBIX
CUTHAJIbHBIX MECCEHIKEPOB; B TO BpeMs kak H202, 00pa3oBaHHBII B IEPOKCUCOMAX,
UHAYLIUPYET TPAHCKPHUITHI, y4acTByIoIIMe B OeTK0BOI penapauuu (Sewelam u ap.,
2014). Juddyzus H202 uepe3 memOpaHbl OCYIIECTBISETCS, IPEATIOIOKHUTENBHO, C
MOMOIIBIO AaKBAIIOPUHOB — HHTETPATBHBIX MEMOPAHHBIX O€JIKOB, (POPMHUPYIOLIIX
KaHaJIbl U1 HeOOJIBIINX 110 pa3Mepy HelTpanbHbIX Mojekyn (Henzler, Steudle, 2000;
Bienert u ap., 2007), yTo mo3BosIsieT 00BACHUTH CIOCOOHOCTH XyoporutacTHoit H202
WHUIMMPOBATh KMHA3HBIA CUTHAIBHBIA MTyTh B IIUTOIIIa3Me (1151 0030pa CM.
[Tonecckas, 2007).

OnuH U3 OCHOBHBIX MexaHu3MoB ydactusi H2O2 B nepenaue curnana —
ununuupoBanue MATIK (Mitogen Activated Protein Kinase) curnansaoro mytu

(Pitzchke u ap., 2006; Sewelam u ap., 2016). MAII-kuHa3b1 (MUTOTCH-aKTHBUPYEMBIC
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IPOTEUHKHUHA3bl; MUTOI'€HbI — BEIIECTBA, CTUMYJIUPYIOIINE MUTO3) — 3BOIIOLIMOHHO
KOHCEpBaTHUBHbIE (DepMEHTHI. B sykaprnoTax curHajbHbIE yTH, perynupyembeie MATI-
KMHA3aMH, CYMTAIOTCS OOLIMMH MEXaHU3MaMHU Mepejadul CUTHAJIOB, KOTOPbIE
COEIMHSAIOT Pa3HbIE PELIENITOPBI C UX KJIETOYHBIMU U AAEpHBIMU MULIEHAMH (T€na,
2001). MAII-kuHa3bI BKIIIOYAIOT B ce0s1 TpU (DYHKITMOHAILHO CBS3aHHBIC
npotentkunassl: MATIKKK, MATIKK u MATIK (Rodriguez u ap., 2010; Sinha u ap.,
2011). MAIIKKK dochopunupyer u aktuBupyer MAIIKK, kotopasi, B cBor ouepep,
dochopunupyer u aktuBupyer MAIIK 3a cuet dhochopuninpoBaHus OCTAaTKOB
tuposuHa u Tpeonnna (Qi, Elion, 2005). B renome Arabidopsis thaliana 6suiu
uaeHtuduuuponansl 20 renos, kogupyroumx MAIIK, 10 — MAIIKK u 60 MAIIKKK
(Ichimura, 2002). ®ynkuuonansHbIi aHamn3 MATI-knHA3HBIX KaCKa0B, MPEXK/IE BCErO
B Arabidopsis thaliana, mokasa, uro y pactenuii Bcero 24 MATIK-3aBUCHUMBIX TTyTeH,
JIMIIB Majiast 4acTh KOTOPHIX HccienoBana B Hactosmui momeHT (Wrzaczek, Hirt, 2001;
Ray u ap., 2012;).

Hexkoropsie komnonentsl MAII-kKrHA3HBIX KACKaI0OB aKTUBUPYIOTCS XOJIOI0M,
3aCyXoOH, IEPOKCUIOM BOJIOPOJIa, pAHEHUEM, ATOI€HAMU, TOBPEXICHUSIMH,
aOCIM30BOM M CATUIIMIOBOM KHUCIOTaMH U 3THIeHOM (cM. 0630p Bowler, Fluhr,

2000). C omHnoii ctoponbl, MAII-krHA3bI MOTYT aKTHBHPOBATHCS MIPU HAKOTIJICHUH
H202, ¢ npyroii ctopoHsl, 0OHE MOTYT 3amyckatb HoOz-uHIynmpoBaHHBIH
okucnuTensHbIH B3phIB (Pitzschke u ap., 2009; Petrov, Van Breusegem, 2012).
dochopuupoBanme 6enkoB uepe3 MAII-knHa3HbIe KacKajbl, Kak ObLIO MPEI0KEHO,
CITy’KaT TPUITEPaMH TIONOKUTENBHOM 06paTHOi perysamun Ca?* u ADK B Arabidopsis
thaliana (Kimura u ap., 2012). MATIK kykypy3sl, MAP65-1a, yBennunBaet
aKTUBHOCTh aHTHOKCUJAHTHBIX GepmeHToB CO/l 1 ackopbaTnepokcuaassl uepes
OpacCUHOCTEPOHMIHBIN CUTHANBHBIN 1yTh (Zhu u 1p., 2013).

Bo3snelictBue Takux curHaibHbIX areHToB, kak H2O2, MAIIK u Tp, Ha
HEKOTOpHIE (haKTOPBI TPAHCKPHIIIIUH, BEPOSTHO, MOXKET IIPOUCXOTUTh U B IIUTOILIA3ME,
T.€. JI0 TOT0, KaK 3TH (aKTopbl TpaHcropTHpytoTces B sapo (Puc. 11). U3menenue
AKTUBHOCTH (DAKTOPOB TPAHCKPHUIIIIMU B 3TOM CIIydae MPOUCXOJUT TaKXKe depe3
nuctenHoBble octaTku B JIHK-cBs3piBarommx gomenax atux axkropos (TapueBckuid,
2002). beino nmokazano, yto Mosiekyibl H202 criocoOHBI OKUCTATH (PAKTOP DJIOHTAIIUN
TPAHCIIALNY, OJOKUPYSL, TAKUM 00pa3oM, TpaHCIALMIO HOBBIX OenkoB (Nishiyama u np.,

2011).
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Puc. 11. Cxema nyteii oopazoBanust ADOK B xjopomiactax u myTei nepeaud CUrHajaIoB
¢ yuactueM ADK.

BOK — Bopookucisrommit komruiekc; @C Il u @C | — poTtocucrema Il u hotocucrema
I, cootBeTcTBeHHO; UT bs/f — uTOXpOMHBIit D/f KOMITITEKC; TTX, TTX*™ 1 [TXH> —
IUTACTOXHWHOH, MJIACTOCEMUXHUHOH U MJIACTOTMIPOXUHOH, COOTBETCTBEHHO; 111 —
wiactouuanuy; O — peppenokcun; COJl — cynepokcuaaucmyrasa; npoaykrsl [TOJI —
IPOJYKTHI IEPEKUCHOTO OKKCcIeHus unuaoB; EX — Executer; Tp — THOpe1OKCHH;
MAIIK — npoTeMHKHHAa3bl, aKTUBUPOBaHHbIE MUTOreHOM. LIITpUX0BBIMHU CTpenKaMu
MOKa3aH JIMHEWHBIN nepeHoc 35ekTpoHoB o ®OTL; 6enpiMu cTpenkamMu —
obpazoBanne ADQK B ®ITLI; uepHbIMU CTpeNKaMH — IyTH NepeAadl peTporpagHoro
CUTHAJIA; IBYCTOPOHHSIS cTpeiika B Buje Ayru Mexay I1X u IIXH2 o3nauaer peakiuto
KOHITPOIIOPIIMOHUPOBAHMS MEXTy STUMU KOMIIOHEHTaMH ¢ oOpa3oBanuemM [1X™

CornacHo oOUIETIPUHSTOM TOYKE 3pEHUS, IPH BHI3BIBAEMOM CTPECCOBBIMU
YCIIOBUSIMU OKHUCIIUTENBHOM cTpecce oopasoBanue ADK yBennuuBaeTcs 3a cuer
M3MEHEHUH OKHCINTEIbHO-BOCCTAHOBUTENBHBIX MTPOLIECCOB, CBA3aHHBIX C
¢dorocunTezom. Jlaxe B ontumanbHbIX ycrnoBusix ADK mMoryt o6pa3oBeIBaThCs Ha
3HAUUTENBHOM ypoBHE BHYTpH KieTku (Foyer, Noctor, 2003). B ycnoBusix crpecca
npoaykius H202, Hanbonee ctadbuinpHON 13 ocHOBHBIX ADK, yBennunBaercs He
TOJIBKO B XJIOpOILJIacTax, HO M B mepokcucomax (Noctor u ap., 2002), u B
mutoxoHapusx (Noctor u ap., 2014). ITpoaykus H202 B mepokcucomax B 3€JIE€HBIX

TKaHsX C3-pacTeHUl IPOUCXOIUT B pe3ysIbTaTe aKTUBHOCTH INIMKOJIATOKCHIA3bl. DTOT
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(dbepMeHT ABISETCS BaXKHBIM KOMIIOHEHTOM LIUKINYECKOro MYyTH (POTOIbIXaHuS,
KOTOpPOE HAaYMHAETCS C OKUCIeHUs pudyno30-1,5-6ucdocdara (RUBP) B xmopomnacrax
(Foyer u ap., 2009). Cuuraercsi, 4To 0Opa30BaHKE TJIMKOJIATa YCUIMBACTCS BO BpeMs
3aCyXH U 3aCOJICHUS, IOCKOJIbKY BHYTPUKIIETOUHAS! KOHIICHTPAIUS YTIIEKUCIOThI
NaJaeT B pe3yabTaTe 3aKPBITUS YCTHULL, BHI3BIBAEMOIO 3TUMH YCIOBUSMU. DTO TOBOPUT
B nouib3y okucienus RUBP (Cornic, Briantais, 1991) u nocieayromero yBeaudeHus
npoayknuu H2O2 B mepokcucomax.

B xnopomnacrax orpanndyenue Ha notpedienne AT® Bo BpeMsi CTPECCOBBIX
YCJIIOBUM MOXKET TaKk»e ycuiauBaTh npoaykiuio ADPK B 1Byx paznuuHbix caiitax. Bo-
MEePBBIX, CHUYKEHHAS JOCTYITHOCTh aKIIEITOPOB JIJIS LIETIH MOXET CIIOCOOCTBOBATH
OTTOKY JIEKTPOHOB K KHCJIOPOAY B peakiuu Menepa, ctumynupyst npoaykuuto Oz u
H>02 u ycunusast BogHo-BoaHbIH 1uki (Asada, 2006; MBanos u ap., 2012). Bo-BTopsIX,
moboe nepeBocctanoBineHue GOTL] yBenuuuT BepossTHOCT, 00pa30BaHMs CUHIJIETHOTO
kuciopoaa B ®C Il (Fischer u ap., 2013; Hossain u np., 2017). YcusieHHbIi BOIHO-
BOJIHBIH IMKJI, TAKXKE, KaK ¥ MOBBINICHHOE (DOTONBIXaHUE, HECYT (DYHKIIUIO TUCCUTIAITIH
SHEPTUH, TIOCKOJIbKY IIOTJIOMIAET» SJIEKTPOHBI U, TAKUM 00pa3om, okuciser OITL]
(Osmond, Grace, 1995; Foyer u ap., 2012), ymensbmast npoaykuuto O2™ u H202 B
OOTII 1 B mepokcucoMax, a TAaKKe CHUKAET BEPOSATHOCTh 00pa30BaHUs CHHTIIETHOTO
kucioposa B OC Il

Poct ¢oToabIxanust MOXKeT yCUIUBaTh Harpy3Kky Ha DTL Mutoxonapuii,
CBSI3aHHYIO C TIOBBIIIIEHHBIM 00pa30BaHUEM TIIUIIMHA, YTO CTUMYIUPYET POCT
muToxoHipranbHbIX ADK Ha cBery. IHTepecHO, UTO MIMIMH-IeKapOOKCHUIa3HbIN
KOMILJIEKC MOYKET TIO/IBEPraThCsl OKUCIUTEILHON MHAKTUBAIINY U SBJISIETCSI MUIIICHBIO
JUTSL PEIOKC-3aBHCUMBIX MTOCTTPAHCIAIIMOHHBIX MOAUUKAIIUHN, BKIIOYast S-
[IIYTAaTHOHWJIMPOBAHKE U S-HUTPOZUIMPOBAHUE HECKOJIBKUX IIMCTENHOBBIX OCTATKOB
(Taylor u mp., 2002; Palmieri u ap., 2010), XoTst GU3HOIOTHIECKHI BKJIAT ITHX
Moau(UKAIMI 10 CUX TTOP HESICEH.

Crnenuduueckne HAJIOH-okcuaassl MOTyT UTpaTh UCKIIIOUUTEIBHYIO
CUTHAJIbHYIO POJIb B PETYJISILIMN YCTHUIL B OTBET HA CTPECC-UHAYLIUPOBAHHBIE TOPMOHBI,
Hanpumep, ABK (Kwak u np., 2003). [ToBsilieHHOE BHUMaHHUE ceifuac yaensercs
ueHTpanbHoU posin HAJIOH-okcngas B crpecc-uHAyIMPOBAHHOM CHCTEMHOM
CUTHAJIMHTE, BKITIOUYAIOIeM ObICTphIe BOJIHBI 0Opa3oBanus ADK Ha moBepXxHOCTH
kierok (Miller u ap., 2009; Steinhorst, Kudla, 2013). Onxako moka HesiCHO,
B3aMMO/JICUCTBYET JIM CUCTEMHBIN MEXKIETOUHbIA CUTHATUHT ¢ ADK-3aBUCUMBIMU

IpoleccamMy Ha JOKaJIbHOM BHYTPHUKJIETOUHOM YPOBHE, U €CIIU Ja, TO Kak?
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[ToBeimennas konuentpanus H2O2 B cTpeccoBbIX YCIOBUSAX B IPOCTPAHCTBE
aroIuIacTa v YHI0MEMOpPaHHBIX BE3UKYNax Takxke ctumyinpyer ABK-3aBucumblit
ycrbuuHbIi oTBeT (Leshem u np., 2007). ADK, uannuupyembie AtRBOHC (respiratory
burst oxidase homologue: RBOH), crabunmusupyror MPHK Salt Overly Sensitive 1
(SOS1), Na*/H -anTunoprep miasmaruueckoit memopansi, mpu NaCl-crpecce.
JeiictButensao SOS1 3HAYUTENBHO pearnpyeT Ha COJIEBOM CTpecc, HO He Ha
MHIYIIUPOBAHHBIA METUIIBHOJIOT€HOM OKUCIUTENbHBIN cTpecc. RBOHC cBs3biBaer
romeoctasz Na*, A®K u curnamunr, onocpenosanssiii Ca2* (Chung u ap., 2008).
Crpykrypa 6enka RBOH xapakrepusyercs Hamnurem motusa EF-magonu (EF-hand)
nns cBsi3piBaHusA Cat, KOTOPBIH MPENCTaBIsAET COO0H MUIIEHD IS
dochopumuposanus, perymipyemoro MAIIK-kunazamn, A®K u Ca?* (Kurusu u mp.,
2015). Ca?" u H20, npakTHuecky Bcera QYHKIMOHUPYIO COBMECTHO B KaUeCTBE
BTOPUYHBIX MECCEHPKEPOB B CUTHANIBbHBIX MyTaX (HU u ap., 2016). CymectBytoT
CBHJIETENHCTBA B MOIL3Y TOT0, uTo MeTabonusm Ca?* perymupyercs kak
WHTCHCHUBHOCTBIO CBETA, «COJICHOCTHIO» U BOJIHBIM CHA0)KCHHEM, TaK M TCIJIOBBIM U
XOJIOJIOBBIM CTPECCAMHU.

B cTpeccoBbIx ycnoBHSX MPOUCXOIUT YBEIHMUECHUE AaKTUBHOCTH
AHTUOKCHUJIAaHTHBIX (pepMeHTOoB, B T.4. COJl, kaTana3sl 1 ackopOaTnepoKCHaAa3HbI,
noAaBsroNMX H30bITOUHOE HakoruieHne ADK u mognepxkuBaronux romeoctaz AOK.
D10 moaTBepkKAaeTcs yBenuueHueMm konndectsa MPHK paznuyanbix
ackopbarmnepokcuaas (tAPX, APX1, APX2, APX4-like, APX6-like, STAPX3) B cTpecc-
YYBCTBHTEIHHBIX PACTEHUSX, TT0 CPABHEHUIO C COXPAaHEHUEM CTA0MIBHOTO YPOBHSI 3TUX
TPAHCKPHIITOB B YCTOWUYMBBIX PACTCHUSX. PerynsaTopHbIC MEXaHU3MBI ITepeIadn
curHana, Bkmouarormue Ca?*, HoO2 n aHTHOKCHIaHTHEIE PEPMEHTHI, 10 CHX TIOp
MOJTHOCTBIO HE 0XapaKTEPHU30BAHBI, PSJl TaHHBIX YKa3bIBACT HAa B3aMMOJICHCTBHE

MHO>KECTBEHHBIX ITyTEH Nepeladyi CUTHAJIA.
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I'nasa 2. MarepuaJjbl 1 METO/bI

2.1. PacTuTeJbHBIN MaTepual

10-14 nueBHbIE pacTeHus ropoxa mocesHoro (Pisum sativum), BeipaliicHHBIE B
opamxkepee, t 19-24°C, HHTEeHCUBHOCTH CBETa BhIpaluBaHus pacteHuii — 90 MKMOIIb
KBAaHTOB M 2 ¢ 7,

10-14 nueBHbIE pacTeHus ssuMeHs oObIkHOBeHHOTO (HOrdeum vulgare),
BBIpAIlICHHBIC B KIIMMaTHuecKoi kamepe, t 19-21°C, HHTEHCUBHOCTh CBETa
BHIpAIIMBAHKS — 50 MKMOJIb KBAaHTOB M 2 ¢, cBeTonepuon 8/16 uacos (J1eHb/HOUB) HIIH
MOCTOSTHHOE OCBEIICHHE.

1.5-2 mecstunblie pactenus pesyxosuaku Tas (Arabidopsis thaliana) skotun
Columbia, BeIpariieHHbIE B KIIMMaTHYECKOM Kamepe, t 19-21°C, HHTEHCHBHOCTH CBETA
BBIpAIIMBAHKS — 50 MKMOJIb KBAaHTOB M 2 ¢ 1, cBeTonepuon 8/16 4acos (1eHb/HOUB).

JIuctes mmuHata oropoHoro (Spinacia oleracea L.) 6butH KyTuieHbI B

Mara3mHe.

2.2. BblaejieHne THJIAKOUIO0B U3 JIUCThEB ropoxa M mmuHaTa

Tunaxous! Beiaensiau u3 10—14 qHEBHBIX IPOPOCTKOB TOPOXa U3 JIUCTHEB
JBYX BepXHUX spycoB. [Ipu pabore ¢ TMCThIMU IINUHATA YAATISUIN LIEHTPAIbHYIO
JKUJIKY JTUCTOBOM MiIacTUHKU. JIucThst romorenusuposanu 7-9 cex B 100 mit cpespl
BoiienieHus. CoctaB cpensl BeiaeeHus: 0.4 M caxaposa, 25 MM Hepes-KOH (pH 7.6),
20 MM NaCl, 5 MM MgCly. Tepen BoineneHnem 106aBIsUTH B cpeay 5 MM ackopbat
Hatpus 1 0.1 % ObIumii CBIBOPOTOUHBIN anbOyMuH. ['oMoreHar ¢puiabTpoBamu yepes 2
c110s1 HelfJIOHOBOM TKaHu U neHTpudyruposanu 1 MuayTy 6000 06. MuH * mpu 4°C.
[Tomy4yeHHBIN 0CaTOK PECYCIIEHIUPOBAIH B Cpe/ie MOKUPpOBaHUs (cpema 0e3 caxaposbl),
BBIJICPKUBAIIM 2 MUHYTBI JJIS1 pa3pyIIeHus: 0007I04eK XJIOPOIIaCTOB. 3aTeM J00aBIsIIN
cpeny, coaepxkairyto 0.2 M caxaposy, 25 MM Hepes-KOH (pH 7.6), 20 MM NacCl,
5 MM MgCl u nentpudyruposamu 3.5 muryTs mpu 3500 06. mus L. Ocagok
npombiBaiu B cpese npombiBku (0.4 M caxapo3sa, 25 MM Hepes-KOH (pH 7.6), 20 MM
NaCl, 5 MM MgCly) u uentpudyrupoanu 3 munytsl pu 3000 06. Mun L. Jlanuyro
npolelypy HOBTOPSUIH ABakbl. OcasioK pecyCleHUpOBaU B CpeJie POMBIBKH.

Tunakouasl XxpaHwin B TeMHOTE nipu 2—4°C.
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2.3. BoigesieHue THIAKOUIOB U3 JHCThEeB TYMEH

Beienenue THiIakou10B IpoBOaMIN corniacHo Bassi u ap. (1985). Juctest
romoreHusupoBaiu B cpeae 11, conepkamei 0.1 M Tpurua/KOH pH 7.8, 0.4 M
copburon, 0.5% cyxoe monoko, 0.2 MM 6enzamuaus, MM aMUHOKAaIIPOHOBYIO
kucnoty, 0.2 MM PMSF. I'omorenar ¢puibTpoBaim 4epes Ba Cliosi HEHIOHOBOM TKaHU
u 3aTeM HeHTpudyruposanu 15 munyt npu 1500 g npu 4°C. CynepnaTtant
0oTOpachIBaIM, 0CAJIOK, COJAEPIKAIIMA XJIOPOIUIACThI, pECYCIIEHANPOBAIN B cpene T 2.
CocraB cpezpl T2: 25 MM Hepes/KOH pH 7.5, 10 MM DJITA. B cpene T2
IIPOUCXOMIIO pa3pyleHue MmeMOpaH xyoporuiactoB. [lonydeHHyro cMechs,
coJiepxaIlyro Triakouasl, neHTpudyrupopanu 10 munyt npu 10000 g. Ocanku
pecycnenaupoBaau B T3 cpene, conepxarieit 50% raunepun, 10 MM Hepes/KOH pH
7.5, 1 MM D]JITA. B cpene T3 tunakouasl xpanwim ¢ qodasienueM 10% riumeprHa

npu Temreparype —80°C mo mpoBeseHus aHaIu3a.

2.4. BolejieHHe THJIAKOU/I0B U3 JJUCThEB apaduaoncuca

Tunakouasl BBIJCISIINA U3 JIMCTHEB apaduorncuca coryiacHo Ignatova u ap.
(2011). JIuctbst romorennsupoBaiiu B cpeze Beinenenus: 35 mM KoHPOg, 15 MM
NaH2PO4, 5 MM MgSO4, 10 MM KCI, 0.4 M caxaposa, 20 MM ackop6at HaTpusi, 2MM
S/ATA. IlonydeHHbIi roMOreHaT (pUIbTpOBaIU uepes 2 Ci10sl HEUJIOHOBOM TKaHU U
ocaxxnanu ipu 34009 6 munyt. Ocaziok pecyCreHIMpOBaIH B Cpe/ie MOKUpoBaHus (0e3
caxapo3bl), mHKyoupoanu 20 muHyT nipu remnepatype 0°C u nentpudyruposamm 1.5
MUHYT 1ipH 120 ¢, mosyueHHbIH ocaiok oTOpacsiBanu. M3 cynepHaTanTa ocakaanu
TUJIAKOU/IbI ITyTeM HeHTpudyrupoBanus npu 3400 g 6 MUHYT, OCaJAKH
pecycnieHaupoBaiu B cpene cycnenauposanus: 0.4 M caxaposa, 2 MM ackopOar
Hatpus, 0,5 MM DITA. Jlo6asnsinu 10% rauiepuH U XpaHUIU MpU TEMIIepaType —

80°C mo mpoBeneHUs aHAIN3A.

2.5. BoljiesieHHEe XJI0POIJIACTOB U3 JIMCThEB IIMUHATA

XnopomnacTsl BBIACTSUIN U3 TUCThEB IMuHaTa cornacHo Laasch (1987) ¢
MOCTEAYIONUM IIeHTPUYTupOBaHEeM B cTyrieHdaToMm rpaauente [lepkomna (I'paauent
40-80%), kak onucano Mullet, Chua (1983) ¢ HekoTopsie Monudukanuu. Cpena 1
40% nepkoina cogepxaina 3.33 MM D/ITA, 1.66 MM MgCl2, 83.3 MM HEPES (pH 7.6)
u 0.55 M copburoin. Cpena aiis 80% nepkoina cogepxana 10 MM DJITA, 5 MM
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MgCls, 250 MM HEPES (pH 7.6) u 1.65 M copbuTtos. [IBe 3eJeHbIC MOJIOCH ObLTH
OTJICJICHBI TIOCJIC IEHTPU(PYTUPOBAHUS B TPAJAUCHTE TIEpKoJuTa. TOIBKO CpeaHss 9acTh
HWKHEH MOJIOCHI, KOTOPasi COOTBETCTBYET HEMOBPEIKICHHBIM XJIOPOTIIIACTaM, Oblia
UCTIOJIb30BaHa. XJIOPOIUIACTHI OBLTH MPOMBITHI B CpPEJie CYCIICHIMPOBaHuUs 03

IEpKoOJLIA.

2.6. OnpenesieHue KOHIEHTPAIUH XJI0poduILIa

Copepxanue xnopodusuia onpeaensuiv B 96% stanoine (Lichtenthaler, 1987).
H3mepeHne onTH4ecKoi TUIOTHOCTH TIPOBOIMIIN Ha CIICKTPO(OTOMETPE MPH ITTHHAX
BOJIH 664.2 u 648.6 aM. KoHIIeHTpaIuio XJ1opodunia onpeaesuid COriIacHO
ypaBHEHUsIM, TipencTaBieHHbM B Lichtenthaler (1987):

Ca+b=(5.24xAsps.2 + 22.24%Aeag 6)
Ca=13.36%Asp4.2 — 5.19%Agss6
Cb =27.43%As4s.6— 8.12%Ags4.2
rae Ca+p — 0O11Iee Costeprkanue xnopoduiia a u b, A — onTuyeckas mIOTHOCTb

IIpu COOTBGTCTBYIOIHGﬁ JJINHEC BOJHBI, |- JJINHA OIITUYCCKOTO ITYTH.

2.7. BoliesieHUe MPOTOINJIACTOB U3 JUCTHEB apaduaoncuca

JIuctes apabunoncuca 8—10-HenenbHBIX pacTeHUI MPOMBIBAIN BOAOH U
MoMeIIaJId B pacTBop, coaepxkamuii 0.7 M copbutoin, 5 MM CaClz, 5 MM MES (pH
5.5) u nomuBrHWIMHPpoHAoH (PVP) 5 mr M. JIucTes (IOTrpy’keHHBIE B CPEy)
Hape3ajy Je3BUeM Ha KyCOUKH MIMPUHOM 1 MM, IpOMBIBaIM, yOUPAIK OCTaTKU CPEbl
¢GmIbTpOBANIbHOM OyMaroil n moMemaim B cpefy Mamepanuu (5 mit), coaepKanryro
nonosHuTensHO 1% nemmonasy u 0.1% Marnepo3um R10 Ha 2 yaca npu ocBelieHUH
CBETOM HH3KOH HHTEHCHBHOCTH (65 MKMOJIb KBAHTOB M 2 ¢ 1). 3aTeM cpesa Marepariu
ObUIa aKKypaTHO yJalieHa U 3aMellleHa cpesioif, cogepxaieit 0.7 M copburon, 5 MM
CaCl2 u 5 MM MES (pH 5.5). Kycouku nicTheB akKypaTHO TPSCIIH, YTOOBI 0CBOOOTUTH
npoToIuIacThl B cpeny. CycrneH3uro (puabTpoBaiy yepe3 HEMIOHOBYIO TKAHb H
nenTpudyruposanu npu 30 g B Teuenue S MuH. Ocaiok peCcyCleHANPOBAIN B
HeOoubIIoM KonuuecTBe cpessl (0.5—1 mut). Bce MaHUmyIssuy npoBOAMIIH MTPH

KOMHATHOW TeMIIEpAType.
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2.8. Onpenenenne (POTOCHHTETUYECKONH AKTHBHOCTH XJIOPOIJIACTOB U THWJIAKOWI0B

CkopocTh (HOTOCHHTETHYECKOTO BBIJICICHUS/TIOTIIOMEHHS KUCIOpOIa
M3MEPSUTA B TEPMOCTATUPYEMOM CTEKISTHHOM stueiike oobemoM 0.25 mut mpu 21°C ¢
noMoIbo pO2-3JIEKTPo/Ia KIIAPKOBCKOTO THIIA, COSIMHEHHOTO C KOMITBIOTEPOM Yepes
aHayoro-udpoBoit uaTepdeiic. s pacueToB HCMONb30BAIN TporpamMmmy Power
Graph. IIpu pabote ¢ TuaakouamMu cpea peakiuu coaepxaina 0.4 M caxaposy, 20 MM
NacCl, 5 MM MgClz, 50 MM Hepes-KOH (st pH 7.6), 50 MM MES-KOH (1151 pH 6.5),
50 MM Mes-KOH/Glycine (ms pH 5.0). PeaknmonHyro cMech OCBeEIIaid KPacHBIM
CBETOIM0/10M (A > 660 HM) Uu O€IbIM CBETOM, HHTEHCUBHOCTD CBETA PETYJIMPOBAIIH C
MIOMOIIBIO0 HEUTPaBHBIX CBETO(MUIBTPOB. I3MepeHne HHTEHCUBHOCTHU CBETa
MIPOBOJIUIIN ¢ ToMoITkto mpudopa LI - 250 Quantum Sensor.

J1J1s1 OLIEHKH CTENEHH WHTAKTHOCTH XJIOPOILIACThI ObUIHA MIOKUPOBAHBI B
TedeHue 45 cex momenieHneM B cpeay moxkupoanust: S MM MgClz u 25 mM HEPES
(pH 7.6). 10 MM NH4Cl 0b11 n06aBneH B kauectBe pazodmutess. | MM Ks[Fe(CN)s]
NO0ABJISITH B KAYECTBE aKIENTOPA AIIEKTPOHOB. [IPOIIEHT HHTAKTHOCTH XJIOPOILIACTOB
coctaBus 100% B COOTBETCTBUM € TeCTOM BoccTaHoBIeHUs heppunmanuia (Heber,
Canrtapuyc, 1970), ocHOBaHHBIN Ha COOTHOIIEHUH BhIeNeHus Oz cycrieH3uen
XJIOPOTIJIACTOB TP OCBEIIEHUH HEMOBPEKICHHBIX WIIM OCMOTUYECKH MIOKHPOBAHHBIX
xJyioporactoB. [Ipu pabote ¢ HEMOBPEXKICHHBIMH XJIOPOIIJIACTaMH HE ObLIO
3aperucTpupoBaHoO BbieNeHus kuciopoa B npucyrcreuu 1 MM Ks[Fe(CN)s],
HA000POT, HAOJIOJATT OYEeHb HE3HAYUTEIFHOE TTOTIIONICHNE KUCIIOPO/Ia, YTO
CBU/ICTEJIECTBOBAJIO 00 OTCYTCTBHH Pa3pyIIEHHBIX XJIOPOIIACTOB B CYCIICH3HH.
CKopocTh (POTOCMHTETUUECKOTO BBIIETIECHUS KUCIOPO/1a B IIOKUPOBAHHBIX
xnmoporutactax B pucyrctBur 1 MM Ks[Fe(CN)s] cocrasmsina 263+32 mrmoib Oz (Mr
Xn) ! ut. CkopocTh BBIIETEHNS KHCIOPOA B HEMOBPEKIEHHBIX HHTAKTHBIX
xyoporutactax B npucyretsuu 0.5 MM 3-docdormuuepar u 4 MM NaHCOs3 cocraBisina

67+12 Oz (mr X)) ul, Peaknuonnyio cMech ocBemtany GelbIM CBETOM.

2.9. U3mepenne ¢uiyopecueHIINU XJI0podHLIa & JJUCTHEB

dyopecieHInIo XJI0poduiia a TMCTHEB UM CYCIIEH3UI TUIIAKOUIOB
u3Mepsn, ucnonb3ys [IIAM-¢payopumerp PAM-101 (Walz, I'epmanus), ananus
JIAHHBIX MMPOBOAWIIN ¢ TToMoIIbt0 mporpamMMbl WinControl. [l paboThI ¢ cycrieH3uei
WCIIOJIB30BaJIH crieruanbHy0 Walz-saeliky. OTHOCHUTEIbHBIN YPOBEHb BOCCTAHOBJICHHS

[TX myna Ha cBery ounenuBanu o ¢popmyine 1— qP, rae qP = (Fm' — Fs) / (Fm' — Fo')
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(Tullberg u ap., 2000) u 1 — qL, rne qL = qP x (Fo' / Fs) (Kramer u ap., 2004); Fm —
MaKCHUMaJILHBIN BBIXO[ (bHyOpeCL[eHLII/II/I B OTBCT HA MoJgavy BCIbIIIKKW HACBIIAOIICTO
cBeta (8000 MKMOIIb KBaHTOB M 2 ¢ 1, 0.8 ceK) aJanTHpOBaHHOTO K TEMHOTE 00BEKTa;
Fs — cranmonapHsIii BbIX0/1 (hIIyOpECIICHIINH ITPH OCBEUICHNUH; Fm ~ — MakCHMabHBIH
BBIXO/J1 ()JIyOPECIICHIIMH B OTBET Ha T10/]auy BCIBIIIKK HACBIIIAIOIIETO CBETa BO BPEeMs
ocBelleHust; Fo” — MUHUMaBHBIN BBIXO (IIyOpECLEHIINH MOCTe MPEKPaIIeHUs

OCBCIICHNA.

2.10. H3mepeHHe MHAYKIHMOHHBIX KPUBBIX ¢uiyopecueHunu xiaopoduia a @C I1
BBICOKOI0 pa3pewienus, JIP-Tect

OneHKy OKUCIUTENbHO-BOCCTAHOBUTENBHOTO cocTossHus [1X myna
OCYIIECTBIISUTH TAKXK€e C TIOMOIIBIO H3MEPEHHS HHAYKIIHOHHBIX KPUBBIX
¢ryopecuenmu xmopoduiia a @C 11 Beicokoro pazpemenns (OJIP) npu ocBemennun
JUCTHEB WM CYCIIEH3UN THIIAKOUOB B Te€UeHHE | CEKYH]IbI CBETOM HHTEHCUBHOCTHIO
3000 MKMoiIb KBaHTOB M 2 ¢+ (Téth u ap., 2017; Kalaji u ap., 2014), ucrons3ys
dbayopumerp Handy PEA («Hansatech Instruments», BenukoGpurtanus), myreM OoIlieHKH
napamerpa Su = area/( Fm — Fo) — HOpMupoOBaHHas TUIOIIA b HA | HHAYKIIHOHHOM
KPHUBOH, OTpa)aroiasi eMKOCTb IyJia 3J€KTPOHHBIX aKI[ENTOPOB /10 MOJTHOTO
BoccTaHOBJeHUs Qa, T/e area — Iiomiaap HaJ UHIYKIIMOHHON KpUBOH (hIyOopecieHIHH.
Kpowme Toro, ¢ nomonipto nuzmeperust OJIP HHAYKIIMOHHBIX KPUBBIX B JIUCTHAX
olieHuBaNHU creayroue napamerpsl JIP-tecta (Strasser 2004): Fym — MakcuManbHbI#H
BBIXOJ1 (pITyopeclieHIIMY B OTBET Ha MOJavy BCOBIIIKKA Hachlaromero ceera (3000
MKMOJTb KBAHTOB M 2 ¢, 1 cek); Fo — MunuManbHbIN BeIX01 (utyopectenimn; ABS/RC
= (Mo/V3)(Fv/ Fm) — mOTOK 3HEpruu, MOTJIOMAeMOl OJJHUM aKTUBHBIM PEaKIIMOHHBIM
[IEHTPOM, OTPa)kKaeT COOTHOIIIEHHE MEXTy KOJIMIECTBOM MOJIEKYJT XJIopoduia a,
U3ITy4aronux (GIyopecieHInio B aHTeHHBIX KoMITiekcax (ABS) 1 B akTHBHBIX
peakunoHHbIX HeHTpax (RC), T.e. apdexTunHsbIii pasmep anteHus OC I, rie Mo —
HavaIbHBIA HAKJIOH (ha3el O-J pocTa duyopecteHInu (0TpaxaeT CKOPOCTh 3aKPhIBAaHUS
peaknroHHbIX 1IeHTpoB DC 11); Vi = (F; — Fo)/Fv — otHOCHTEebHAS amutuTyaa O-J
¢a3bl (0TpaxaeT KOJMYECTBO PEAKIIMOHHBIX IIEHTPOB, KOTOPBIE 3aKPHIBAIOTCS TIPH
1oJjaue BCTIBIIIKY HACBHIIIAOLIETO CBETA, 0 OTHOIIEHHIO K 00IIEMY YUCITy
peaKMOHHbIX IeHTPOB), Fv = Fr— Fo — nepemennas ¢uyopeciieHyst B MOMEHT
Bpemend t; Plags = (RC/ABS)(@ro/(1-¢ro))(Wo/(1—yo)) — moka3arensb HyHKIIHOHATIBHOM
aktTuBHOCTH DC |l, 0OTHECEHHBIN K MOTIOMIEHHON YHEPTUH, T/I€ (Ppo — MAKCUMAJIBHBII

KBAaHTOBBII BBIXOJ MEPBUYHON (poTOXMMHUYECKOH peakiuii (pu t = 0), KOTOpBIi
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YKa3bIBAE€T HA BEPOSTHOCTh 3aXxBaTa SHEPTrur peakuinoHHbIMU 1eHTpaMu OC 11, yo —

BEPOSITHOCTh TPAHCIIOPTA AJIEKTPOHOB 3a npeseiibl Qa (mpu t = 0).

2.11. H3mepeHHe CKOPOCTH BOCCTAHOBJIEHHUSI IIUTOXPOMA C B CYCIIEH3UH
THJIAKOUIO0B

BoccranoBnenue nuroxpoma C B CyCIeH3UH TUIAKOUI0B U3MEPSUIU 10
YBEJIMUCHUIO MOTJIOICHUS TP JUIMHE BOJIHBI 550 HM 110 cpaBHEHUIO ¢ 540 HM.
Hcnonb3oBanu AByXBOJIHOBOU criektpodoTomerp (Hitachi 557, Snonus).
DOTOYMHOXKUTENb OT ACUCTBYIOIIETO CBETA SKPAaHHUPOBAIHM C TOMOIIBIO CBETOPMIBTPA
C3C-22. Kosddunuent MonspHoit skctuHkIuy ruroxpoma ¢ 19 MM *cem ! (Davis, San
Pietro, 1977). Oz -3aBucHMas CKOPOCTh BOCCTAHOBJICHHS IIATOXPOMA C ObLaa
paccuuTaHa Kak pa3HUIla MeXKAY CKOPOCTHIO BOCCTAHOBIICHHS IIUTOXPOMA C B
orcyrcTBue U npucytcTBUH CO/l, MOCKOIBKY IUTOXPOM ¢ BOCCTAHABIIMBACTCS HE
tosibko O™, Ho 1 komnoneHTamMu @I TLI. OcBenanu THITAKOU I C TTIOMOIIIBIO
raJIOTeHOBOM JIAMITBI, UCTIONB3Ys KpacHbIid cBeTOGUIbTp (A > 620 HM). Cpena peakuu
conepxana: 0.4 M caxaposy, 25 MM Hepes-KOH (pH 7.6), 20 MM NaCl, 5 MM MgCl»

U THIakouabl (KoHueHTpamus Xa 10 Mxr Mn’l).

2.12. H3smepenue cogep:xanust H202 B 1uceTbsix

N3mepenue konmdectsa H202, 0CHOBaHHOE Ha MEPEKUCHOM OKHUCIIEHUH
JaroMuHONA, poBoamiu cornacHo (Cormier, Prichard, 1968), nucons3ys
xemumromMuHOMeTp LUM-100. Kaskapiii TMCT 3aMOpaXuBaii B )KUIKOM a30Te,
nomenianu B 0.4 Mk 2 M TpUXJIOpYKCYCHOM KUCIOTHI U TOMOT€HU3HPOBAIIH.
Okcerpakuo H202 npoBoamu ¢ nomorsio 3 M 0.05 M K-docdarnoro 6ydepa (pH
8.5). [lns ynaneHusi MIMIMEHTOB CYCIIEH31I0 MHKYOUpOBaliu B TedeHue 1 vaca ¢
aKTUBHUPOBaHHBIM yriieM (250 mr). [TonyueHnnyro cmech neHTpudyrupoBanu 20 MUHYT
10 000 g. CynepHaTtaHT oTOMpaIu 1 TUTpoBaH ¢ momornisio 2 M KOH mo pH 8.5. J{ns
omnpenenenus coaepxxanus H202 ncnonp3oBanu 50 MKJI OJIy4€HHOT O KCTpaKTa, K
KOTOPOMY C TIOMOIIBIO J03aTOpa BHOCKUIHM 1 M1 cMecu moMuHoma (2.26x1074 M) n
nepokcuaass (1x107° M). JIas mocTpoenus KamuOpOBOUHOH KPHBOH HCIIOMb30BATH

pactBopbl H2O2 ¢ U3BECTHON KOHIIEHTPAIUEH.
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2.13. H3mepeHue KapOOAHTUAPA3HOI AKTHBHOCTH

Kap06oanrunpasHyto akTHUBHOCTb [TPENApaTOB U3MEPSIIN C IOMOILBIO
peructpanuu usmenenus pH crexnsaapiM pH-ammekTpoaom npu 2°C B 14 MM
BepoHasioBoM Oydepe (pH 8.4). Peakuuro nHUIIMUpOBAIA T0OABICHUEM BOJIBI,
HacsineHHoi CO2, npu 0°C u n3mepsiinu Bpems usMenenus pH ot 8.3 o 7.8.
KoHTtposnem ciryXuso BpeMsi CHOHTaHHOM THApaTaliy B TEX )K€ YCIOBUAX C

J00aBJICHHEM COOTBETCTBYIOIIEH Cpebl BMECTO 00pasIia.

2.14. W3mepeHue cofep:KaHHUA OesIKa

Copepxanue Oenka onpenensiu cornacHo Jloypu u coast. (1951).

2.15. Bbiaejienne MeMOpaHHOH 000JI0YKH XJI0POILIACTOB

Beizienenue X10pormiacTHON 000I04KH U3 HINMUHATA TPOBOIMIIN COITIACHO
Douce u Joyard (1982) ¢ ucnonb3oBanuem rpaieHTa caxaposbl. PacTBopbl caxapo3sl
conepxanu 20.5 u 31.8% caxapo3sl, coorBercTBytomue 0.6 M u 0.93 M, 10 MM
tputvH, 4 MM MgClz, pH 7.8 (mpu 2°C). 15 mu1 HabyX1IuX XJI0pOIIacTOB HACIauBalu
Ha rpaJueHT 1 nueHTpudyruposanu npu 72000 g B redenue 1 yaca npu 3°C. OtOupanu
KENTYI0 MOJIOCY Ha TPaHHUIIEe pa3fiesia JIByX CIOEB caxaposbl ((hpakiius 000I0uKU

XJIOpOILJIacTa).

2.16. IIpoBeneHue feHATypHpYIoLiero djekTpodopesa

Jenatypupyrommii s5mektpodope3 mpoBoauian coriaacHo Schagger, von Jagow
(1987) B 12—-18% rpaauieHTHOM NOJIUAKPUIAMHUIHOM TeJie, UCIOJIb3Ys TPUC-
TPULIMHOBBIHN Oydep. DaexTpodope3 NPoBOANIH TPU KOMHATHON TeMIlepartype,
nogasast 100 MA Ha renb. B kaxIyro TyHKY Tefisi BHOCHIIA THJIAKOMIBI C CO/IepIKaHUEM
xsopoduiuta 8 mkr. Paznenenue nmposoaunu B kamepe PROTEAN 11 xi Cell, Bio-Rad
(CHIA). dnst Bu3yanu3anuu O€IKOBBIX MOJIOC resii nHKyOuposanu 2—-3 yaca B 0.25%
pactBope kymaccu G-250, KoTopblil U GyHAUPOBAT B I'ellb U IPOYHO CBSI3BIBAJICS C
6enkamu. OTMBIBKY (POHOBOT'O OKpAIlIMBaHUS MPOBOAMIIM B cpefie, conepxaiieit 96%

sraHon U 10% yKCycHYIO KUCIOTY B TeueHue 24—48 yacos.
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2.17. TIpoBeaeHune BeCTePH-0JI0T aHAJIN3A

J1J1s OTICHKHU KOJIMYeCcTBa OSJIKOB C MTOMOIIBIO0 BECTEPH-0JIOT aHATn3a
THJIAKOUIBI pa3essuid, Kak onucano padee (Ballottari u ap., 2004). Pe3ynbratsl
peaKIMK C aHTUTEJIaMH OIIEHUBAJIK ¢ moMoIipio neacuromerpun. Gel-Pro Analyser 3.1.
Alcaline Phosphatase Conjugate Substrate Kit 6b11 HCTIOIB30BaH /151 BU3yaIH3alin
6enkoBbIX mostoc. 5 Mk Precision Plus Protein Kaleidoscope (10-250 x/1a) (Bio-Rad,

CHIA) ucnosib30BaIv B KAYECTBE MapKepa MOJICKYJISIPHBIX BECOB.

2.18. H3mepeHHe KOJIUYECTBA KPAaxMaJja B JUCTHAX

Jliia ananusa Opaiii CBEXKEBBIJICICHHbIE TUIIAKOUIBI SIUMEHS, 00BEMbI TIPOO ISt
aHaJIM3a HOPMHUPOBAIIU MO KoJu4ecTBY xiopoduiuia. K mpobam nobasinsu 1o 1 mi
96% stanona u nentpudyrupoBanu S MuHyT ipu 3400 g. [lonydeHHbie ocaaku
BoicymnBasid. Kpaxman pactBopsiau B 200 MkJ1 kunsieit Bojsl B TedeHre 30 MUH u
3ateM 1ienTpudyruposanu (Kaplan u ap., 2012). 25 MK OJIy4eHHOTO CyIlIepHATAHTa
ucnonbs3zoBaiu s peakuuu ¢ 0.12% nonunom kanus. THTEHCUBHOCTH OKpaIIMBaHUS
usMepsii ipu 620 M (criektpodoromerp Hitachi 557, Simonus). Kaprodenbhbrit

KpaxmaJjl ObUI HCIIOJIb30BaH AJI OCTPOECHUS KaTMOPOBOYHOM KPUBOH.

2.19. OIIP u3mepeHusi cnuHOBOi npodb1 SASL-16

Nzmepenus DIIP criekTpoB MpOBOIMIN C TOMOIMIBIO criekTpomeTrpa EMX-6
(Bruker, T'epmanust) npu noctosiHHO#M Temmeparype 22°C. 10 mxn 102 M pactBop
cniuHOBO# poosr SASL-16 (Sigma) B xJ0podopMe BHOCHIIHM Ha CTEHKHU 3MeHI0pda U
BBICYIIMBAJIN, TIOCTIE Yero K MeTke 700aBisuid 50 MKJI CyClIeH3UU TUIIAKOU OB
(xonnenTparus X 100 Mxr mx ). Tunakonsl HHKYOHpOBAIH ¢ METKOM B Tedenue 10
MHUHYT B TEMHOTE BO JIby. [lociie nHkyOanuu o0pasibl IepeHOCHIIN B KaTHOpOBaHHBIE
CTEKJISIHHBIE KallWJUIAPBI U 3alMChIBAIIN CIIEKTPHI 0€3 OCBEIIeHUs IPU MOIIHOCTH 20
MBT. Tpu ciekTpa /Uit Kak10ro U3MEpeHus: yCpeaHsUTN AJIs OJTy4eHHUs CUTHaA.

Cursan THJIAKON 0B 0€e3 METKH BBIYUTAIIH U3 IMMOJIYYCHHBIX CIICKTPOB.

2.20. OIIP u3mepenusi cnuHoBoi npoos1 4-POBN

W3mepenus mpoBOaIN ¢ ToMoIkio criekrpomerpa ESR-300 X-band (Bruker,

Rheinstetten, I'epmanus), ucrosap3ys THAPOPIIBHYIO CIUHOBYIO JIOBYIIKY N-TepT-
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oyrun-anbba-(4-nmupuaun-1-okcua) HuTpoH (4-POBN) mis perucrpanuu
TUAPOKCHIIBHOTO pajukaia, reuepupyemoro B HoO2-3aBucuMoii peakuuu npu
N00ABIEHNH METAIIIOB TIEPEMEHHON BaJIEHTHOCTH, B 4aCTHOCTH kene3a Fe?'. B
kauecTBe nocrasimuka Fe?t ucnosnpzosamm 50 MM FeEDTA. Peakimonnas cpena
conepxana 0.4 M copoburon, 20 MM NaCl, 5 MM MgClz, 25 mM HEPES (pH 7.6),
TUJIAKOU bl WJIK XJIOPOILIACTHI (KOHLeHTpaus Xi1 50 MKr MJI_l), 50 MM 4-POBN. 4%
3TaHoJI ObLIT J00ABIICH [l MHULIUAIMH PEAKIIMU MY CIIMHOBOM JIOBYIIKOW U
TUAPOKCUIIBHBIM pafuKanoM. CHeKTphl 3alUChIBAIN C UCTIOJIb30BAHUEM ILITOCKOM
AYEHKU TPU KOMHATHOM TeMIepaType A0 U MOCie OCBEIICHUS CYCIIeH3UH TUIAKOUI0B.
Yacrora mogymsiuu 100 kI, ammmuryna moxyssiiuu 1.005 G, MmomHOCTS 62 MBT.

TpI/I CIICKTpa I KaKA0Iro0 U3MCPEHUA YCPCAHAIN JJId IMOJIYYCHHA CUTrHaJIa.

2.21. H3mepenmue odpasoBanus H2O2 B cycneH3uu XJ0poniacToB ¢ IOMOUIbIO
cnexkTpoduayopumerpa

[Mpoayxkmuto H202 xsoporuiactaMu U3Mepsuiv ¢ TOMOIIBIO (PIIyOPECIIEHTHOTO
aHaymza u iyopecueHTHOro kpacurens 10-anerwn-3,7-auruapokcudeHoKca3nH
(Amplex Red). Pearenr Amplex Red pearupyer ¢ H2O2 B mpucyTcTBHN TIEpOKCHIA3HI U
oOpa3yet pe3opypuH, GIyopecleHTHBIN MPOIYKT, KOTOPHI KMEET MaKCUMyM
dayopecueHTHoro u3nnyuenus rnpu 587 uM. CTaHgapTHast CMech Ui aHaIn3a
comepxana 5 MkM AmplexRed (10 MM ucxoansiii pacteop B JIMCO), 10 ex. mrt
TIEPOKCH Ia3BI XPEHA, XJIOPOTLIACTHI (KOHIEHTpamus X1 3 Mkr mix 1) u 4 MM NaHCOs B
cpene peakuuu 0.4 M copbuton, 20 MM NaCl, 5 MM MgClz, 25 MM HEPES (pH 7.6)
py KOMHaTHOU TeMiieparype. JlinHa BoJIHbI BO30YX1eHHs 518 HM, CIEKTpHI
3anucbiBaM B quana3zone 550—600 um. OOpa3ern ocBelany BHyTpU Giayopumerpa
(Shimadzu, SInonus), ucnonb3ys HHTEPHEPEHIIMOHHBIA PUIBTP C MPOMYCKAHHEM OT
245 um 110 490 uM. KanubpoBouHast KpuBast ObL1a 3allMcaHa ¢ U3BECTHBIMU
koHueHTpauusmu H202. MTHTeHCUBHOCTH eiCTBYIONIETo cBeTa coctanisiia 200

MKMOJIb KBAHTOB M72 Cil.

2.22. Macc-cneKTpoMeTpruUyecKue H3MepeHust

Macc-cnekTpoMeTpruIeCKUe U3MEPEHUS TPOBOAWIN HA JTUCTOBBIX AUCKax 1.3
CM?, TIOJTydeHHBIE U3 4—5-HeIenbHEIX pacTerHuil apabuoncuca. J{uckn 661
MIOMEIIEHBI B TEPMETUYHYIO 3aKPBITYIO KaMepy o0beMoM 1.6 M1 1 u3MepeHust

IIPOBOJWIIN C ITOMOIIIBbI0O MEMOPaHHOM Macc-CrieKTpoMeTpun (MeMOpaHHBIH BBOJ, a
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membrane inlet mass spectrometry) (MIMS) (MakcBemt u ap., 1998; bekman u ap.,
2009). JIucToBO# AMCK, TIOMEIIEHHBIN B 3aKPBITYIO JIUCTOBYIO KaMepy, IpoayBanu N2
710 HOJIHOTO HCYE3HOBEHHs BCex ra3oB B cucteme. Mzoromnst 120, u CO, no6asnsiu B
M3BECTHBIX 00beMax Juisi ocTrxkeHus: KoHueHtpauu 21% Oz u 3% CO2. Ucnonb3ys
MIMS, curnaibsl 00pa31i0B 3aUChIBAIM OJHOBPEMEHHO MPHU «Macca/3apsaa» = 32, 36 u
44. TTornouienne CO2 ObIIO pacCUNTaHO KaK yMEHBIICHUE «Macca/3apsiny = 44,
BBIJICJIEHUE KHCIIOPOJia — YBEJIMYEHUE «Macca/3apsaay = 32, nornomenue Oz —
yMeHbllIeHue «Macca/3apsaay» = 36. [lornonienue kucaopoaa B TEMHOTE, IPOUCXOSIIEE
3a CYeT JbIXaHUs pacTeHUI, ObLIO BHIYTEHO U3 MOIJIOIICHUS KUCI0POia, U3MEPEHHOTO

IIpu OCBCUICHUH.

2.23. KoudokajibHass MUKPOCKOMHS

Ncnonp3oBanu koHokanbHbiii Mukpockon Leica TCS SPE (I'epmanust). [pu
paboTe ¢ mpoTorIacTaMu HCIoIb30BaNN (uryopectueHTHbIH kpacutens H2DCFDA (mipu
B3aumoeicteuu ¢ HoOz mporcxoaut odpazoBanue ¢uyopecueHtnoro npoaykra DCF),
¢ xsoporutactamu — Amplex Red (mipu B3aumoneiicteuu ¢ H202 poucxomut
obOpazoBanue GIyopeclieHTHOTO MpoAyKTa pe3opyduHa). [lapamerpsl nist HabmroaeHUS
bayopecueniuu xyuopoduna: Bo30yxkaenue 635 HM, peructpaius B nuamna3one 640—
750 um; payopecuenuun DCF u pe3opyduna: Bo3Oyxaenue 488 HM, perucrpanus B
muana3one 504543 um u 540—-600 HM, COOTBETCTBEHHO. Bpemst HaOMI0IeHUS B OTIBITAX
C IPOTOIIACTaMH MPHU OTCYTCTBUH MX CIaBIUBaHUs gocturano 5—10 munyt. Qs
K10 cepun n300pakeHu# ObLIT MpeIoCTaBIeH CBexkMi oOpazem. O6paserr ObLT
MPUTOTOBJIEH HAa MPEIMETHOM CTEKJIE U COJIepKall: 4 MKJI CyCIIeH3UHU MpoToIiacTa u 4
Mkl H2DCFDA (xoneunas konnentpaius H2DCFDA, 50 mxM). O6pasen HakpbIBaJIn
MMOKPOBHBIM CTEKJIOM M IMIOMEIIAIH 10T MUKPOCKOI. MOIIIHOCTS J1a3epa Obuta
yctanoBieHa Ha 10% (i1azep 488 um) u 20% (mazep 635 am). JlazepHbIit ICTOUHUK
JeiicTBOBal Kak (POTOCMHTETUYECKH aKTUBHBINM CBET, BO BpEMs DKCIIEPUMEHTA HE
MCIIOJIb30BAJIM JIOMIOJIHUTENbHBIA UCTOUYHUK cBeTa. 10% nazepHoro cBera 488 HM
COOTBETCTBOBAIIM MPHONM3UTENBHO 1500 MKMOJH KBAHTOB M 2 C 1.

[Ipu paboTe ¢ HHTAKTHBIMU XJIOpOIJIacTaMu oOpaszerr coaepkan S MKkM
Amplex Red (10 MM matounsiit pactBop B JIMCO), cycrieH3uI0 XJI0pOIIacTOB
(xoHneHTpanust X 3 MKT MJI_]'), 10 em. Mot t nepokcuaasbl xpeHa, 4 MM NaHCOs.
Mor1HOCTh J1a3€pOB MUKpOCKoOIIa Obljla ycTaHoBleHa Ha 5% (na3ep 488 um) u 10%

(;mazep 635 uM), 9TOOBI M30€kKaTh (PoTOOOECIIBEUMBAHUS U JAETpaaIluy XJIOpodua.
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JlazepHbIit ICTOYHUK IEWCTBOBAT KaK ()OTOCHHTETHYECKH aKTUBHBINA CBET, BO BPEMS
AKCIIEPUMEHTA HE MCII0JIb30BAJIN JOIOJHUTENbHBIN HCTOYHUK cBeTa. 5% J1a3epHOro
cBeTa 488 HM cooTBeTcTBOBaIM IpuMepHo 700-800 MKMOIIL KBaHTOB M 2 ¢ *. B paboTte
MPUMEHSITN O0BEKTUBBI C MACIIIHON UMMeEpCHUeH, PU UCTIOIb30BaHIUH KOTOPBIX YETKYIO
KapTUHY pacipeaenaeHus (ryopeciieHIIM MO>KHO HaOII0aTh B y4acTKax,

PAacCIIONIOKEHHBIX OJIN3KO K OOBEKTUBY.

2.24. TlpoBeaeHue MOJMMePA3HOM 1[eMHON peakIUy B pe;KuMe pPeaibHOIro
BpeMeHHU

JIucThs 3aMOpaKUBAITH B )KUJIKOM a30T€ M IKCTparupoBaiu rotansayo PHK,
ucnons3ys Aurum total RNA mini Kit (Bio Rad, CIIIA), u o6pabarsiBanu JIHKa3zamu
Ut ipefoTBpanienns konramuHanmu renomuoit JIHK. 400 ur kaxknoro PHK-o6pasna
UCIIOJIL30BAJIH JJIsl 00paTHOM TpaHCKpuMimu ¢ nomortibto BioRad iScript reverse
transcription supermix reagents. Konuuectsennass OT-IILIP ¢ obpatHoii
TPAHCKPHUIILIKEH ObLiIa POBE/ICHA B TPEX HE3aBHCUMBIX MOBTOPHOCTSIX. J[aHHBIC ObLIN
HOPMAJIM30BaHBI 10 SKCIIPECCUH I'eHa aKTHHA, KOTOPBIN SKCIPECCUPYETCSI Ha
nocrossiaoM ypoBae. [TIIP peakimro nmposoauiu ¢ momorisio 1Q5 cycler (Bio Rad,
CHIA). Ins apabugoncuca ObLIH UCIIOIBb30BaHbI npaiimeps! k reram Ihch2.2, Iheb3 u
Ihch6 (Xu u np., 2012). st stameHs ObLTH UCTIONB30BaHbI paiiMeps! k reHam lhehl,
Ihcb3 u Ihcb6 (Frigerio u ap., 2007), mociae10BaTeIbHOCTH OJUTOHYKICOTH/IOB,
ucnonbs3oBanubie s Ihcb4: mpsmoit CTCTTAAGTGGTCGGTGGT, obOpaTHbrit
TCCTATGTGATCGGACCAGC; Ihch5: mpsimoit GATCTACTTGCCCAACGG,
obpatubiit CATGGATGAGCTCAAAGGCC.

2.25. YcaoBusi KyJIbTHBHPOBAHHS MHKPOOPTaHU3MOB

JUist KOMOHUIAIIMK PACTEHUN apabuI0NIcuca HCIOIb30BAIN KYIBTYpY
Pseudomonas putida (P. Putida) BS3701 (mramM mipeaocTaBiieH COTPYAHUKAMH
NB®M PAH, IlymuHo), BelpallleHHYI0 B TeueHue 16 yacoB Ha OoraToi mUTaTeIbHOM
cpene LB, conepxasmreii (r 1t): 6axrorpunton — 10, aposxokeBoii sxctpakt — 5 u NaCl
—10. Ins onpenenenus BbpkuaeMoct P. putida BS3701 B pusochepe pacrenuii
apalujoricuca UCIoIb30BaNIM CEIEKTUBHYIO MUTaTeNbHYyI0 cpeny King B, cnenytoniero
cocrasa (T 1 1): mpoTteasHslii menToH — 20, ruapodocdar kamus — 1.5, cyabdar Maraus

(6-BomHbIit) — 1.5 1 arap-arap — 20.
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2.26. Omnpenenenne KOJOHU3NPYIOIIEH cocoOHoCTH pu3ocepHbIX DakTepui

Jlis ompesienieHust CHOCOOHOCTH OaKTepHil KOJIOHU3UPOBATH puzochepy
pacTeHuil TPOBOAWIM CMBIB C KOpHEU uepe3 7 u 14 quel nocie Havaaa KOJOHU3AIUH.
Kopuu ocBoO0k 111 OT KPYMHBIX KOMKOB 3€MJIH, ToMeaiy B ¢puspactsop (1 ¢
BiIaKHOU 6uomaccel Ha 100 M1 pacTBOpa) M MepeMeIMBaIN Ha MyJIbTH-poTaTope Multi
Bio RS-24 (“Biosan”, JlatBusi) npu ckopoctu 30 06. Mun * B Teuenne 30 munyt. [locne
CTaH/IapTHBIX CEPUIHBIX pa3Be/IeHUI BhICEBATIN Ha celekTUBHYI0 cpeny King B mis
ueHTUHUKAIIMA MUKPOOPraHu3MoB poaa Pseudomonas. P. putida BS3701
COXpaHSUIHCh B pu3ocdepe B TEUEHUE BCETO IKCIIEPUMEHTA, KOHIICHTPALIUs
GaKTepUanbHOH KyIbTypsl cocTapisna ~6 X 10° KOE ! snaxuoit 6momaccs. O6ias
MUKpOOHasi 00CEeMEHEHHOCTh KOJIOHM3UPOBAHHBIX PACTEHUH (OLIEHUBAJIH BCE
KyJIbTHBHpYeMbIe (popMbI) cocTasmna ~108 KOE r! BnaxHoit 6momaccsl. Illtamm P.
putida BS3701 He oOHapyXHBaJIu MPU CMBIBE C KOPHEH HEKOJIOHU3UPOBAHHBIX
pacTenwuii, ux 061Ias MUKpoOHas 06ceMeHeHHOCTh cocTaBisna ~7 X 107 KOE rt

BJIQKHOH OMOMACCHI.
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I'nasa 3. Pe3yabTaTnl

3.1. O6pa3oBaHue MePOKCH/IA BOAOPOAA KOMIIOHEHTAMH (JOTOCMHTETHYECKOI
3JIEKTPOH-TPAHCIIOPTHOM Lenu

s uccnenoanus oopazoanust H,Oz kommonenTamu @OTI B paznuuHbix
YCJIOBHSIX OCBEILIEHHOCTH MCIOJIb30BAJIM BBIJICJICHHBIE THUJIAKOUIBI TOPOXa C
MPUMEHEHHUEM METO/Ia 3JIEKTPOHHOTO mapamMaruutHoro pezonanca (JOI1P) u
ruapo(UIBHOM CIMHOBOM JTOBYIIKH N-TepT-OyTHiI-anbha-(4-mupuaui-1-0Kkcu)
HUTpOH (4-POBN) 1151 perucrpannu ruipoKCUIBHOTO paauKaa, FTeHEPUPYEMOro B
H202-3aBucumoii peakiuu npu 100aBICHIN METAILUIOB IEPEMEHHOM BAJICHTHOCTH, B
gacTHOCTH kene3a Fe?*. B Hammx skcrepuMeHTax B KauecTBe IocTaBmuka Fet
ucnonb3oBaau FEEDTA — kooparHAIIMOHHBI KOMILJIEKC, 00pa30BaHHBIM U3 HOHOB
JKele3a U ATWICHIUAMHUHTETpayKCyCcHOU kucnoThl. CrimHoBast moBymika 4-POBN
pearupyer ¢ TUIPOKCUIILHBIMH PaJIMKaJIaMH B IPUCYTCTBUU 3TAHOJIA, TPUBOS K
00pa30oBaHMIO CTAOUILHOTO HUTPOKCUTHOTO paJuKalia, KOTOPBIA MOKET ObITh
obOHapyxeH meroaoMm DIIP-criekrpockonuu. Ha Puc. 126 nokazan curnan J11P
HUTPOKCUJIBHOTO paJivKalia, U3MEPEHHBIN MTOCJIE OCBEIIECHUS U30JMPOBAHHBIX
THIIAKOM/IOB OEIBIM CBETOM MHTEHCHBHOCTHIO 1200 MKMOJIb KBAHTOB M 2 C %, 10
OCBELICHHUS ATOT CUTHAJ ObLT pakTHuecku HyneBbIM (Puc. 12a). Otanon u FeEDTA
ObLTH T0OaBIIEHBI Cpa3y MOCIE OCBEIIEHUS, UTOOBI M30€KaTh BO3MOKHOTO HETATUBHOTO
BIUssHUS Ha KoMIoHeHThl @O T aTux nob6aBok Bo Bpems ocBenieHus1. JloOaBieHue
KaTtaasbl II0cJIe OCBEIIEHHS, HO 40 Jo0aBiaeHusa 3Ttanona u FeEDTA, nogasiisiiio
U3MepsIeMbIii Ha CBeTY curHaN nonHocThio (Puc. 128). B orcyrctBue FEEDTA Takoke
HUKaKOTr0 CUTHaJa He ObL10 3apeructpupoBano (Puc. 12r). [lonyyeHHble JaHHBIE
CBHJIETEIILCTBYET O TOM, UYTO B TTOJTO0OPAHHBIX YCIOBUAX HAMHU U3MEPSAETCS TOJIBKO TOT
CUTHAJI, KOTOPBIH orocpeaoBaH oOpazoBanueM uMeHHO H202 Bo BpeMst ocBeIIeHHUS.
JIuirs HeOOBIION CUTHAN OBUT U3MEPEH B NPUCYTCTBUM AuypoHa (Puc. 121),
JIEMOHCTpHPYS, uTo u3Mepsiemblii H2O2 Ha Puc. 126 sBinsics mpoayKTom

(GYHKIIMOHUPOBAHUS POTOCUHTETUYECKON IEKTPOH-TPAHCTIOPTHOM IIETH.
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Puc. 12. OIIP curHain HUTPOKCHIIBHBIX PAIUKATIOB, 00pa3yIONIMXCS B Pe3yIbTaTe
peakuuu 4-POBN ¢ ruipoKCHIIBHBIMY pagyKaniaMu, TeHepupyeMbiMu B H202-
3aBUCHUMOM PEaKIIMH, B TUIAKOUIHOM CYCIIEH3UH B TEMHOTE (), mociie ocenieHust (0),
TocJie OCBelleH s B IIPUCYTCTBUM KaTanasbl (300 e, M 1) (B); mocie ocBelenus 6e3
nob6asku FEEDTA (r); mocne ocBemienus B mpucyTcTBun quypoHa (10 MxM) ().
NurencuBHOCTE Genoro cera 1200 MKMOIb KBaHTOB M 2 ¢ *. KoHneHTpanus
xnopoduma 50 mxr X mirt. pH 7.6. Bo Bcex cnywasx 6s11 mo6asnes NH4Cl (10 MM).
Ocgemienue B TeueHue 3-x MUHYT. CEKTphI IOKa3aHbl B OJJHOM MaciiTabe.

Puc. 13 nokassiBaeT DIIP curHam HUTPOKCHIIBHBIX PAJUKAJIOB Yepe3 3 MHUHYTHI
OCBEIICHUS THJIAKOMJIOB B OTCYTCTBUE U B IPUCYTCTBUH 3K30I€HHO J100aBieHHOro 40
MKM 1nuToxpoma c, KOTOpslii siBisiercst 23ppekTuBHO noBymKoit Oz, OKucss 3T
paavKaibl 10 MOJIEKYJISIPHOTO KACI0poAa. byiyun BoIOpacCTBOPUMBIM BEIIECTBOM,
IIUTOXPOM ¢ HE CIIOCOOEH MPOHUKATh BHYTPh MEMOpaH u B3auMoaeicTByeT ¢ O™
TOJILKO BHE MeMOpaHbl, mpeaoTBpaias oopasosanue H202 B BogHoil daze
TUJIAKOUIHOM cycnieH3uu. st Toro, 4ToObI IUTOXPOM c¢ ynaBiauBai Bce Oz,

00pa3oBaHHBIC BHE MEMOpaHbI, HECOOXOIMMO UCITOJIB30BATh €r0 B HACHITIAIOIICH
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KOHIeHTpauuu. [Ipu olleHKe HachIAoNIei KOHIIEHTPAMHY IUTOXPOMA ¢ BaXKHO
YUUTHIBATh, YTO OH BOCCTaHABIMBAETCs HE TOIbKO O2", HO 1 komnoHeHTamu OITL]
(Kruk u gp., 2003). [TosToMy HE0OXOAUMO OBLIO OMPEACIUTh M UCIOIH30BATH HMECHHO
HACBILIAIOIIYI0 KOHIEHTPALUIO [Tl CYTIEPOKCUA-3aBUCUMOTO BOCCTAHOBIICHUS
nuToxpoMa c. Panee Hamu Obu1o mokaszaHo, uto npu pH 7.8 cynepokcun-3aBucumas
CKOPOCTh BOCCTAHOBJICHUS ITUTOXPOMA ¢ (PACCUUTHIBACTCS KAK PAa3HHUIIA MEXKTY
CKOPOCTSIMU BOCCTaHOBJICHHS IIATOXpPOMA ¢ B OTCYTCTBUE U B nipucyrcteuu COJI)
JIOCTUTAeT MaKCUMaJIbHBIX 3HaYeHU 1pu 30 MKM KOHILIEHTpalMy HUTOXPOMa ¢ NPU
BBICOKOM HHTEHCUBHOCTH cBeTa (MyOapakimna u ap., 2006; Mubarakshina u ap.,
2006).

Cursa HUTPOKCHUIIBHBIX PAMKaIOB B OTCYTCTBUE IIUTOXPOMA C
(mokaspiBaromii oomiee oopazosanue H2Oz B ®OTII) mocie ocBenieHns THIAKOUIOB
CBETOM MHTEHCHBHOCTBIO 500 MKMOIIb KBaHTOB M 2 ¢ * (Puc. 13B, a) GbLI IOYTH BABOE
0o0JbI1IE CUTHATIA, TOJIYYEHHOI'O II0CIIE OCBELIEHHSI CBETOM UMHTEHCUBHOCTHIO 50 MKMOJIb
KBaHTOB M 2 ¢ © (Puc. 13A, a). B TeMHOTE 3TOT cHTrHaN ObUT IPAKTHUECKH HYIEBBIM KaK
B OTCYTCTBHE, TaK U B IPUCYTCTBUH LIUTOXpOMA ¢ (He MoKa3aHo). B npucyrcruun
[IUTOXPOMA ¢ OYEHb HE3HAYUTENbHBIN CUTHAN OBbLIT H3MEPEH MOCIIE OCBEIIEHUSI CBETOM
HU3KOH MHTEHCHBHOCTH 50 MKMOJIb KBaHTOB M 2 ¢ * (Puc. 13A, 6). D10
CBHUJICTEILCTBYET O TOM, YTO NMPAKTUIECKU Bce oOpazoBanue HoO2 npu HU3KOM
WHTEHCUBHOCTH CBETa MPOUCXOJUT MPEUMYILIECTBEHHO MpH reHepanuu 02"
komnonentamMu @OTL] BHe TunakouaHoi MmeMOpanbl. OTHAKO TOCTIE OCBELICHHS
CBETOM BBICOKO# HHTEHCHBHOCTH 500 MKMOJIb KBAHTOB M 2 ¢ * GBLI 3aperUCTPHPOBAH
sHaunTeabHbIN DIIP curnan naxe B mpucyrctBun muroxpoma ¢ (Puc. 13b, 6). 910
O3HayvaeT, uTo oopazoBanue H2O: B mpenenax THIaKOUIHOW MEMOpaHbl YBEIHUNBACTCS
3HAUUTENBHO C YBEIMUEHUEM HHTEHCUBHOCTH cBeTa. [Ipu sToM yBenuueHue
cymmapHoi poaykiu HoO2 kommonenTamu @OTL mpu BRICOKO# HHTEHCHBHOCTH
CBETa MPOUMCXOJINT, B OCHOBHOM, 3a cUeT yBenmueHus renepanun H2O2, m3mepeHHoro B
MPUCYTCTBUH IIUTOXPOMA ¢, KOTOPBIN OBLT HAMU Ha3BaH «MeMOpaHHBIMY». Pacuer
mokasaj, yTo obpazoBanue «mMemMopanHoro» H>O» mpu BBICOKOW HHTEHCUBHOCTH CBETA

cocraBisieT okojio 50% ot obmrero odpazosanus H.O, B ®ITLI.
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Puc. 13. BnusiHue MHTEHCUBHOCTH CBETa Ha BEJIMUMHY CUTHAJIa HUTPOKCUIIBHBIX
paaukanoB, oOpasyrouuxcs B pedynbrare peakiuu 4-POBN ¢ ruipoKCUiIbHBIMU
panukanamu, renepupyembiMu B H2O2-3aBucUMON peakiiuy, B THIAKOMIHON CYCIIEH3UH
B oTCyTCTBHE (a) 1 B npucytcTBuu (0) 40 MxM nuroxpoma c. KonnuectBo Tuinakonios
COOTBETCTBOBANO KOHLEeHTpamuy 15 Mkr X mii L. IHTeHCHMBHOCTB KpacHoro cpera (A>
600 uM) 50 (A) 1 500 MxMons kBaHTOB M 2 ¢ L (B). pH 7.6. Bo Beex crnydasx Obi
no6asned 1 MM rpamunuaus /l. OcBemenue B TeueHue 3-x MUHYT. CrIeKTpbI
MoKa3aHbl B OJHOM MacIiTabe.

Wcnonb3ys npeAcTaBICHHBIE CIIEKTPBI, MOXXHO OLIEHHUTh, 9TO «<MEMOpPaHHOE)
obpazoBanue H20: (B mpUCYTCTBHU IIUTOXPOMA C) YBEITMUMBACTCS CYIIECTBEHHEE, YeM
oOpaszoBanue H202 BHe TUIaKOUI0B (PaCCUUTAHO KaK pa3HUIA MEX/ly CUTHAJIaMU B
OTCYTCTBHUE U B IPUCYTCTBHHU IIUTOXPOMA C) C yBEITHYCHUEM MHTEHCUBHOCTH cBeTa [*1].

Takum 0Opa3oM, yBenndeHne cymmapHoi npoaykiuu H2O2 koMmnoneHTaMu
OOTI npy NOBBILIEHNH HHTEHCUBHOCTH CBETA IIPOUCXOJINUT, B OCHOBHOM, 3a CUET
yBenuueHus: oopazoBanus «meMmopanHoro» H202. DToT BeIBOA cornacyercs ¢
IpeANoIoOKEeHUEM, CIIeTITaHHBIM B Haleil 6onee panneit pabore (Mubarakshina u np.,
2006).

JlomomHUTENBHO OlleHUBaIM 00pazoBaHue «MemoOpanHoro» HoO, myrem

I[OGaBKI/I KaTaJ1a3bl ITOCJIC OCBCHICHUA U30JIUPOBAHHBIX THJIIAKOUAOB B IPUCYTCTBUHU U B
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OTCYTCTBHE LIUTOXPOMA €, U3MEPSISi CKOPOCTh U3MEHEHUS KOHLEHTPALlUU KUCIOpoaa B
siueiike. B pabote ObLT KCI0JIb30BaH METHUIIBHOJIOTeH (MB), aKIIENTOP JIEKTPOHOB OT
kodakropoB Fa/Fg @C |, koTopblii, Oy1y4r BOCCTAHOBIICHHBIM, BOCCTAaHABIMBACT C
BBICOKO#T ckopocThio Oz 10 02 (k=8 x 108 M™* ¢ ™). Mcnonw3oBanne ®p,
€CTECTBEHHOI'0 aKIIENITOpa 3JIEKTPOHOB, ObLIIO HEBO3MOKHO, TOCKOJIbKY DJ1
3¢ (HEeKTHBHO BOCCTAHABIUBALCT ITUTOXPOM ¢, KOTOPBIA OBLIT HEOOXOAMM, YTOOBI
npenoTBpaTuTh oopasoBanre H2O2 3a cueT CIIOHTAaHHOTO JUCTIPOTIOPIIMOHUPOBAHUS B
BOJHOM cpefie (cM. Bblle). MB ObLI UCIIOJIE30BaH BMeCTO cucTeMbl ®n u HAJID™,
YTOOBI MPUOIM3UTE CKOPOCTH TpaHcnopTa AMeKTpoHoB 1o GITI] k ¢pusnonorunyeckum
ckopocTsaM. /st Toro, 4ToObI OTBETUTH HA BOIIPOC, 00pa3yeTcs i «MeMOpaHHBIN»
H202 B mpucyrcTBun MB, 3Mepsuii M3MEHEHHE KOHIICHTPAITMH KUCIIOPO/a B sTYCHKE B
OTCYTCTBHE U B IPUCYTCTBHHU KaTajasbl (hepmenta, pasnaratomero H202), cormacHo
(Mubarakshina u ap., 2006; My6apaxiuHa u ap., 2006).

YuurteiBas kodpduruent pacupenenenus H.O2 B cpene «ruapodobuas dasza
(6en3om)/Bogan, paBubrit 0.005 (Leo u ap., 1971), H202, obpazoBanHbIl B MeMOpaHe
WK B IpuMeMOpaHHOM ciioe, ObicTpo quddyHaAupyeT B BOAHYIO (a3y M OKa3bIBaeTCs
JOCTYMHBIM KaTanase, kak U H2O2, 00pa3oBaHHbII BHE TUIIAKOUIHON MEMOpPAHBHI.
COOTBETCTBEHHO, €CITU TIPOUCXOANT BBIJIEIIEHUE KHCIOPOAa ITPpH J00AaBKe KaTaias3bl
10CJIe OCBEUICHHMS, TO 3TO yKa3biBaeT Ha oOpa3oBanue H202 B mpucyrcTBun
uToxpoMa c. JleiicTBUTeNnsHO, MBI HAOMIOAAU 3HAYUTEILHOE BhIICTICHHE KICIOPOa B
OTBET Ha BBEJICHHUE KaTalla3bl B CYCIIEH3UIO TUJIAKOUIOB Tocie ocBerienus ceerom 200
MKMOTb (hoToHOB M 2 ¢ * (Puc. 14), B TO Bpems Kak BbIAeNEeHHE KHCIOPOa ObIIO
HE3HAYNTENBHBIM TI0CIIE OCBEIIEHHS CBETOM 50 MKMOIB GOTOHOB M 2 ¢+ (He

IOKa3aHo).
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N3MEHEHME KOHLIEHTpaLuK
O2 B s4enke, OTH. en.
(o]
1

50 100 150 200 250

BpeMs, Cek

Puc. 14. Tunu4uHas 3KcniepuMeHTalIbHas KprBasi U3MEHEeHUs KoHLeHTpauu Oz,
U3MEpEeHHas B CyCIIEH3UHU THJIAKOUA0B B pucyTcTBUU 60 MKM 1utoxpoma ¢ u 1 MkM
Mg, pH 7.6.

KOJIH4eCTBO THIAKOHIOB COOTBETCTBOBANIO KOHIEHTpamuy 15 Mkr X vt 2.
IHTeHCHBHOCTH KpacHOTo cBeTa (A> 600 uM) 200 MKMOIb KBaHTOB M 2 ¢ . CTpenKku
YKa3bIBalOT MOMEHTBHI, KOT/1a CBET ObLI BKJIFOUEH MJIM BBIKJIIOUEH, a TAK)KE€ MOMEHT
no6asku katanassl (100 eq. mm b).

H3MepeHHbIe KOJTMYECTBA BBIIEIUBIIErOCs KHCIOPOa C YIETOM
CTEXMOMETPUH OTHOCUTEIbHO 0Opa3zoBaginerocss HoO2 u BpeMeHH OCBEIeHHUs ObLTH
nepecyrTanbl B CkopocT obpazoanus H2O2 u npescrasienst Ha Puc. 15. TToka3zano,
YTO yBEJIHMUYCHHE MHTEHCUBHOCTH CBETA MPUBOAUT K YBEJIMUYEHHUIO KaK 0OIIeH
npoaykiuu H2O2 [*2, *3], tak u npoaykinuu «memopanuoro» HoOz [*4, *5]. MoxHo
OTMETHUTh, 4TO 0bIee obpazoBanne H202 pu naTeHCHMBHOCTH cBeTa 200 MKMOJIH

2 ¢! mpaKTHYECKU COOTBETCTBYET cyMMe 001ero obpasosanus H202 mpu

KBaHTOB M
MHTEHCUBHOCTH CBeTa 50 MKMOJIb KBAHTOB M 2 C M MPOAYKIIHH «MeMbpanHoroy» Ho02
TIPY MHTEHCHBHOCTHU cBeta 200 MKMOIb KBAHTOB M 2 ¢ *. DTH pe3yIbTaThl OKA3alH,
YTO YBEJIMYECHNE MHTEHCUBHOCTH CBETA MPUBOAMT K YBEIMUCHHUIO 00pa30BaHuUs
«meMOpanHoro» H202 u uto yBennueHue oduiero o0pa3oBaHus MepoKCHIa BOAOPOIa B

OOTL mpy yBETMYEHUH MTHTEHCUBHOCTH CBETA MPOUCXOAUT MPEUMYIIIECTBEHHO 32 CUET

YBEJIMYEHUS «MEMOpaHHOI» (hpakiuu mepoKcuaa BOIOPOIa.
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- obwas ckopocmu
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Puc. 15. Ckopoctb o6pazoBanust H202 B cycnieH3un U30IMPOBAHHBIX TUIIAKOUI0B

B IIPUCYTCTBHH (3aIITPUXOBAHHBIE CTOJIOIBI) U B OTCYTCTBHE 60 MKM muToxpoma ¢
(cepsle cTonbubl). KonnyecTBo THIIAKOUI0B COOTBETCTBOBAIO KOHLIEHTPALMH 15 MKT
Xn mn L. MaTeHCHBHOCTH KpacHOTO cBeta (> 600 M) 50 1 200 MKMOJIb KBAHTOB M 2
¢ L. Onenky conepsxanns H20, nposoaunu myTem no6asku katanasel (100 ex. v 1),
Kak rnokaszano Ha Puc. 14. pH 7.6. VI3amepenus npooawiu B mpucyrctBuu 1 MkM MB.

3.2. Peaknus [IXH2 ¢ O2"™ B TWJIaKOUIHOW MeMOpaHe

YroObl 00BACHUTH YCTAaHOBJIECHHBIN (hakT 00pa30BaHMs HA CBETY
«membOpannoro» H2O», Hamu Obl1a BRIIBUHYTA THIIOTE3a 00 €ro 00pa30BaHUHU B
pe3yabTare peakuu Oz ¢ BOCCTaHOBJIEHHBIM IIACTOXMHOHOM, MOJIEKYJIOH
mnacroruapoxunona [1XH» (Peakuust 2, cm. O030p nureparypsr) [*4, *5, *6, *7].
Peakuus [IXH2 ¢ O2" nomkHa npuBoauTh K okucienuto I1X nyna, u 11 BeIABICHUS
BO3MOXHOCTH €€ MPOTEKaHUsI B MEMOpaHe MTPOBOININ OLIEHKY OKUCIIUTEIIBHO-
BOCCTAaHOBUTEIHHOTO cocTosiHus [1X myna npu mogade O2" B MeMOpaHy OT BHEIIIHETO
UCTOYHHUKA. DTy OLEHKY ITPOBOJANIN HECKOJIBKUMHU CIIOCOOaMU:

A) onpenensist Benmmuuny 1 — qP, tae qP = (Fm' — Fs)/(Fm' — Fo') (Tullberg u ap., 2000)
u 1 —qL, rae qL = qP x (Fo/Fs) (Kramer u ap., 2004) myrem nu3MepeHus

bayopecteHIuu XJIopoduiia @ mpu OCBEIICHNUH;
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b) ¢ momompsro nzmepenus OJIP HHAYKITMOHHBIX KPUBBIX (PIIyopeclieHInH XJI0poduiuia
a ©C Il, peructpupyembIx B TEUEHUE CEKYHIHOT'O OCBEIEHUS TUIAKOUIOB CHIIbHBIM,

3000 MkMOITb KBaHTOB M 2 ¢ 1, cBetoM (Kalaji u zip., 2014);

B) nyreM uzMepeHus XxapakTepuCTUK UHAYKINUU (hiayopecleHuu Xaopopuuia a mpu

2 1

HHU3KOM, 8 MKMOJIb KBAHTOB M “ C -, HHTCHCUBHOCTH CBETA.

A) Boutu ipoBeieHBI TONBITKH BBECTH O2” B TWIIAKOUIHYIO MEMOpPaHY B BUIC
KO2, conu cynepokcuaHOro aHMOH pajukana, ogHako, npumenenue KOz He nmpuseno k
ycIexy, OCKOJIbKY Jjayke HaJlnune HeOOoIbIIoi BOAHOM (ha3bl IPUBOIUT K OBICTPOM
peakuuu aucMyrtanuu U ucueznoseHuto Oz . IlponyuupoBanue Oz B peakuuu
kcanTuHa (KC) ¢ monexkynamu O2, katanusupyemoit kcantunokcuaazoit (KCO), npu
YCIIOBUU KOHTAKTA MOCJIEHEHN C TOBEPXHOCTHIO TUIAKOUIHON MeMOpaHbl, 103BOJISIIO0
npearnonararh, 4to, o KpaiHel Mepe, yactb O2™ nonazier B MeMOpaHy, U30exas
JUCMYTalLlMU B BOJAHBIX CIIOSIX HAa MeMOpaHHOH noBepxHocTH. Mcnonb3oBanu KCO,
BBIJICTICHHYIO U3 MoJioka [*8]. Hamu Obutn McclieioBaHbl XapaKTEPUCTUKUA 00pa30BaHHUsI
02" n H202 kcaHTHHOKCHa3aMU, BBIJICIIEHHBIMH U3 MUKPOOPTaHU3MOB U U3 KOPOBBETO
MoJoka. J[is o6enx kcanTuHOKcuAa3 noseiienue pH ot 7.2 go 8.9 B oGnactu
ONTUMAJIbHBIX 3HAYCHUN JJIs1 KCAHTUHOKCHIA3HBIX AKTUBHOCTEH MPUBOIUIIO K
YBEJIMUYEHHUIO CKOPOCTH OKHUCIIEHUS KcaHTHHA MoJiekynamu O2. Hapsany ¢
JIBYXJIEKTPOHHBIM BoccTaHoBieHHeM O2 10 H202 kcaHTHHOKCHIa301 MOJIOKa
npoucxoauio oopazoanue Oz, MPOJYKTa OJJHOAIEKTPOHHOIO BOCCTAHOBJICHHUS
MoJiekyn Oz, IpU ATOM CKOPOCTh U 10Jis1 reHepaiu Oz yBeITn4MBaIIUCh C
yBennuenueM pH. Ilpu ¢pyHKImoHnpoBaHNM MUKPOOHON KCAHTHHOKCH/IAa3bl 3TOT
paauKall He perucTpupoBaics B cpesie Mpu oooux 3HaueHusax pH.

s noctuxenus «rocagkn» KCO Ha MOBEPXHOCTh TUIIAKOUHON MEMOpaHbI
ObUT IPUMEHEH TaKOM MpHUEM, KaK «CTapeHHe» TUIAKOUIO0B MOCIIE BbIJICICHUS.
Beenenue cosneil, 00paboTka AeTepreHTaMu, MOBBIIIEHHBIMHI TEMIIEpaTypaMu He
MOKa3ajau cTabMIbHOrO 3P dexra KcaHTUH-KcaHTHHOKcH1a3HoH cucteMbl (KC+KCO) na
OKHCITUTEIBHO-BOCCTaHOBUTENbHOE cocTosiHue [1X myna. CtaOunbHbIe JaHHBIE,
CBUJETENBCTBYIOIME 0 TOM, uTo O2", npoayuupyemsiiit KC+KCO, npuBoaur k
okucnennio [1X mysma [*5], ObutH MoTyYeHsl B 9KCIIEPUMEHTAX C H30IMPOBAHHBIMU
TUJIAKOUJAMHU, BBIJIEPKUBABIIMMHUCS B XOJIOMIIBHUKE BO JIbAY B TeueHHE 24—48 4acos,

T.C. B OKCIICPUMCHTAX C «COCTAPUBUINMHUCH) TUIIAKOUTaMH. Takue THUJIAaKOUAbI TOJIBKO B
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HE3HAYUTENIbHOM CTeNeH! TepsIi POTOXUMUYECKYIO aKTUBHOCTh MO CPAaBHEHHIO CO
CBEXKEBBIJICTICHHBIMH, OJTHAKO «CTapEHHE» JOKHO OBUIO MPUBECTH K U3MEHECHUIO
CBOMCTB IMMOBEPXHOCTH TUJIAKOHUIHBIX MEMOpaH. DTO NPEAOI0KEeHNE OBLIO TIPOBEPEHO
¢ nomopo ananmsa DIIP curnana nponukaromeit B MeMOpany metku SASL-16, u,
TakuM 00pa3oM, OTPaXKaroIlero CBOWCTBa MeMOpaHHOM MoBepXHOCTH. Puc. 16
nokasbiBaeT crekTpbl DI1P metku SASL-16, koTOpbIe OBUTH 3aPETHCTPUPOBAHBI IS
CBEKECH30JIMPOBAHHBIX TUJIAKOUIOB M TUIAKOUIOB uepe3 48 4acoB MMOCIIE BBIICICHUS.
Hab6nronaemoe yBenuuenue curnana DI1P mocne nakyOanuu THIIaKOUIOB BO JIBIY B
TeueHue 48 4acoB MOXKET OBITh 00BSICHEHO O0Jiee 3P PEKTUBHBIM BCTPAUBAHUEM METKH
SASL-16 B MmeMOpany. DTOT pe3yabTaT MPOJAEMOHCTPHUPOBAT H3MEHEHUE CBOKCTB

TUJIAKOUTHOM MEMOpPAHBI PU «CTAPEHUUY.

320000

1

160000

I

SIIP cursaj, OTH. €.

-160000

320000 b L1 L. 1
3420 3440 3460 3480 3500 3520 3540

MarduTHOC IIOJIC, L'c

Puc. 16. Cnextpst DIIP cnimHOBO# MeTkH SASL-16, 3anmcanHbie co

CBCIKCU30JIMPOBAHHBIMU TUJIAKOUJAMHA (‘-IepHLIﬁ I_IBCT) U C TWIAKONJaMU 4Cpe3 48 yacoB

nocJie Beiienenus (cepsiit per). pH7.6. Tunaxous! conepxkanu 100 mxr Xor mi 2.

OTtHocuTeNbHBIN ypoBeHb BoccTaHOBIeHU [1X myrna, usmepennsiit kak 1 — gP,
B orcyrcTBHe U B pucyrcTBuu KC+KCO npu ocBelieHnN CBETOM HHTEHCUBHOCTBIO
100 mmu 200 MKMOJTH KBaHTOB M 2 ¢+, ripu 106aBke KC+KCO K cBeXen30IMpOBAHHEIM
TUJIaKouaaM odTh He u3Mensuics (Tabu. 1). YMeHblieHre ypoBHS BOCCTAHOBICHHS
[1X myna B «cocrapuBmmxcs» Tuiakonaax B npucyrctsuun KC+KCO cocrasmsio 8%

pu 100 u 17% mpu 200 MKMOIIb KBaHTOB M 2 ¢ . CXO3KHiA IO BEJMYUHE KBAHTOBbIIA
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Bbixosr OC |1, HaGmro1aeMblii TOCIIe OCBEIICHUS B IPUCYTCTBUU U B OTCYTCTBHE
KC+KCO, cBunerennpctBoBan 06 orcyrcrBun oTpuniatesibHoro agdexra KC+KCO na
¢yukuuio @C |l mpu ob6enx nnTeHCUBHOCTAX cBeTa. bonee Toro, nodasnenne KC+KCO
K TUJIAKOUJIaM TPUBEIIO K CHIKEHUIO ypoBHs Fs, B TO BpeMs kKak HUKaKoro 3gdexra Ha
ypoBeHb Fo He HaOmrogaIIH.

[Tonmy4yenHble JaHHBIE OBUTH TaK)Xe paccuuTaHbl Mo Gpopmyne qL = qP x
(Fo'/Fs) (Kramer u zip., 2004). Cunraercs, uro L MOXeT sBIsThCs OoJice
JIOCTOBEPHBIM (UJIH, 110 KpaiHel Mepe, JOMOIHUTENbHBIM) TApaMETPOM JIJIS1 OLIEHKH
OKHCIIUTEIBbHO-BOCCTAHOBUTENBbHOTO cocTostHUS [1X myna. 3nadenust 1 — L mocne 48
4acoB «CTapeHus» Tuiakon10B coorBeTcTBoBaiu 0.560 + 0.007 u 0.520 + 0.007 npu

100 MKkMOMB KBaHTOB M 2 ¢ ; 0.710 £ 0.001 1 0.620 + 0.004 mpu 200 MKMOJIb KBAHTOB

2 1

M “ ¢~ B npucyrctBuu ogHoro KC u KC+KCO, coorBercTBeHHO. Takum o6pazom,

JAaHHBIC, TTIOJIYUCHHBIC IIPU PACUCTC 1- qL, MNOATBCPIKAAIOT JaHHBIC, ITOJTYYCHHBIC ITPHU

pacuere 1 —qP.

Tabn. 1. Bnusinue BBeieHUs B THIIaKOUHYIO cycrnieH3uto kcantuHa (KC, 1 MM) u
kcanTuHOKcuaa3bl (KCO, 0.12 en. Mnfl), npoayuupyomux O, Ha OTHOCUTEIbHBIN
ypoBeHb BocctanoBieHus [1X myna, 1 — P, u makcumanbHblil kBaHToBBIN BhIx01 DC I,
Fv/Fwm, pu ocBeliieHnn ¢cBeToM HHTEHCUBHOCTHIO 100 min 200 MKMOJIh KBAHTOB M2ct
B Teyenue 100 cex. @eppurmanu (2 MM) u rpamunuand [ (5 MkM) Obute 100aBIIECHBI.
pH 7.8. Tunakouss! conepxkanu 100 Mkr Xo1 MiT *. Pe3ybTaThl HpeCTaBIeHbl Kak
Cpe/HUE 3HAYEHHsI U3 TPEX HE3aBUCUMBIX M3MEPEHHI + cTaHapTHas ommoka. *P (t-

tecT) <0.05.

WnTencus-
HOCTh
Tunakouasl  aKTMHHYHOIO flobasiu K Fy/Fu no 1-qP Fv/Pu nocne
THJIaKOUAaM OCBELICHUS OCBEIICHUS
CBeTa, MKMOJIb
kBaHTOB M2 ¢!
KC 0.730+ 0.002 0.29 £ 0.006 0.692+ 0.007
100 KC + KCO 0.730+ 0.001 0.29 +0.007 0.687+ 0.001
Caexenso-
JTMpOBAHHbIC KC 0.705+ 0.007 0.429+ 0.004 0.676+ 0.008
200
KC + KCO 0.705+ 0.005 0.445+ 0.008 0.678+ 0.008
KC 0.654+0.016 0.346+ 0.004* 0.608+ 0.004
100
Hocne 48 KC + KCO 0.661+ 0.007 0.317+ 0.001* 0.610+ 0.005
4acoB
«CTapeHus» KC 0.634+ 0.002  0.493+ 0.006* 0.604 + 0.002
200
KC + KCO 0.620+ 0.001  0.407+ 0.004* 0.592 + 0.002
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b) Usmepenust OJIP xpuBBIX MPOBOAMIM C MOMOIIIBIO Mprbopa Hansatech
Instruments HandyPEA. CrnennanbHoe nmpucnocodieHre Obio H3rOTOBICHO ISt
OCBCILIEHUS CYCIICH3HI B MIPSAMOYTOJIBHON KIoBeTe. B paboTe ncnosnb3oBanu
U30JIMPOBaHHbIE TUIIAKOUIBI TOPOXa MOCIe IBYKPATHOW OTMBIBKH OT BO3MOKHOT'O
3arpsA3HEHUs] CTPOMAJIbHBIMU (pepMeHTaMu, B yacTHOcTH, CO/l, nist ynydieHus
«mrocagkn» KCO Ha Tunakounnyto MmemOpany. Cpeia peakuuu He coJiepiKalia caxapasy,
qT0 TaKxke ynyumano «mocaaky» KCO (20 MM NaCl, 3 MM CaCl, 5 mxM JJHO-UHT,
50 MM Hepes-KOH (pH 7.8), tunakouas! (koHueHTpanus xiaopodumia 100 mxr X
M 1),

DKCrepuMEHTBI IPOBOAMUIIN Ha BBIJEPKAHHBIX B T€UEHHE 48 4acoB BO JIbLY
tuinakousax B npucyrctsun JH®-UHT, nnrudburopa okucieHus miacTorupoxXuHOHa
uuT. be/f kKomIUIeKcOM, A7t UcKITroUeHusT BO3MOKHO# postt OC I B n3ydaeMbix
nponeccax. [Tpu no6aBke KC mm KCO 1o otaensHOCTH HE OBUIO JOCTOBEPHBIX
n3MeHennit xapakrepa OJIP kunetuk. CoBMecTHast MX 100aBKa, T.€. BBEJACHUE
KC+KCO, npuoauia k focroBepaomy u3menenuto OJIP kuHeTnku, mpudeM IMEHHO B
TOM YacTH, KOTOpasi COOTBETCTBYET 3aIOHEHHUIO ekTpoHamu [1X myna (Puc. 17).
BennunHo#, KOJIMYECTBEHHO XapaKTEPU3yIOLIe pasmep okuciieHHou noau 11X myia,
CIIY’)KHT BeITUYHHA Sy, TUIOMIAh HAJl KPUBOW MHIAYKIIHH (DITyOpPECIeHIINN XJIOpOopHLIa
a. Ha Puc. 17A, Puc. 18 u B Ta0:1. 2 moka3aHo, 4TO yBeTUYEeHUE Sm MpH 100aBKe
KC+KCO x Tunakouiam yepe3 2 MUHYTHI BbIIEP>KUBAHUS B TEMHOTE (IIepBast
BCIBIIIKA) COCTAaBIISIO0 35% MO CpaBHEHMIO C BEIMYMHON Sm Ipu 100aBKE OJTHOTO
KCaHTHHA B Ka4€CTBE KOHTPOJIS. DTO CBUAETEIHCTBOBAJIO O TOM, YTO BBEACHHE
KC+KCO B cycnen3uio Tuiaakou10B NpuBoAmIo k okuciaenuto I1X nyna. ['pamunuann
J1 ve Bnusn Ha >3pdext nodasku KC+KCO. IIpu Bropoii Benbliiike, yepe3 1 MUHYTY
1ocJie epBOM BCIBILIKY, BennunHa Sm B pucyrctBur KC+KCO yBennuuBanach
CYIIECTBEHHEE, YEM ITPH MEPBOM BCIBIIIKE, IOYTH B 2 pa3a MO CPABHEHHIO C BEIIMYMHOMN
Swm mipu 106aBKe 0JHOTO KcaHTHHA B 3TOM citydae (Puc. 175 u Puc. 18 u Ta6un. 2).

Cxoxmue naHHple 0bUH noydeHsl B otrcyrcrBue JHO-MHT.
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Puc. 17. Biusnue no6aBok B cycneH3uto tuiaakous1oB 1) kcantuna (KC, 1 MM), 2)
kcantuna (KC) BmecTe ¢ kcantunokcuaasoit (KCO, 0.1 ex. v 1), 3) kcantuna (KC),
kcantuHokcuaassl (KCO) u cynepokcugaucmytassl (COJL), 4) kcantuna (KC),
kcanTuHokcuaassl (KCO) u karanassl (100 ex. M 1) Ha xox OJIP MHAYKIIMOHHBIX
KpuBbIX (yopecueHuu xjaopoduiia a OC Il. A — nepBoe ocBeuieHue (nepnas
BCIIBIIIKA) CMecel yKa3aHHbBIX COCTaBOB; b — BTopoe ocBelieHne (BTOpast BCIBIIIKA)
cMecell yka3aHHBIX cOCTaBOB. UTOOBI KOMIIEHCHPOBATh Cy4yaiiHble BapHalluH
KOHIIEHTPaLUH XJIOpOHIUIa B 30HE U3MEHEHHUsI, KPUBbIE HOPMAJIM30BaHbI 10 Fu.

KoauuecTtBo TUJIAKONJOB COOTBETCTBOBAJIO KOHICHTpPALIUN 100 Mkr X1 MJ'I_l.
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[NepBas BCcnbILwKa

+KCAHTUH l
i +KCO
+KCaHTUH
+KCO  +kcaHTuH
KOHTPOIb +SOD  +KCO
+KaTanasa
+KCaHTUH
N=4 N=10 N=9 N=5 N=9

BTopas scnbilwka

+KCaHTUH

+KCO
+KCaHTUH

+KCO
+S0OD

+KCaHTUH
+KCO

+Kkaranasa
KOHTPOInb

+KCaHTUH

Puc. 18. Bennuunsl napamerpa Sy, XapakTepU3yIOIEro OTHOCUTEIbHBIN YPOBEHb
BoccTaHoBieHU: [1X myiia, mosy4eHHble B CYyCIIEH3UsAX THIIAKOUIOB B IIPUCYTCTBUU
yKa3aHHbBIX JJOOaBOK.
KCO — kcantunokcugasza, SOD — cynepokcuaucmyrasa, N — grciio o0paboTaHHbIX
u3MepeHuil. MajieHbKue KBaJIpaTHKU BHYTPU OOKCOB MOKA3bIBAIOT CPEIHIE 3HAYCHHUS.

Tabmn. 2. BennuuHbl mapameTpa Sm, XapaKTepU3YIOIIEro OTHOCUTENFHBIN YPOBEHb

BoccTtaHoBjIeHuS 11X IyJia, TOJIYUCHHBIC B CYCIICH3UAX THUJIIAKOUIOB B IIPUCYTCTBUU

YKa3aHHbIX ,[[O6aBOI(. HpI/IBeI[eHBI CpCAHUC 3HAYCHUA + CTaHdapTHas OIIMOKa.

Bapuant Sm
[TepBas Bcrblmka (0e3 100aBOK) 37.9+4.0
[Tepsas Bcnbiika (+ KC) 37.0+2.1
[TepBas Bcobimka (+ KC, + KCO) 50.8+2.0
ITepas Benbimka (+ KC, + KCO, + karanaza) 47.7+2.2
Bropas Bcnblmka (6€3 106aBOK) 21.8+1.3
Bropas Bcnbiika (+ KC) 18.8+0.3
Bropas Benbika (+ KC, + KCO) 38.4+0.8
Bropas Benbiika (+ KC, + KCO, + karanasa) 30.6+0.7
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Brenenue B cycnensuro TrtakonioB BMecte ¢ KC+KCO CO/I (100 en. MJfl)
He Biusuio Ha 3pdekT nodaBku KC+KCO (Puc. 17 u Puc. 18). OtcyrcTBue BIUSHUS
COJl moarBepxknano, uto Oz, npoayupyembie KC+KCO u BbI3bIBatonue OKUCiIeHNE
[1X myna, mocrymarot B MeMOpany, Munys cpeay [*9]. Ilpu Bropoii Benbimke COJ1
taroke He Biusia Ha ad ekt KC+KCO, Ho Ob110 00Hapy)eHO, YTO KaTaasa,
IIPUCYTCTBYIOIAsl B CYyCIIEH3UM TUJIAKOMUJIOB, YMEHbIIAIA 3TO pa3andue 10 42%, 4To
cBueTenbeTBoBaO o BausiHuKA H202 Ha oxucnenue myna [1X Puc. 175, Puc. 18 u
Ta6u. 2). HeoxxumanasiM okazancs 3¢ ekt Hadbmonaemoro okucienus [1X mymna H20o,
MOCKOJIBKY B JINTEPAType HE ObUIO MPSIMBIX TAHHBIX O TOM, YTO IEPOKCHU]] BOJOPO/Ia
crioco0en okuciath [1X mymn. [dns uccnenoBanus Biusinust H2O2 Ha OKUCAUTENBHO-
BoccTaHoBuTenbHOE cocTosiuue [1X myna ucnons3osanu pactsop H20o.
HeiictButensHo, nodaBka pacrsopa H2O2 B cyclieH3HI0 B OTCYTCTBHUE U B IPUCYTCTBHH
KC ymenbmiana Su (Puc. 19). Bbuto ycTtaHOBIICHO, YTO 100aBKa B CYCIIEH3UIO
THJIAKOUIOB Jiecepaina, yAaasIBIIETO CIEAbl TSHKEIBIX METAJUIOB ISl TPEIOTBPAIICHHS
peaxn @entona, He Biusia Ha 3¢ ekt nodaBku H202. ITO CBUIETENHECTBOBAIO O
ToM, uTo okucienue [1X myna B npucyrcrBun H202 B HeGonpimx koHIeHTpanusax (100

MKM) HC ABJIACTCA CIICACTBUEM ITOABJICHUA TMAPOKCHIIBHBIX PAAUKAIIOB.
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Puc. 19. Bnusiaue no6asku 100 MmxM nepokcuaa Bogopona (H202) B cycnensuro
Trakon10B Ha popmy OJIP MHAYKIIMOHHBIX KPUBBIX (IIYOPECIICHIINH XJI0pohUIIIa a
®C Il. A — 6e3 nonoaHUTENBHBIX 100aBOK; b — ¢ mobaskoit JIHD-HT (5 MkM).
OxcnepuMeHT ¢ no0aBkoit kcantuHa (KC) npuBenen st koHTposs. YToOs!
KOMIIEHCUPOBATh CIIydaifHbIe BapUaIlUU KOHIIEHTPAIMH XJIOpO(hUia B 30HE U3MEHEHUS,
KpUBbIe ObLTM HOpMaJIU30BaHbl 10 Fm. KonnuecTBo THIakon10B COOTBETCTBOBAJIO

konnerTpanuy 100 mxr X v L,

To, yto H202 okncnser umenHo 11X myi, a HE BBICTyIIaeT B Ka4eCTBE
akmenTopa 31ekTpoHoB oT OC |, 6su10 MoaTBEpKACHO TeM, uTo A3 dext H202

Habmronancs takxke B npucyrctBuu JJHO-UHT, uaruburopa okucienus
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iacToruapoxuHona ut. be/f kommaexcom (Puc. 19). DT 1aHHBIC COTIACyIOTCS C
nanabiMu Sanchez-Cruz u np., (2014) (cm. O630p suTepaTyphl, I1aBa S).

B) Jlns npoBeieHUs 3KCIEPUMEHTOB 110 U3MEPEHUIO UHTYKIIUU
dryopecueHIH XJ10po(dusIa a mpu OCBEIIEHUH CBETOM HU3KONH MHTEHCUBHOCTHU
ucnonb3oBaiau npudop PAM-101 u cranmapTHyro sueiiky npousBoactsa WALZ. beuta
nogo0paHa Takas HU3Kasi MHTEHCUBHOCTH CBETA, IPH KOTOPOH CKOPOCTH MPHUTOKA
aekTpoHoB B [IX myn u3 OC Il MOKHO CpaBHUTH CO CKOPOCTHIO OTTOKA 3JEKTPOHOB U3
I1X nyna, cnegoBaTebHO, TOMOJTHUTEIbHBIA OTTOK 3JeKTpoHOB 13 [1X myna npu
HaJIM4HMH 3K30TeHHO-TIpoayrupyeMbix O™ (peakuust mexay [IXHz u O2™) moimken
MPUBOANUTH K 3aMeTHOMY okucieHuto [IX myna, T.e. BUIUMbIE U3BMEHEHHUS! B KHHETHKE
(i1yopecueHIINH JTOJIKHBI OBITh CIIEICTBUEM YBEINYEHUS OTTOKA.

J11s TOro, 4TOOBI MPOCIEANTD BIUSHUE SK30T€HHO-TeHepUpyeMbIx O™
MMeHHO Ha coctosiHue [IX nyna, nusmepenus nposoauiu B npucyrcrsuu JHO-MHT.
Ha Puc. 20A noka3aHo, 4To HHAYKIUS (QIIyopecleHInU XJI0poduiia a npu
MHTEHCHBHOCTH CBETA 8 MKMOJIb KBAHTOB M 2 C * M3MEHSIACh B IPUCYTCTBUN
KC+KCO. ®opma kpuBbIX HHAYKINUU (DITyOpeCLEHIINU TOCTe BHIYUTAHUS OBICTPOM

(1)2131,1 npeacTaBiraiia coboit CUI'MOUY, KOTOpas MOXKET OBITH OIIHICAaHA YpaBHCHHUEM:

y = Az + (Ar-A2)/(1 + (X/Xo)p),

IJIe P — 9TO YIJIOBOM KOA(DPUIIMEHT KacaTeNbHON, KOTOPBIN CITY>KHT
XapaKTEePUCTUKON KPUBOM.

Ho6aska KC+KCO k TuinakouaaM CyIiecTBEHHO CHU3HIIA ITApaMeTp «p» Mo
CpPaBHEHHUIO C KOHTpoJieM, B cpeaHeM ¢ 3.62 no 0.63 (6omee, uem Ha 80%). JlobaBka
omaort KCO k tunmakoniaM (B OTCYTCTBHE KCAaHTHHA) HE BIIMSIIA HA TapaMeTp «p» (He
nokasano). [Ipu no6aBke karanassl k TuiaakoungaM B npucyrctBur KC+KCO yriosoit
K03 PHIIMEHT KacaTeNbHON ObUT IPUMEPHO TaKo xke, kak B mpucyrcTBun KC+KCO.
[Tpu no6aBke COJ] xk KC+KCO napameTp «p» cTaHOBUIICS paBHBIM 1.43, 4TO,
BO3MO>KHO, ObLIIO CIIEICTBHEM YaCTUYHOTO YMEHbIIEHUS KOHIeHTpauuu Oz, 01HaKO

BakHO, 4TO 3(pPpext KC+KCO nomHoCThIO HE UCUe3all.
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Puc. 20. MHayKIHS (ryopecieHITNH XJI0pO(HIUIa @ TIPU OCBEIEHUN H30JIUPOBAHHBIX
THJIAKOUI0B Topoxa (depe3 48 yacoB 1Mociie BbIEIEHHUS ) CBETOM HHTEHCUBHOCTBIO §
MKMOJTb KBaHTOB M > ¢ . KOJIM4eCcTBO THIIAKOMI0B COOTBETCTBOBAJIO KOHLIEHTPALIUK
100 mkr X M1 L, cpena He comepxuT caxaposy, pH 7.2; 5 MkM JJH®-UHT. I'ne
yKa3aHo: KaTanasa, 20 eq. M 1; cynmepokcumpmiemyrtasa (COJT), 100 e mm L. A —
TUJIAKOU/IbI IBAXK/IbI IPOMBITHIE TTOCIIE BBIACNEHUS; b — THIakou sl 6€3 MpOMBIBKU

ITOCJIC BBIACICHUA.

B nanbHeliem 3KCiepuMEHThI TPOBOAMIIN, HCIIONb3YysS HEOTMBITHIC
TUIAKOUBI, T.C. THJIIAKONUbI, Y KOTOPbIX HCKOTOPLIC U3 CTPOMAJILHBIX 6€JIKOB OCTaJINCh
Ha IMOBEPXHOCTH W30JMpoBaHHbIX THIaKou10B (Puc. 20B). Yrmosoii ko3dduiueHt

KacaTeJbHOM U YPOBEHb FM Y TaKMX TUIaKOUIOB ObLTH HUXKE, YEM Y KOHTPOJIBHBIX
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OTMBITBIX THJIAKOUJIOB: TTapameTp «p» Obu1 1.9 1o cpaBHeHmto ¢ 3.62. JlobaBka
KC+KCO cHusuna napamerp «p» 10 CpaBHEHHUIO C KOHTpoJieM B cpeaneM ¢ 1.9 no 1.3,
T.e. mpumepHo Ha 30%. bonee cnaboe Biusarne KC+KCO Ha HEOTMBITHIC THITAKOH/IBI
MOJKET SIBJISTHCS CIEACTBHEM TOTO, YTO HAIMIIINE OCTIKU MPETSTCTBYIOT «I10CAIKE)
KC+KCO Ha noBepxXHOCTh THJIAKOMTHOH MEMOPaHBI W/UITH YTO CPEIH «HATUIIIITNX)
6enxoB npucyrctByer COJl. CnenoBbie KoMUUecTBa «Hanumnein» Ha memopany CO/l
HE TOJIbKO NpensaTcTBYIOT «rocangke» KCO, Ho n kouBeptupyror O2" B H20:.

[TonydeHHble B X0/1e JAHHOTO 3Tarna paboThl JaHHbIE CBUIETENbCTBYIOT B

nosib3y okucienus [1X nyna, a umenno [1XHz, O2", mponyrmupyembimu KC+KCO.

3.3. Bansinne HHTEHCHBHOCTH CBeTAa HA 00pa3oBaHHe CYNEPOKCHIHOI0 AaHNOH-
paaukaga B (POTOCUMHTETHYECKOH IJIEKTPOH-TPAHCIIOPTHOM Lenu

Boccranosnenue monekyinsipHoro kuciaoposaa B @ITL npu ocselieHu,
npUBoAdlIee K 00pa30BaHUIO CYNEPOKCHIHOTO aHUOH-PaMKalla, OblJI0 U3yUYEHO C
MCII0JIb30BaHUEM M30JIMPOBAHHBIX TWJIAKOUIO0B ropoxa. Jlis ouenku ponu [IX myna
CKOPOCTb MOIVIOIIEHUS KUCIOPO/Ia, KOTOPAasi OTPaXKaeT yMEHbIIEHNE KOHIIEHTPAluU
MOJIEKYJISIPHOTO KUCJIOpOJa B siYeiKe 3a CUeT BOCCTaHOBIEHUS MojieKyn Oz, Oblia
U3MepeHa B IPUCYTCTBUU U B OTCYTCTBUE 5 MKM nuHUTpodeHunoBoro s¢upa 2-ito-4-
Hutpotumona, IH®-MHT, umu 10 MxM aunypona (DCMU), repbunina, KOTOpbIii
cBs3biBaeTcs ¢ Qp-caiitom OC Il u uarnbupyer neperoc saexkTporon mo GITII.

bruto nokazano, yto JJH®-MHT He yyacTByeT B mepeHOCE 3JIEKTPOHOB Ha
mouekyisipabiii Oz (Trebst u np., 1978; Khorobrykh, lvanov, 2002). Ha ocaoBe panee
MOJTYYEHHBIX 3KcIepuMeHTanbHbIX ganabix (Khorobrykh, Ivanov, 2002) o
BoccTaHoBieHUHU kucinopoa B [1X myne B mpucyrcreun JH®-UHT, s uccnenoBanus
ObuTH BBEIOpaHb! Tpu 3HadeHust pH: 5.0 (mpu KoTopoM BoccTaHOBJIEHHE Kuciopoaa B [1X
IyJie IPaKTUYECKU HE IPOMCXOANT), a Takxke npu pH 6.5 u 7.8, mpu KoTopbIx
BOCCTaHOBJICHHE KUCIIOpO/ia T0JDKHO HalmoaaThkes (cM. O630p nutepatypsl). Ha Puc.
21 moka3aHo, 4TO yBEIMYCHUE HHTEHCUBHOCTH CBETA MIPUBOINIIO K POCTY CKOPOCTH
MOTJIOLIEHHS KUCJIOPOa B KOHTPOJIBHBIX YCIOBUAX IPU BeexX 3HaueHusx pH, B To
BpeMs KaKk CKOpOCTb MOTJIONIEHHs kKucaopoa B mpucyrctBud 5 MM JIHO-UHT 6bu1a
HIDKE, M HACBIIIEHUE 3TOW CKOPOCTH HAOIOANIN YKe TPU HU3KOH MHTEHCUBHOCTH

cera (Puc. 21A, b, B).



103

07 A pH 5.0

251

control

+DNP-INT
+DCMU

ckopocTb noruonieHus Oz,
MikMonb Oy (Mr Xir) 1ot

0 100 200 300 400 500 600
30+
25 + control

20

151

10 -

S

L +DCMU

& +DNP-INT

ckopocTh noruonieHus Oz,
Mkmonb Oz (mr X)) Lot

0 100 200 300 400 500 600

- 30

ol
O 'x B pH 7.6

I 251

SEC)

27 5.

o K

=

B ~ control
= é\' 154

-

I

2 3 10-

&2 r

5 +DNP-INT
52 5. T
0f = A A +DCMU

0 100 200 300 400 500 600
MHTEHCUBHOCTb CBETa, MKMOJIb KBAHTOB M 2 C *

Puc. 21. BiusiHue MHTEHCUBHOCTH CBETA Ha CKOPOCTH MOTJIOIIEHHUS KUCIIOPO/ia B

orcyrctue (control) u npucyrcteun 5 MkM JTHO-UHT (DNP-INT) uau 10 MM

mnypoHa (DCMU) B u3onupoBaHHBIX THIAKouIax ropoxa. I 'pamummaud /1 (1 MkM)

ObL1 o6aBneH Bo Beex ciydasx. (A) pH 5.0; (B) pH 6.5; (B) pH 7.6. KonuyectBo

TUJIAKOUIOB COOTBETCTBOBAJIO KOHIEHTpauu 15 Mkr X it L.

Ho6asnenue metmnBroioreHa (MB), akienropa 31ekTpoHoB oT OCI, k
cycneH3uu TWiakouaoB B pucyrctBuu S MkM JIHO-UHT He oka3piBaio HUKaKOTro

BJIMSTHUSL HA CKOPOCTH MOTJIOMICHHSI KUCIIOpoaa (HE MOKa3aHo), YTO CBUIETEIbCTBYET O
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toM, uto JIHO-MHT npu 3T0# KOHIIEHTpAIMH MTOTHOCTHIO OJIOKHUPOBAJ IEPEHOC
251eKTpoHOB K PCI, 4TO COOTBETCTBOBAJIO PAHEE MOJYUYEHHBIM PE3YJIbTaTaM
(Khorobrykh, Ivanov, 2002). Heo6xoaumo oTMeTHTh, uTo B ipucyrcTBruun DCMU
HOTJIONIEHUE KUCIIOpO/ia pakTHuecku He Habmronanu (Puc. 21). TTockonbky cKOpoCTh
noroeHus kuciopona B npucyrctsuu JJH®-UHT BeIme, yem B IpucyTCTBUU
JIMYPOHA, Pa3HHIIA MEXKIY 3TUMHU CKOPOCTSIMH MOKET OOBSCHITHCA, TIIABHBIM 00pa3oM,
BOCCTaHOBJICHUEM KHCII0poaa KomonenTamu 11X myia.

DKCHepUMEHTHI, olleHnBarorue Biusaue 1o6asku JJHO-MHT k cycnien3un
TUJIAKOUJIOB, TTOKA3aJIu, 4YTO CKOPOCTh BoccTaHoByieHus Oz npu pH 6.5 u 7.6 B
npucyrcreun JJH®-MHT 6p1na Boite, yem npu pH 5.0 npu Bcex MHTEHCUBHOCTSIX
ceeta. Ckopoctb BocctaHoBiieHus: Oz B npucyrcreun JIHO-UHT npu pH 5.0 6b11a
paBHA CKOPOCTH B IPUCYTCTBUM INYPOHA, T.€. BocctaHoBieHue Oz B [IX myne He
MIPOUCXOAMIIO B 3TOM ciiydae. B cBsizu ¢ TeM, uto B quanaszone pH ot 5.0 1o 6.5
pasHuIla B OKHUCIUTEIbHO-BOCCTAHOBUTEIbHBIX MoTeHItnanax mapsl [IX/ITX™ (pK = 6.0;
Em7 =-170 MB) u O2/O2" (pK = 4,8; Em7 = —160 MB) cipuraercs ot + 50 MB, 4ro
HeOmaronpusaTHO A BocctanoBieHus Oz, 10 —10 MB, uro OnaronpusatHo amis
BoccTaHOBJIEHUS O2, MOKHO IIPEANOIOKUTh, 4TO Iipu pH 6.5 u 7.6 B npucyTcTBUN
JH®-UHT umenno monexynsl [IX™ BoccranaBiauBaoT O2 10 O™

B orcyrctBue JH®-UHT BoccTanoBnenue Oz npu HU3KOM MHTEHCUBHOCTH
CBETa OCYIIECTBIISETCS B OCHOBHOM 3a CYET TEPMHUHAIBHBIX JIEKTPOHHBIX KOAKTOPOB
@C |, Fa/Fg. U3BecTHO, 4TO HHU3KAsE CKOPOCTh BOCCTAHOBIICHHUS MOJICKYIISIPHOTO
KHCJIOPO/Ia U30JIMPOBAHHBIMU TUIakouaamu (Asada u ap., 1974, Xopoopsix u np. 2004)
i n3oaupoBanHeIMU KoMmiuiekcamu OC 1 (Kozuleva u nip., 2014) sBasercs
pEe3yNbTaTOM HU3KOW KOHCTAHTBI CKOPOCTU BOCCTaHOBIEHUsI O2 3TUMU KENe30-
cepHbIMH KodakTopamu. Hanpumep, @, KOTOPBIN TaKKe SBISETCS KEIE30-CEPHBIM
OeKOM, SIBJISIETCS CTa0BIM BOCCTAaHOBUTEIEM MOJICKYJISIPHOTO Kuciopoza (Asada u p.,
1974); KOHCTaHTa CKOPOCTH peakIny BoccTaHoBieHHoro D1 ¢ O2 coctapmster 10° M
¢! (Golbeck, Radmer 1984; Hosein, Palmer, 1983; Kozuleva u ap., 2007). brarogaps
HU3KOMY 3HAUEHHUIO0 KOHCTAHTBI CKOPOCTH BTOPOTO MOPSIKA 3TOM peaKIuy OLUryTUMas
CKOPOCTh MOIJIOIIEHUS KUCTI0pO/ia, onocpeoBaHHas O, MOXKET ObITh JOCTUTHYTA
TOJIKO TOT/a, KOT/1a BOCCTaHOBJIEHHbIN D1 HakarMBaeTcs B OOJIBIIOM KOJIMYECTBE
(Telfer u ap., 1970; Allen, 1975; Kozuleva, Ivanov, 2016). Jo6aBnenne JTHD-UHT
JIOJKHO MPUBOAMTE K O0Jiee BBICOKOMY YPOBHIO BoccTaHoBieHUs [1X myna nmpu HU3KOM
MHTEHCUBHOCTH CBETA MO CpaBHEHUIO ¢ cutyanuent B orcyrcreue [JHD-UHT. [Toatomy

KOHIICHTpaIus cBoOOIHBIX MoJiekyn [1X™ nomkHa ObITh BhITIe B pucyTcTBun JJHD-
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MHT. XoTs 5Ta KoHneHTpanus 1 Huskast, ~ 1072 mons (mMr X)  (Mubarakshina,
Ivanov, 2010), o cpaBHEHHIO ¢ KOJIMYECTBOM PeakIMOHHBIX IIeHTpoB OC I B
Tunakouaax, =~ 2.5 x 107° mons (Mr X)L, BeIcOKas KOHCTaHTA CKOPOCTH BTOPOTO
nopsiaka peaxmun 11X ¢ Oz, ~ 108 M ¢! (Wardman, 1990), o6ecrieunBaet
3HAYUTEIBHYIO CKOPOCTh BOCCTAHOBJICHUS Kucaopoa rpu pH 6.5 u 7.6 1 HU3Koi
uHTeHcUBHOCTH cBeTa B nnpucyrcrun JJH®-MHT. CnenoBaTenbHo, CKOPOCTh
BoccTaHoBjIeHUs1 Oz OKa3bIBaeTCA BhIIIE, YeM BoccTaHoBlieHHE O2 rpu padoTe Bcei
®OTII B oTCyTCTBHE HHTHOUTOPOB.

B ycioBusix moBsieHHO# ocBemeHHoCcTH BoccTaHoBiIeHue Oz B OC |
ocyuiecTBisieTcs: He Tobko Fa/Fg, HO 1 B Ooubliieii cTeneHn GUIIoCeMUXUHOHOM
(®X") (Kozuleva, Ivanov, 2016). Cxopoctb BoccTanoBiierus O X 3aMeTHO
BO3pacTaeT npu BhICOKOU nHTeHCUBHOCTHU cBeTa (Kosynesa u ap., 2014). Takum
00pa3om, cKopocTs BoccTaHoBiIeHUs O2 ipu paboTe MOIHOM e 0Ka3bIBAETCS BBILIE
IIPU BBICOKOW MHTEHCUBHOCTH cBeTa, yeM B npucyrcrsuu JJHD-HT. Ha ocHoBe
MOJIYYCHHBIX PE3YJIbTATOB MOXKHO CJI€TIATh BBIBOJ O TOM, UYTO MPU BHICOKOH
uHTeHcHuBHOCTU cBeTa uMeHHO DC [ siBnsieTcs rinaBHbiM renepatopom Oz B ®OTL u,
TaKUM 00pa3zoM, «IIOCTAaBIIUKOMY» ITHX paaukanoB amus peakuuu [IXH2 + Oz B maHHBIX

YCIIOBUSIX, IPH KOTOPBIX HaOM01aeTcss o0pa3oBaHue «MeMOpPaHHOI0» MEpOKCUaa

Bojopona [*10, *4, *5, *11, *12].

3.4. Ob6Hapy:KeHHe BBIX0/Ia NEPOKCH/IA BOOPOAA, 00PAa30BAHHOI0 KOMIIOHEHTAMHU
@®ITIL BHYTPH XJIOPOIJIACTA, 32 NMpe/elibl XJI0poIIacTa

H202 — oniHa 13 Haubosee BaKHBIX CUTHATIBHBIX MoJieKya cpenn ADK.
BaxxHbiM pakTOpOM IS OCYIIECTBIEHUS PETPOTPaJHON CUTHAIU3AMH (CUTHAJIA OT
oprasesui K siipy) siisiercst cnocooHocts ADK nuddynnnpoBars Ha 3HaUYUTENbHbIE
paccTosiHUs OT MecTa 00pa3oBaHMs JI0 MecTa fnepeaadyn curnana. Hamu O6buta nzyyena
BO3MOXHOCTH U dy3un H202 yepe3s meMOpanbl 0007109KH XJI0poIuiacta. Meroiom
OI1P ¢ nmpumeHneHneM ruapodIIbHON CIMHOBOM JIOBYIIKH 4-POBN,
B3aUMOJICVCTBYIOIIEN C TMAPOKCUIBHBIMU paJuKagaMu, reHepupyemMsiMu B H2O2-
3aBHCUMOM peaklinu, ObUI0 HccaenoBano oopazoBanue H2O2 pu ocBerieHun
MHTAKTHBIX XJIOPOILIACTOB, BBIIEJICHHBIX U3 JINCTHEB INKUHATA. B akciepuMenTax,
MIPOBEJICHHBIX paHee C U30JIMPOBAHHBIMU THIIAKOUAMH U CIIMHOBOW JIOBYIIKOM 4-
POBN (Puc. 13), 6b110 MOKa3aHO, YTO MMPH YBEIUUECHUH HHTCHCHBHOCTH CBETA
yBenuueHue cymmapHoi nponykuun H202 komnonenramu @I TL npoucxoaut, B

OCHOBHOM, 3a CYET yBeJInueHHs oOpa3oBanus «memopannoro» H202. Kak nokaszaHo B
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MpeABIYIINX pa3zaenax, memopannas ¢paxius HoO» sBisieTcst pe3yapTaToM peakiuu
(2) IXH2 + O — IIX™ + H20>. Takum 00pa3oM, MOKHO KOHCTaTUPOBATH, YTO
umenHo [1X myn BHOcUT HanbonbIuii BkIaa B oOpazoBanue HoO2 mpu BEICOKOIMA
WHTECHCUBHOCTH CBETA.

B skcnepuMeHTax ¢ MHTAaKTHBIMU (POTOCMHTETUYECKU aKTUBHBIMU
XJIOPOTIJIACTaMH, BBIICTICHHBIMU U3 JIMCTHEB LIMHMHATA, ObLT 3apeructpupoBan JI1P
CUTHaJI HUTPOKCUJTHBIX PaJNKajIoB, o0pa3yronmxcs B pe3yibrare peakuuu 4-POBN c
TUAPOKCUIIBHBIMU pajiiKanaMu, TenepupyembiMu B H2O2-3aBucMON peakiuu, mpu
OCBEILIEHUU CYCIIEH3UU XJIOPOIIACTOB O€IbIM CBETOM MHTEHCUBHOCTHIO 1200 MKMOJIB
KBaHTOB M ° ¢ © B TeueHue 3-x MunyT (Puc. 226). B TeMHOTe, KaK U B ciIydae ¢
THJIAKOUIAMH, STOT CUTHAJ ObUT pakTHuecku HyseBbiM (Puc. 22a). [Ipu ocBeeHum
cycrieH3uu xjuoporuiactoB B mpucyretsur KCN, nHruoéuropa ackop0atnepokcuaasbl,
OITP-curHain ObLI MPUMEPHO B MATH pa3 Bbiie (Puc. 22B), ueM B €ro OTCYyTCTBHE.
Jobasnenue pazodmuTtens snekrpoHroro tpancrnopra NH4Cl B nmpucyrcrBun KCN
ere OOJIbIIE YBEIMYMBAIO aMIUTUTYY perucrpupyemoro curnana (Puc. 22r), kotopsiii
B 9TOM CJIy4ae MPaKTUYECKH COOTBETCTBOBAJ aMILIUTY/E CUTHAJIA, U3MEPEHHOI0 MoCIe
OCBEIICHUS TUJIAKOMJIOB. Y BEJIMUEHUE CUTHAJIA B 9TOM Clly4yae, BEpOsITHO, IPOUCXOAUIIO
BcneacTBUe pekpamieHus cuate3a AT® u BocctanoBnerus: CO2, 4TO MPUBOIUIIO K
YBEIMYECHUIO TIOTOKA JIEKTPOHOB Ha MOJIEKYIISIPHBINA KUCIOPO/I.

Hcnonb3yemas ciiHOBask JJOBYILKA SBJISETCS TUAPOPHUIBLHON, KO DUIIMEHT
pacnpeznenenust oktanos/Bona cocrapmusieT 0.15 (Janzen u ap., 1996; Hirano u np.,
2005). YToOsI MpOAEMOHCTPUPOBATH, UTO C IIOMOIIBIO ATOM JIOBYIIKH OBLIT U3MEPEH
MEPOKCHUJ] BOJIOPO/IA, OKA3aBIIMIICS 32 MpeaeaMu xjaoporuiacta, DIIP-curnan
HUTPOKCUIIBHOTO pajivKajia OblJI U3MEPEH B OTJIENIbHBIX 3KCIIEPUMEHTaxX B
CylepHaTaHTe TMOCIIe eHTPUPYTUPOBAHUS OCBEIIEHHON CYCIIEH3HH XJIOPOIJIACTOB.
Benmumnna curnana, m3MepeHHOTo TpHu padoTe ¢ cynepHatanTtoM (Puc. 221), n
BeJIMYMHA CUTHAJIA, U3MEPEHHOTO P paboTe ¢ cycneH3uel xmopormiactos (Puc. 220),
cornoctaBuMbl. TakuM o0pa3om, ObIIO HaifieHo, uTo yacTh Mosekyn H202,
00pa3yIoIMXCsl BHYTPH XJIOPOIUIACTOB, CIIOCOOHBI TG YyHIUPOBATh Yepe3 MeMOpaHy
XJIOPOIIJIACTOB, HECMOTPSI Ha pab0Ty aHTHOKCHJIAHTHBIX CHCTEM B cTpoMme. [1pu aTom,
konudecTBO H2O2, criocobHoro mudyHaupoBaTs U3 XJIOPOIIACTOB, YBEIHUYUBAIOCH
3HAYUTEIBHO MPH UHTMOUPOBAaHUU aCKOPOATIEPOKCH1a3bl, OCHOBHOTO (hepMEHTa

AHTHMOKCHUJIAHTHOM cucTtemsl, yrunusupyrouieit H2O2 B xsioporuiacrax.
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Puc. 22. OI1P curHan HUTPOKCHIIBHBIX PAIUKATIOB, 00Pa3yIOIIMXCS B PE3yIbTaTe
peakuuu 4-POBN ¢ ruipoKCUIbHBIME pajiuKkaiaMu, renepupyeMbiMu B H2O2-
3aBUCHUMOM PEAKIINH, B CYCIIEH3UH UHTAKTHBIX XJIOPOIJIACTOB B TEMHOTE (a), IpU
ocgemieHuu (0), mpu oceeniernu B npucyrctBuu KCN (1 MM) (B), npucyrctBun KCN
(1 MM) u NH4Cl (10 MM) (1), B cynnepHaTaHTe 1ociie HeHTpUPYrupoBaHus
OCBEILIEHHOW cycrnieH3uu xjoporiacTtoB (1). MaTencuBHocTs 6emoro ceera 1200
MKMOJITb KBAaHTOB M 2 ¢ . KoM4ecTBO XJI0pOIIacToB COOTBETCTBOBAIO KOHIIEHTPAIUH
50 mkr Xn w1 L, pH 7.6. OcBelienue B Tedenue 3 MUHYT. CIIEKTPBI TIOKA3aHbl B OJHOM
maciurabe. 0.5 MM 3-¢pocdornuuepat u 4 MM NaHCO3 Ob1u 106aBII€HBI.

Bosznukaet Bonpoc He Tosbko 0 konmdectBe H202, 06pazyeMoro KoMnoHeHTaMu
OOTLI xs10poMIacToB, HO U O TOM, KaKO€ KOJIMYECTBO OT 3TOro oopazosasiierocs H202
TUGGYHAUPYET U3 XJIOPOIIACTa 3a ero mpeaessl. s KOTU4eCTBEHHON OLEHKH Oblia
nocTpoeHa kanuopoBouHas kpubas DIIP curnana, mokaspiBarorias 3aBucuMoctb DI 1P

CWrHaja oT KoHIeHTpaiu pactBopa H202 (Puc. 23).
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Puc. 23. 3aBucumocts DIIP curnana HUTPOKCHIIBHBIX PATUKaIOB, 00pa3yrOIIUXCs B
pesynbrate peakuuu 4-POBN ¢ ruipoKCHIbHBIMU pauKaiaMu, TeHEPUPYEMBIMU B
H202-3aBucumoii peakiuu, ot konmenTpamuu H2O2. Bpems nakyoammu H202 ¢
FeEDTA, 4-POBN u sTaHon0oM, KaK 1 B cly4ae U3MEPEHUN C TUIIAaKOMIaMU WIIH
XJIOpPOIUTaCTaMH, COCTaBIsuI0 3 MUHYTHL. pH 7.6. [TokazaHbl cpeHre 3HAUCHUS U
CTaH/IAPTHOE OTKJIOHCHHE TS YETHIPEX U3MEPCHHIA.

Kak noka3zano Ha Puc. 23, Bemunna curaana DI1P jmHelHO Bo3pacTaer ¢
yBesmmueHueM koHteHTpanun H2O2. UyBCTBUTEIBHOCTS METO[a/CITMTHOBOH JIOBYIITKY B
HalMX 3KcnepumeHTax coctaBuia > 1 MM H20:.

Kak npencrasneno Ha Puc. 24, DIIP curHan HUTPOKCUIIBHBIX PaUKaJIOB,
W3MEPEHHBIN TTPU pabOTe C UHTAKTHBIMH XJIOPOIIACTAMH, YBEITUUMUBACTCS C
yBEIIMYEHNEM KaK MHTeHCHUBHOCTH cBeTa (Puc. 24A), Tak u Bpemenu ocserienus (Puc.
24b). MakcumanpHas BennunHa D[P curnana Oblia JOCTUTHYTA B TUANa30HE
vHTeHCHBHOCTEH cBeta 1000—1500 MKkMOmb KBaHTOB M 2 ¢+ (Puc. 24A), pu KOTOPOi
dotocurTeTrueckas ¢pukcarus CO2 B MHTAKTHBIX XJIOPOIIACTaX U CKOPOCTh
TPAHCIIOPTA AJIEKTPOHOB B THJIAKOMIAX TAK)KE JOCTUTAIOT MAKCUMAJIbHBIX 3HAYCHUI
(Walker, Osmond, 1986; Zhi-Fang u np., 1999; Khorobrykh u ap., 2004). Benuuuabt
OIIP curnaioB, MOJIy4eHHBIX IIPU OCBEIIEHUH XJIOPOIUIACTOB B T€UEHHUE 3-X MUHYT MpPHU
400-1200 MKMOIb KBAaHTOB M 2 C 1, COOTBETCTBYIOT KoHIeHTpanuu H202 5-9 MkM.
Pacuetsl mokasanu, uro ckopocts nosisiaenust H202 3a npenenaMu XJ10poruiacTos
cocraBimsier 2 MKkM H20p mrt Xor w1 nipu 400 MKMOJIb KBAaHTOB M 2 ¢ L, korma
HCIIOJIb30BAIH XJIOPOILIACTHI C KOHIIEHTpaluei xnopopumaa 50 mxr X1 M 1. Ecin

cpaBHuTh Benuuuny DIIP curnana, momydeHHyto rpu paboTe ¢ H30IMPOBAHHBIMU
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tunakougamu (Puc. 126), u ¢ nzomupoBanHbiME Xj1oporutactamu (Puc. 226), To MOXHO
paccuuTaTh, YTO «XJIOPOILIACTHBIN)» CUTHAI TIPECTaBIsIeT o000 B cpearem 5% ot
«runaxkougaoro» curnana (Ta6m. 3). Eciu 5% coorercryer 2 MkM Ho02 (Mr Xm) ™
g1 10 100% GymeT cooTBeTCTBOBAThH CKOPOCTH obpazosanus H,02, paBHoit 40 MkM
H,0, Mr ! X1 9™}, 4T0 COOTHOCHTCS ¢ NAHHBIMHU paHee OIyOIMKOBAHHEIX PaboT ¢
UCIIOJIb30BaHUEM KUCIOPOaHOTO AnekTpoaa (Mano u ap., 2001; XopoOpsix u ap., 2004;

Myo0apaximuna u ap., 2006).
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Puc. 24. BnusHue nHTeHCUBHOCTH cBeTa (A) u Bpemenu ocsenlenus (b) Ha Benuuuny
OIIP curnana HUTPOKCUIBHBIX PAJAMKAIOB, 00Pa3yIOIIUXCS B pe3yibTaTe peakiuu 4-
POBN c rupokcuibHbIME paguKanaMmy, renepupyemsiMu B H2O2-3aBucumoit peakuu.
0.5 MM 3-dochormaunepar u 4 MM NaHCO3 nobaBisin K CyCrieH3Un XJIOPOILIACTOB 10
ocsemenus. Konnentparus xmopodumna 50 mxr Xa mn 1. pH 7.6. Ocsemenue B
Te4eHue 3-X MUHYT. [IpencraBiieHbl cpeiHAE 3HAYEHUS U CTaHIAPTHOE OTKIOHEHUE

yeThIpeX M3MepeHnii. b — nHTeHcHBHOCTH Gemoro ceeta 1200 MKMOJIb KBAHTOB M 2 C -

c .
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Tabn. 3. Bennuuna OI1P curnana (%) HUTPOKCUIIBHBIX PaJUKaJIOB, 00pa3yIOLIUXCs B
pesynbrate peakuuu 4-POBN ¢ ruipokcuibHbIMU paguKaiaMy, FEHEPUPYEMBIMU B
H202-3aBucumoit peakuuu. O6pasis (50 Mxr X Mo~ ') ocBelany B TeueHHe 3-X
MUHYT 1ipx 1200 MKMOJIb KBAHTOB M 2 ¢ 1, B IIPUCYTCTBUM CIIMHOBOH 10ByIKHu 4-POBN
(50 MM). Cpazy nocrne ocemienust gooasisuu S0 MkM FeEDTA u 4% sranoin. 100% —
CHUTHAJI, TIOJYYEHHBIN TIOCJIE OCBEUICHHUS THIAKOHUIOB.

OI1IP curuan, %
Tunakouasl, TEMHOTa 0
Tunakouapl, OCBEIICHUE 100
XJT0pOIIaCThl, TEMHOTA 0
XJI0pOmIacThl, OCBEIICHUE 5£14

Huddysus H2O2 Obu1a BU3yanbHO MOATBEPKIACHA C ITOMOIIBIO KOH(POKAIEHOU
MUKPOCKOIIUHU ¢ IpuMeHeHueM Quryopectientnoro 10-anerun-3,7-
muruapokcudenokcasuna (Amplex Red). B npucyrcteun hepMeHTa nMepoKCHIa3bl
Amplex Red pearupyer ¢ H,O» B crexuomerpuu 1:1, B pe3yibTare 4ero oopasyercs
(ryopecuieHTHBII POIYKT OKucIeHus peareHta Amplex Red, pesopypun. Amplex
Red He criocoOeH MPOHUKHYTH Yepe3 000I0UKY XJIOPOILIACTa BHYTPh XJIOPOILIACTa,
MO3TOMY MOJKET B3aMMOIEHCTBOBATH C MIEPOKCUAOM BOJOPOA TOJIBKO BHE
XJIOpOIIacTOB. bbuta 3aperucTpupoBaHa TMHAMHUKA MOSBIIEHU (PIIyopecieHInu
pe3odyprHa BOKPYT XJIOPOILIACTOB B OTBET Ha ocsemenue (Puc. 25A). Pocr
¢ayopecueHIMM pe3opy(drHa BOKPYT XJIOPOIJIACTOB B OTBET HA OCBEIEHUE MTOJIHOCTHIO
UHTUOMPOBAJICS B IPUCYTCTBUU INYPOHA, UHTHOUTOPA (POTOCUHTETHUECKOTO
anekTpoHHOTo TpaHcnopra (Puc. 25b) u B npucyTcTBuM KaTanassl — pepMeHTa,
pasmnaratomiero nepokcuy Bogopoaa (Puc. 25B).

C npumenenueM QayopecteHTHOro kpacurens Amplex Red npu pabote Ha
CHEKTPO(IyopuMeTpe TOMOIHUTENBHO TPOBOIMIN OLIeHKY KonndectBa H202 BHe
XJIOPOTIJIACTOB C TTOMOIIIBIO0 U3MEPEHUH OKUCICHUS (PITyOPECIIEHTHOTO KPACHTEIII.
[Tocne mocTpoeHust KaaMOPOBOYHON KPUBOI ¢ M3BECTHBIMU KOHIIEHTPALMSIMU
HEepOKCHIa BOJOPOJa ObIJIO paccunTaHo, yTo npubnusutensHo 150 HM H20:
PETUCTPUPYETCS BHE XJIOPOIIACTOB MPU MHTEHCUBHOCTHU cBeTa 200 MKMOJIb
KBaHTOB M 2 C © uepe3 3 MUHYTHI OCBENIEHHs CyCIeH3HH XJIOPOIIacToOB (KOHIIEHTPAIUs
xnopodumia 3 Mxr Xu m 1) (Puc. 26). DTo XOpOIIO COTIacyercs ¢ JaHHBIMH,
MOJTyYEHHBIMH B DKCIIEPUMEHTAX C ucnonib3oBanreM 4-POBN: pacueTHbie JaHHBIE
MOKa3bIBAIOT, yTO pubau3uTensHo 125 HM H202 npu Takoii ’ke MHTEHCUBHOCTH CBETA

Y BPEMEHHU OCBEILIEHUSI PETUCTPUPYETCS, €CIIU UCIOIb30BaTh KOHIIEHTPAIHIO
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1 1

xaopodumia 3 Mkr X Mt - BMecTo 50 MKr XU1 MJT ~ B 9KCIIEPUMEHTAX ¢ IPUMEHEHUEM

cnuHoBoOM JoBYymKU 4-POBN u metona DIIP.
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(bayopecueHmus  (ayopeceHIus
xJopoduia pe3opyduna
Puc. 25. KondoxkanbHas Bu3yanuszaius (GiayopecueHun pe3opyhruHa B CyCleH3Un
XJIOPOTLIACTOB B TIPUCYTCTBUM Mepokcuaaskl xpera (10 ex. ma 1) m NaHCOs3 (4 MM).
®uoneToBbIi LBET — (IyopecleHIs XI0pOopHILIa; 3eTCHbIH — pe3opyduHa; u
HajoxeHue. Jlazep ¢ niuHOM BOHBI 488 HM UCIIOJIB30BAIH /711 BO3OYKICHHS
pe3opy(puHa ¥ B KauecTBe aKTHHUYHOTO cBeTa 700—800 MKMOMb KBAaHTOB M 2 ¢ 1. 0
min — 10 ocBemeH s, 3 MIN — OCBEIEHNE B TEUCHHE 3-X MUHYT. A — 06e3 100aBoK; b
— B mpucyTcTBUH AuypoHna (10 MkM); B — B mpucyTcTBum karanassi (1000 ex. mir 2.

0 min

3 min

HaJIOXKCHUEC
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Puc. 26. Peructpanus H202 BHE XJI0pOIIACTOB € MPUMEHEHUEM (PIITYyOPECIICHTHOTO
kpacuteast Amplex Red (a). 0.5 MM 3-dochormuuepat u 4 MM NaHCO3 n06aBisiiu k
CyCIEeH3HH XJIOPOILIAcTOB 10 ocBemenus. KonnenTpamus xaopodumia 3 Mkr X1 M -,
pH 7.6. [IpencraBieHbl CpeiHUE 3HAYCHUS M CTAHJAPTHOE OTKJIOHEHUE YEThIPEX
U3MEPEHUH TSl KaK10H TOUKH. IHTEeHCUBHOCTH cuHero cBeTa 200 MKMOJIb KBAHTOB M |

¢ 1. B xauecTBe KOHTPOJIs OBLT M3MEPEH 00Opasell, He coepKalIUil XI0porIacTsl (6).

2

Kpome Toro, nuddysus H2O2 6vi1a uccienoBana B pabote ¢ MpOTOIIIACTAMHU —
M30JIMPOBAHHBIMH KJIETKAMH PACTEHHUH — C TOMOIIBI0 KOH(POKATHLHONH MUKPOCKOITHH C
IpUMEeHEeHHEM (IIyOpeCLEeHTHOTO KpacuTens 2',7'- TuXIopaAurupoIoopecernHa
muatnerata (H2DCF-DA), o6pasyromiero npu peakuuu ¢ H202 diyopecuupyrommuit
npoaykT guxiopduyopectient (DCF) (Puc. 27).

[Mpeumymecrsom HoDCFDA, no cpaBaenuto ¢ Amplex Red, ssisercs ero
CHOCOOHOCTh MMPOHUKATH BHYTPB KJIETKU U Xjioporuiacta. [locne quddysuu uepes
MeMOpaHbl, OH AedcTepudumpyercs u 3areM pearupyer ¢ ADK, B ochosaom ¢ H202, ¢

oOpa3zoBanuemM QuryopectieHTHOTO Tipoaykra DCF.
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TEMHOTa

OCBCIICHHE

OCBEIIlEHHE
B IIPHCYTCTBHH
JHYPOHA

(bayopecueHIHA (ayopecueHIHA
XIopoHLIa DCF

Ha/l0XXeHue

Puc. 27. KondokansHas Busyanusamus piyopecueHimu quxiaopdiayopecuernna (DCF)
B CYCIICH3HMH MPOTOILIACTOB. PHONETOBBIN IBET — (hIyOopeCcIeHIUs XI0pohuIa;
3eJIeHbIH 1BET — (uIyopecleHIMs Tuxaopgyopecienta; u Hajaoxenue. Jlazep ¢
JUIMHOM BOJIHBI 488 HM HCITIOJIb30BAU AJIs1 BO30YXACHUS TUXJI0p(hiIyopeclienHa 1 B
KauecTBe akTHHUYHOTO cBeTa (1500 MKMoNb KBaHTOB M 2 ¢ ). I'1e ykasaHo, 6bi1
no6asieH nuypoH (10 MkM).

ITpu ocBemiennu (5 MUH) NPOTOIIACTOB HAOIONAIN yBETHUEHHE
UHTEeHCUBHOCTH (iryopeciennnn DCF kak BHYTpH XJIOpOIIACTOB, TaK U B
HETIOCPeACTBEHHOW O1m30cTH OT XJoporutactoB (Puc. 27). CTtout oTMETHTH, 9TO
BHYTpH nipoTorutactoB H2O2 oOpa3yeTcst 1 ApyrumMu opraHeiiaMy, TAKUMH KaKk
NEPOKCHCOMBI, MUTOXOH/IPUH, a TaK)Ke KOMIIOHEHTaMH IJ1a3MaTHYeCKON MeMOpPaHHBl.
OpnHako B npucyTcTBuu anypoHna ¢uryopecueniust DCF npaktuuecku He
oOHapy>KUBAJIACh, YTO YKa3bIBAET Ha TO, YTO JACTEKTUPYyeMasi B OTCYTCTBUE TNypPOHA
dbayopecuenius DCF Obina Be3BaHa oOpa3zoBaHueM nepokcuia Bojgopoaa B @OTI
XJIOPOTIJIACTOB.

Jlns oueHku ckopoctu nororenus: Oz B peakuuu Mesepa in vivo,

npuBosnIero k oopasosanuto H2O2 B Xxjopormiactax, B 3aBUCUMOCTH OT
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MHTEHCUBHOCTH CBETA, IPOBOIINA MAcCC-CIIEKTPOMETPHUUECKIE U3MEPEHUs Ha
JUCTOBBIX TUCKaX 4—5-HeleabHBIX pacTeHU apabunoncuca ¢ mpumenenuem COz u
m3otonoB 20,. Jlucku noMentany B repMETHYHYIO 3aKPBITYIO KAMEPY 1 IPOIyBajIH
azotoM (N2) 10 Hauana uzmepeHuid. MiamMepeHus mpoBOIUIM ¢ TOMOIIbI0 MEMOpaHHOU
Macc-CreKTpoMeTpun (MeMOpaHHBIN BBO, a membrane inlet mass spectrometry)
(MIMS) (Maxkcsenn u ap., 1998; bekman u ap., 2009). Jlns nogaBiaeHus: OKCUTE€HA3HOU
AKTUBHOCTH PyOmcKo M3MepeHus MpOBOAMIN MPU Hacklaromiel konieHnTpaiuu CO2
(Canvin u ap., 1980). Ckopocts mororienust Oz B pe3yibTaTe AbIXaHUs JINCTHEB B
TEMHOTE, H3MEPEHHOE KaK roromenne 202 B TeMHOTE, OblIa BEIUTEHA U3 CKOPOCTH
nornomenus 80, npu ocBelennn; pa3HuNa 6bUTa IPUMECaHa TToromenno Oz B
peakiuu Menepa. Pe3yibTaThl moka3asiy, 4TO CBETO3aBUCHUMAasi CKOPOCTh MOTJIONICHUS
O2 B aTOM ciyyae coctasisiia 0.36, 1.1 u 2.2 mxmons Oz M2ct npu 100, 650 u 1200
MKMOJIIb KBAHTOB M 2 C | 6€JI0ro CBeTa, COOTBETCTBEHHO. JTH 3HAUYEHHUS COCTABIIAIH B
cpenneM 4% oT o0IIero MoToKa NepeHoca IMEKTPOHOB (M3MEPEHO MO CKOPOCTH
2

Beiienenns 1°0,) mpu 100 MKMOJIb KBaHTOB M 2 ¢+, 7% — 1ipu 650 MKMOJIb KBAHTOB M

¢ 1u 11% — npu 1200 MxMonb kBaHTOB M 2 ¢ (Puc. 28).
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Puc. 28. Macc-cleKTpoMeTpHuecKie H3MEPEHH s TIOTIOMIEH s KUCI0POoAa (TIOTIoMeH e
1805) in vivo. Mcrons30BaHbI THCTOBBIE AUCKU PACTEHHIH apabUIOMCHCA.
IIpesicTaBiieHbl CpeIHIE 3HAYEHUS M CTaHIaPTHOE OTKIOHEHHE TPEX U3MEPEHHUH s
Ka)KJIOM TOYKH.

Conepxanne xnopodumna B C3 pacTeHusx B cpeaHeM coctasnser 0.5 M2, B

pacteHnsx apabumorncuca 0.26 r m? (Lawlor, 1987). C y4eToM STHX 3HAaUeHHMIi, JaHHBIC
MacC-CIIEKTPOMETPHH TSl COTTOCTABJIEHHSI C TIPEABIAYIIMMHI TaHHBIMU OBLITH

TepecunTansl B ckopocTH nornontenus Oz (mr Xi) * u L, uto coorBercTByer 4.9, 15.2 n
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2 1

30.4 mxmonb Oz (Mr Xm) * u L mpu 100, 650 1 1200 MKMOJIb KBAHTOB M 2 C * CBETA,
COOTBETCTBEHHO. [IpuHIMas BO BHMMAHHE CTEXHOMETPHUIO Horyomenus 202 u
oOpazoBanus H202 kak 1: 1, nomyueHHble JaHHBIE MacC-CIIEKTPOMETPUUECKHUX
U3MepeHuil OyIyT COOTBETCTBOBAThH ckopocTu obpa3zoBanusi H20O2 B xsoporuiactax npu
ocsemieHuu. Eciou 5% — aro munumansHas ¢pakuus H2O2, nerekrupyemas 3a

npeaciaMu XJI0poIIacToB, TO 3TO KOJIMYECTBO GYI[GT COOTBCTCTBOBATH Aallalla30HY

HAHOMOJISIPHBIX KOHIIGHTPAIIUK B YCIOBUSX IN VIVO.

3.5. N3yuenue mexanusma auddysnu H202 u3 xjgoponaacros

B npensiaymiem pasnene ObUI0 YCTaHOBIICHO, UTO JJaXKe TIPU HU3KOU
MHTEHCUBHOCTH cBeTa yacTh H202, 00pa3oBaBiierocs BHyTpU XJIOPOILIACTOB, BHIXOIUT
B IIUTOILJIa3My, MUHYS BHYTPUXJIOPOIIIACTHBIE CUCTEMBI JIeTOKCUKanuu. Jlanee
IPEJCTOSIIO BBISICHUTD, KaKUM 00pa3zom mpoucxoaut nuddysus H202 yepes
XJIOpOIuUTacTHYIO MeMOpany. Jlis BeisicHeHus Mexanu3ma quddyzun HoO2 u3
XJIOPOIUIACTOB ObLIA UCCIIEIOBaHA POJIb AKBAIIOPUHOB — OEIKOB, (POPMHUPYIOIIUX TOPHI
B XJIOPOILIACTHOM MeMOpaHe, uepe3 KOTOpbIe IPOXOSAT MOJIEKYIIbl BOABI U IPYTHE
HEUTpabHBIE MOJIEKYIBI HEOOJBIIOTO pa3Mepa. DTOT BOIPOC SBISETCS BaXKHBIM,
nockoJbKy, ecian H202 auddynaupyet uepes MeMOpaHbl ¢ y4aCTHEM aKBAallOPUHOB, TO
3TO peryJupyeMblil MpoLecc, KOTOPbIil, BO3MOKHO, BOBJICUEH B «HACTPOHKY»
CUTHANBHBIX MyTel, nHUIMupyeMbix H20O2, B TO BpeMsi Kak HeperylIupyeMblil MOTOK
H202 B iuTomazMmy MOKeT MPUBECTH K AECTPYKIIMHA BHYTPHKJICTOYHBIX KOMIIOHEHTOB.

AKkBanopussl, kKak 0b110 npoaemMonctpuponano Uehlein u ap. (2008),
pacmojoKeHbl Ha BHYTPEHHEH XJI0poriacTHOi MmeMOpane. JJis ycTaHOBICHHS pOJIn
akBanopuHoB B qud¢y3uu H2O2 B paboTe ¢ MHTAaKTHBIMU XJIOPOIUTACTAMH IIIITAHATA
OBUTM IPUMEHEHBI HHTHONTOPHI aKBAIIOPUHOB. B OCHOBHOM, JIeiicTBHE M3BECTHBIX
WHTUOUTOPOB aKBAIIOPUHOB OCHOBAHO HA B3aMMOJICHCTBHH C CYNIb(OTHIPHILHBIMU
rpynnamMu KOHCEPBATUBHBIX JOMEHOB O€IKOB, BXOJAIIUX B COCTaB aKBAalIOPUHOB, UTO
MPUBOUT K 3aKPBITHUIO BOAHBIX KaHAIOB. TakMMU HHTHOUTOPAMU SBIISIOTCS
KOMITOHEHTEHI, B COCTaB KOTOPBIX BXOJST cepedpo, PTYTh WIIH 30JI0TO, OJJHAKO MHOTHE
U3 HUX SBJISTFOTCS TOKCUYHBIMHE [T (DOTOCHHTE3UpYIOIIel KieTku. M3BecTHO, 94T
cepedpo B Buae AgNO3z MHTHOUpPYeT BOJONPOHUILIAEMOCTD IJIa3MaTHYeCKON MEMOpaHbI
KOpHE (CoJieprKaIieil MHTerpabHbIe OSIKH TUIa3MaTHYECKO MEeMOpPaHbI) ¢ BEICOKON
akTuBHOCTHIO (ECsg 1-10 MxM) (Niemietz, Tyerman, 2002). bpuio n3yueHo BiausiHue

AgNOQO3 B pa3HBIX KOHIICHTPAIHMAX Ha CKOPOCTh TpaHCIOpTa 31eKTpoHOB B DOTI] ¢
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HCITOJI30BaHUEM M30JIMPOBAHHBIX THJIAKOMAOB mimuHata (Taou. 4). AKTUBHOCTh
THJIAKOUI0B OLICHUBAJIN 110 CKOPOCTH BhIAeieHUs: O2 B CyCIICH3UHN TUIIAKOUIOB B
npucyrctun 1 MM Ka[Fe(CN)e] (depprumanuna, dir) B kauecTBe akIenTopa
351eKTpoHOB. [losyyeHHbIe JaHHbBIE CBUAETENBCTBYIOT B M10JIb3Yy TOr0, 4To AgNO3
MOYET OBITh MCII0JIb30BaH B KOHIIEHTPALUAX, HE MpeBblaonmx 20 MKM, MOCKOJIBKY
yBenuueHue koHueHtpauuu AgNOs Bbiiie 20 MKM NPUBOAUT K CHUKEHHUIO CKOPOCTHU

asekTpoHHOro Tpancnopra B ®ITL.

Ta6u. 4. Bmustaue AQNO3 Ha GOTOCHHTETUYECKYIO aKTUBHOCTD U30JIMPOBAHHBIX
THJIaKOUI0B B nipucytctBun 1 MM deppunmannga (®u). KonnenTpanus THiIakou10B
cootBercTBOBaa 20 MKT X1 MIT 2. pH 7.6. OcBelienue B TeueHue 3-x MUHYT.
[IpencraBiensl cpeHUE 3HAYCHUS U CTAHAAPTHOE OTKJIOHEHHUE YEThIPEX U3MEPEHUN

JUTSL KaXKJ0M TOYKK. ITHTEeHCHBHOCTD KpacHOro cBeta 500 MKMOJIb KBAHTOB M2c

Cxopoctb Boiienenus: Oz B CycrieH3uu
THUJIAKOUJIOB,
Jlodasiu MkMonb Oz (mr Xm) tu?
(B mpucyrctBun dir)

KonTpons 92 +£3.1
2 MkM AgNOs 89£2.0
10 mxM AgNO3 87+£23
20 mxM AgNO3 84+2.5
100 mxM AgNO3 80+2.6

Onnaxko, eciii ipu padboTe ¢ n30aupoBaHHBIMU THIakougaMu AgNO3 B
koHUeHTpanuu 20 MkM npakTuyecku He oka3biBai BiusgHus Ha @OTLI, To npu pabote
C MHTAaKTHBIMH XJIOPOIUIACTaMHU OBbLIO MMOKA3aHO, YTO (POTOCHHTETHYECKAs! aKTUBHOCTb
XJIOPOIUIACTOB MHTUOMPOBaIaCh MOIHOCTHIO 1pH go0aBke 20 MkM AgNO3 (Tabu. 5).
[Tonmy4eHHBIH pe3ynbTaT MOXKET ObITh 00BsicHeH AByMs npuanHamu: AGNOs
ymenbmaet goctynHocts CO2 B nukn KansBuHa-bencona, nockonsky mosekyinsl CO2
TaKXe MPOHUKAIOT BHYTPb XJIOPOIUIACTa ¢ MOMOIIBIO akBaropuHoB, i AgNO3
uHrubupyet pepmentsl nuukia KansBuna-bencona. J{ist Toro, 4ro0bl n30exarth

Bo3MmoxkHoTO Biusaust AGQNOs Ha dukcanuro CO2 XytoporiactaMu, TOCIETYIOITHE
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SKCIIEPUMEHTHI IPOBOIMUIIM B MPUCYTCTBUU MB B KauecTBe aKIeNTOpa 3JIEKTPOHOB OT

@C |, gto npenorspamiaet pukcamnuio COx.

Ta6n. 5. Bmusane AgNO3 Ha GOTOCHHTETHYECKYIO aKTHBHOCTD M30JIMPOBAHHBIX
xjnopormiactoB. 4 MM NaHCO3 106aBisiin K CyCIIeH3UH XJIOPOILJIACTOB 10 OCBEIICHHMS.
KOHIIeHTpaIus THIAKOMI0B cooTBeTcTBOBaTa 50 Mkr X1 mir 1. pH 7.6. OcBenienue B
Te4eHue 3-X MUHYT. [IpencraBiieHbl cpeiHAE 3HAYEHUS U CTaHIAPTHOE OTKIOHEHUE
TpPEeX U3MEPEHUM JUIsl KaK10M Touku. IHTeHCMBHOCTH KpacHoro ceera 500 MKMOJIb
KBaHTOB M 2 ¢ I,

N3menenne koHuenTpauu Oz B CycrieH3un
XJIOPOILJIACTOB,
JloGaskn MiMoItb Oz (mMr Xm) 1yt
(B mpucytctBuu CO2)
021 02}
KonTpomns 587459 -
2 MmxM AgNO3 457+ 6.2 -
10 mxM AgNOs3 38407 -
20 MxM AgNOs3 - 34+13

Jst uccnenoBanus nuddy3uu H2O2 Ob11 HCTIONB30BaH METO] KOH(DOKATBHON
MHUKPOCKOIIHHU C IPUMEHeHHeM (ryopeciieHTHoro kpacutenss Amplex Red, B
pe3ysbTare B3auMozelicTBust koroporo ¢ HoO2 obpa3syercst GpuryopeciieHTHBIH MPOIYKT
pe3opydun. Kak mokazano Ha Puc. 29, giryopecuennus pe3opyduHa He Oblia
oOHapyKeHa B TEMHOTE, B TO BPeMs KaK CYIIECTBEHHBIH YPOBEHD (PIIyOPECIICHIINN
pe3opyduHa ObLIT 3apETUCTPUPOBAH MOCIIE OCBEIICHUS CYCIICH3UU XJIOPOILTACTOB B
TEYEHUE 3-X MUHYT, CBUICTEIBLCTBYS O TOM, 4T0 H2O2 B 3HAYMTEIHBHOM KOJHMUECTBE

TG PyHAPOBAT U3 XJIOporUIacToB B cpeny. B mpucyrcreun 20 MxM AgNO3 mocine
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0 MuH 3 MuH 3 mua + AgNO3

Puc. 29. Kondoxkanbnas Buzyanusanus (GiayopecueHunu pe3opydhruHa B CyCieH3un
XJIOPOILIACTOB B IPUCYTCTBUM Nepokcuaashl xpena (10 ex. ma 1) u Ms (25 MkM). 20
MKM AgNO3. ®uoneToBbIit BET — GIyopecieHITIs XJI0poduiria; 3eIeHbIH —
pe3opyduna. Jlazep ¢ mnHO#M BomHb 488 HM HCIIONIB30BAH ISl BO30YXKICHUS
pe3opybuHa U B KauecTBe aKTHHUYHOTO cBeTa (700—800 MKMOIbL KBAaHTOB M 2 ¢ 1). 0 MUH
— JI0 OCBEIIEHHSI, 3 MUH — OCBEIICHUE B TEUCHUE 3-X MUHYT.

OCBEILIEHUS XJIOPOIUIACTOB CBEUEHUE pe30py(rHA BOKPYT XJIOPOIJIACTOB MIPAKTUUYECKH
orcyrcTBoBajo (Puc. 29).

B nanbHeilimem B kayecTBe HHTMOMTOpPA aKBAIIOPUHOB HAMU ObLT HCII0JIb30BaH
anierazonamusl (AZA). AZA — 310 n3BeCTHBIN MHTUOUTOP KapOOaHTUIpa3, OJHAKO MO
JAHHBIM JIUTEPATYPbl U3BECTHO, YTO AZA, B3aUMOJIEHCTBYSI C ONPEEIIEHHBIMU
aMUHOKHCIIOTHBIMH OCTaTKamMu 0enkoB (TakuX, kak Arg, Gly, Asp, Ser, His, Ile, Asn),
BXOJILIMX B COCTAaB aKBallOPUHOB, PUBOIUT K OJIOKUPOBAHUIO TPAHCIIOPTA BOJIBI UEPE3
axBaropunbl (Gao u ap., 2006; Haddoub u ap., 2009; Huber u ap., 2007). IToatomy B
HacTosiee BpeMs AZA HCIoNIb3yeTcs He TOJBKO KaK MHTMOUTOp KapOoaHTUapas, HO
Takke U Kak 3((HeKTUBHBIN HHTHOUTOP aKkBanopuHOB. bojee Toro, u 3TOKCHU30J1aMu ]
(EZA), xotopplii Takke siBIseTcs criennGuuecKkuM HHrHOUTOpOM KapOoaHTHapas,
croco0eH MHIHOMpoBaTh akBanopuHbl. OJHaKO HaMU ObUT BEIOpaH AZA, TTOCKOJIBKY
U3BECTHO, YTO OH, B oTiinune oT EZA, ninoxo npoHukaet yepe3 meMOpausl. J{is Toro,
4yTOOBI N30€kKaTh BO3MOXKHOTO BIusiHUS AZA Ha ¢ukcauuio CO2 xioporiacTamu,
TakXke, Kak 1 B ciydae skcniepumMeHToB ¢ AGNO3, B KauecTBe akIienTopa JIeKTPOHOB
UCTOJIb30BaIM MB. B TOMONHUTENBHBIX SKCIIEpUMEHTaX ObLIO HaisieHo, uto AZA
BIIMSIET HA CKOPOCTH 3JIEKTPOHHOTO TPAHCIIOPTa B M30JMPOBAHHBIX THJIAKOUIAX MIPU
no0aBke MB B OTCYTCTBHUE pa300IIUTENs 3JEKTPOHHOTO TPAaHCIIOPTa rpaMULiuHa J]

HE3HAYNTEIILHO, HO B TIPUCYTCTBHH pa3o0muTens cymectseHree (Taom. 6).
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Ta6u. 6. Bmustaue AZA Ha GOTOCHHTETHYECKYIO aKTUBHOCTD U30JIMPOBAHHBIX
TUIAKOUJIOB B IIpucyTcTBUK 25 MKM MB. Konnenrpanus xmopoduia 20 Mxr X1 M -,
pH 7.6. OcBemienue B Teuenue 3-x MuHyT. lIpencraBiensl cpegHyue 3HaUEHUS U
CTaH/IAPTHOE OTKJIOHEHUE TPEX U3MEPEHUM ISl KAKJI0M TOYKH. IHTEHCUBHOCTH
KkpacHOro cera 500 MKMOJIb KBAaHTOB M 2 ¢ . I'nie ykazano, 1 MM AZA u 1 MkM
rpamurmaud [ (I'pl) Obutn 1o6aBiIeHbI.

[Tornomenue O2 B cyclieH3uH
Tlobaskn THUIAKOHUIOB,
MkMonb Oy (Mr Xor) L gt
Twiakounsl + MB 37.9+4.1
Tunakouast + MB + I'p/l 191.2+84
Tumakouns: + MB + AZA 354+27
Tunakouas! + MB + I'p/l + AZA 1314+ 2.2

Hcnonb3yst MHTaKTHBIE XJIOPOILIACTHI, BBIJICIICHHBIC U3 JINCTHEB IIMTMHATA, MBI
MOKa3allv, 4TO TOCJIe OCBEUICHHUS XJIOPOIUIACTOB YPOBEHB (hIyopecleHIuu pe3opydhrHa
BOKPYT XJIOPOILJIACTOB B MPUCYTCTBUU AZA OBIJIO TOpa3ao HUXKE, YEM B OTCYTCTBUE
AZA (Puc. 30). Uepe3 3 MHUHYTHI OCBEIIEHHUS XJIOPOIUIACTOB YPOBEHB (IIyOPECIICHIHH
pe3opyduHa BOKPYT XJIOPOILIACTOB B MPUCYTCTBUU AZA Ob1 Ha 60% HUXKE, UeM B

oTcyTcTBHe AZA.

0 MmuH 3 MUH 3 muH + AZA

Puc. 30. Biusnue no6asku 1 MM AZA Ha ¢iryopecueHIuio pe3opyduHa B CycrieH3uu
XJIOPOTIIACTOB B TIPHCYTCTBUH Mepokcuaassl Xpena (10 ex. M 1) u MB (25 MkM).
®uoneToBbIi LIBET — (hiIyopecleHIs XI0poduiuIa; 3el1eHbli — pe3opyduna. Jlazep c
JUTMHOM BOJTHBI 488 HM HMCIIOIB30BAIIN ISl BO30OYKIEHUS pe30py(dHrHA U B KAUSCTBE
akTHHUYHOTO cBeta (700—800 MKMOJIb KBAaHTOB M2 c_l)‘ 0 MMH — 10 OCBeIlEeHHU, 3 MUH
— OCBEILIEHUE B TEUEHUE 3-X MHUHYT.
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Takum 06pazom, OBLIO TPOJIEMOHCTPUPOBAHO, YTO (hITyOPECIICHITUS
pe3opyduHa BOKPYT XJIOPOIUTACTOB CHIKAIACh B MPUCYTCTBUHU AZA, B TO BpeMs KaK
CYIIECTBEHHOT'O MHTMOMPOBAaHUS (POTOCHUHTETUYECKOTO SJICKTPOHHOTO TPAHCIIOPTA B
npucyrctBur AZA He Habmonanocs. [lonydyeHHble 1aHHbIe CBUIETENBCTBYIOT O TOM,
yTo no6aBka AZA unrnoupyer nosisaeaue H>Oz BHE XJIOPOIIIIaCTOB 3a CUET
OJIOKMPOBAHMS aKBAIIOPHHOB, a HE 32 CYET HHTMOMPOBAHUS SJICKTPOHHOTO TPAHCIIOPTA
B CJIy4ae BO3MOXKHOTO YACTUYHOT'O MPOHUKHOBEHUSI AZA BHYTpb XJI0pOoIuiacToB. Jliis
MIPOBEPKH CBA3BIBaHUSA AZA ¢ MEMOPaHHOM 000JIOYKOM XJIOPOIIIACTA U3yYall BIUSHUC
nHKyOaruu AZA ¢ 000109KOH, BBIIGIICHHON U3 XJIOPOIIACTOB IINTMHATA, HA
AKTUBHOCTH 9K30T€HHO JT00aBIIeHHBIN Obrubeil kapooanruapassl (KA). AZA
cBs3biBaeTcs ¢ KA crnaObiMi HEKOBAJICHTHBIMH CBSI3SIMU U MOXKET JIETKO TIOKUHYTh CAUT
CBsI3bIBaHUSA Tocie pa3baBneHus. berubs KA sBnsiercss pepMeHTOM, KOTOPBIi
OTHOCHUTCS K TaK Ha3piBaeMoMy ajib(a cemeiictBy KA u o0anaer BRICOKOM
YyBCTBHTEIHLHOCTHIO K HHTUOUTOPY. JIUIITh HEOOJIBIIOE CHUKCHIE aKTHBHOCTH ObIYbei
KA Ha0mromanu mpu 100aBlieHUH HEOOpaOOTaHHON MEMOPaHHON 000JIOUKH
xyoporutactoB (Tabun. 7), 1 310, BEposITHO, pe3ynbTar nepecyera aktuBHOCTH KA Ha
0eIoK, TaK Kak CyMMapHO€ KOJHMYECTBO OEIKOB YBETUYUBAETCS B IPUCYTCTBUU
npenapaTroB 000J109Ku. AKTUBHOCTH ObIubeit KA Obli1a OUTH MOTHOCTHIO T0/IaBJIEHA
npu 100aBIeHUN 000JI0YKH XJI0POTUIacTOB, oOpadotanHoi AZA (Tabu. 7), uto
CBUJIETENHCTBYET B MOJIb3Y CBsA3bIBaHUA AZA ¢ 06omoukoit xaopormiacta. Kpome toro,
Ob110 0OHApYXKEHO, 4TO cama 000sI04Ka XJIoporiacta obnagaer KA-akTHBHOCTBIO
(Tabu. 7). DT gaHHBIE MOTYT YKa3biBaTh Ha Hanmu4yue KA, cBs3aHHOM(BIX) ¢ 000JI09YKOM
xjnoporuiacta. [Tocne nakybanuu ¢ AZA KA-akTUBHOCTH 000JIOUKH XJIOPOILJIACTa
WHTHOMPOBAJach HE MOJHOCTHIO, MTUIIb Ha 57%. Bo3aMoxkHo, uTto KA, cBs3aHHas ¢
000JI0YKOI XJIOPOIUTaCcTa BRICIIUX PACTCHUI, IPUHAUICKUT HE K anb(a cemeiicTBy KA,
a k 6era cemeiicTBy. [lonTBepk1eHHEM TaKOTO MPEATIOI0KEHHS SBISIOTCS TaHHbIE
Perez-Martin u np. (2014), nokassiBaromue ¢pyHkiuonuponanue 6era KA B o6omouke
XJIOpPOIUTacTa B OTUBKOBHIX JiepeBbsiX. [[puHrMas Bo BHUMaHHE, 94T0 AZA Takxke
UHTUOMpYeT akTUBHOCTh KA, Henb3s UCKITIOUNTh, 4YTO MHrHOupoBanue quddysun H202
yepe3 MEMOpaHHYI0 000JIOUKY XJIOPOIIJIacTa B MPUCYTCTBUH AZA siBIsieTCs
pe3ysbTaToOM OJIOKMPOBaHMS HETIOCPECTBEHHO aKBallOpHHOB. B nutepatype
MPEJICTaBJICHBI JaHHbIE 0 oKanu3auu KA BOmu3u akBanopuHoB (Xiang u nip., 2004).
B takoMm cirydae MOKHO TIPEIIONIOKUTh, 9YTO MHTHOUpYIOIee BiausHIe AZA Ha
nuddys3uro HoO2 MokeT OBITh CIIEICTBUEM HE TOIBKO CBA3BIBaHUS AZA ¢

aMHUHOKHCIIOTHBIMH OCTaTKaMH O€JTKOB-aKBaIlOPUHOB, HO U CBs3bIBaHUs AZA ¢ KA
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MeMOpaHHOUW 000JIOUKH, TPUBO/IS K KOH(DOPMAITMOHHBIM U3MeHeHusM KA u
MOCJIEYIONUM KOH(OPMAIIMOHHBIM H3MEHEHUSIM O€JIKOB-aKBAalIOPHHOB U,
CJIEIOBATENbHO, K U3MEHEHHMIO aKTUBHOCTHU akBanopuHoB. Eciu KA memOpanHoOM
000JI0YKH XJIOPOILJIACTOB CBSA3aHA C aKBAIIOPUHAMHU, TO (PYHKIIMOHUPOBAHHE STOTO
dbepMeHTa MOKET OKa3bIBaTh HEIIOCPECTBEHHOE BIMSHUE HA CTENICHb OTKPBITUS
akBaropuHoB [*1, *13, *14].

Ha ocHOBe MOTy4eHHBIX JTaHHBIX MOKHO 3aKIIOUYUTh, YTO, HCIIOIb3YS
uHruouTopsl akBarnopuHoB, AGQNOs u AZA, MbI mokazainu, 9to MoJsiekyisl HoO»
TuhPyHIUPYIOT Yepe3 MeMOpaHHYIO0 000JI0UKY XJIOPOIUIACTA C yU4acTHEM
aKBaIlOPUHOB. JTHU JAaHHBIE [TO3BOJISIIOT NOHATH, Kak H202, 0Opazyromuiicst BHyTpu
XJIOPOTIJIACTOB, MOKET BBIIOJHSTH CUTHAIBHYIO (DYHKIHIO JUUIsl OCYIIECTBICHUS

peTporpaaHoro CMraasia.

Ta6n. 7. Bnusaue no6asku anerazonamuaa (AZA) na aktuBHOCTH Obrubeit KA u KA
o0ououku xjoporacta. ['e ykazano, ucnonszoBanu 0.0011 mr 6enkos
W30JIMPOBAHHON MeMOpaHHOI 000104kH Xoporiacta u 0.004 mr Obraneit KA.
Pe3ynbTarhl mpeacTaBleHbl Kak CPpeHEe U3 JIBYX HE3aBUCUMBIX U3MEPEHUI +
CTaHJapTHasl OIIMOKa.

KA-akTHBHOCTB,

Jlodasxu MkMonb HY mun Y(mr 6enka)
beruss KA 7963 +294
berubs KA + memOpanHas 060104ka 6127 + 70
XJIopoIIacTa
borubs KA + memOpanHas 060104ka 248 4 5
xJjoporuiacta, oopadorannas AZA
MemOpanHas 060104Ka XJI0poriacTa 1216 £252
MewMmOpanHast 060709Ka XJIOpOILIacTa, 593 + 288

obpabortannas AZA

3.6. YcraHoB/ieHHe cUTHANBbHOI posu H20:2 B peryasiuun pa3mepa
CBETOCOOMPAIOIIECI0 KAHTEHHOI0» KoMILIekca gorocucremsl 11

Kak mpencrasneHo B ri1aBax 3 ¥ 5 1uTepaTypHOro 0630pa, OKMCIUTEIbHO-
BOCCTaHOBUTENbHOE cocTosiHue [1X myna urpaet BaskHYyIO poJib B 3allyCKe CUTHAJIbHBIX
nyTel, HampaBJIECHHBIX HA PETYIISALUIO SKCIPECCUH IAacTHAHBIX reHoB (Pfannschmidt u
ap., 2008). boxee Toro, penokc-cocrosinue 11X myna takyke Urpaet pojb CUTrHajia B
pPETPOrpasiHOM MYTH CUTHAIU3ALUH, OT XJIOPOIJIACTOB K AJpY, [€ PACIOI0KEHO

OOJIBIIMHCTBO T'€HOB XJIOPOIIACTHBIX 0elIKOB. M3BECTHO, UTO KPaTKOBpEMEHHOE
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W3MEHEHUE pacnpeencHus d3Heprun kBaHToB cBeta Mexay OC |1 u OC |
OCYILECTBIISICTCS 33 CYET 0OPAaTUMOr0 IepeMELICHUS MEX Ty (POTOCHCTEMaMH BHEIIHEH
qacTu nepudepruaecKux CBETOCOONPAIONIUX MUTMEHT-0eMKoBBIX KoMIuiekcoB OC 1,
conepxamnux 0eaku Lhebl u Lheb2 (state transitions) [*15]. ITpu monroBpeMeHHOM
MOBBIIEHHOM OCBEMIEHHOCTH PACTEHHMI POUCXOIUT yMeHbleHue pazmepa OC 11 3a
cuer nogasiieHusa onocuuresa 3tux 6eaxoB Lhebl u Lheb2, a Takxke 6enkos Lheb3 u
Lhcb6 u ux nmocneayroriero nporeosinsa. Perymsius pasmepa CCK Il — oaun u3
MEXaHHU3MOB MPUCTIOCOOTICHUS PAaCTEHHUI K U3MEHEHHIO YPOBHS OCBelleHHOCTH. [Ipu
MOBBILIICHUH YPOBHS OCBEILIEHHOCTU yMeHbIleHue pa3mepa anteHHsl OC |l mpoucxoaut
MIOCPEICTBOM ToaBiieHus OnocuHTesa nepudepruecknx 6eaxos CCK Il myrem
TPaHCKPHUIIIIMOHHON/TIOCTTPAHCKPUIIIIMOHHON PETyIISINK, pa30opku
CBETOCOOMpAIOIIUX MUTMEHT-0eNKoBbIX KoMIuiekcoB DC |1, B cocTaB KOTOPBIX BXOAST
JaHHbIEe OENKU, U TIOCIEIYIOIETO MPOTeon3a 3TuxX OenkoB. [Ipu 3ToM 3HaUKUTEIBHOE
CHIDKCHHUE HAOJIOIAIOT B YPOBHE COJICPKaHMs Takux OenkoB, kak Lhchl, Lhcb2, Lheb3
u Lhcb6 (Bailey u np., 2001, Ballottari u np., 2007). Takue n3meHeHns HEOOXOTUMBI
JUTSL YMEHBIIICHUS KOJIMYECTBA MOIJIOIaeMOI SHEPT UM KBAaHTOB CBETA, U KaK CIIEACTBHE,
npucnocoOIeHns pacTeHUH K AeHCTBHIO MOBBIIIEHHON OCBEIIeHHOCTH. [IpuHsTO
CUNTATh, YTO BHICOKHI yPOBEHB BOoCcCTaHOBIECHUs [1X Mmymna sBIseTCs XJIOPOTUIaCTHBIM
CUTHAJIOM JUIsl yMEHbIIeHUs pa3Mepa anTeHHbI poTocuctemsl OC Il. Ognako
XJIOPOTIJIACTHBIA CUTHAJ AOJKEH OBITh BOBJICUEH B CUCTEMY PETPOrpaHON
CUTHAJIN3ALMH, TaK Kak reHbl 6enkoB anTeHHbl OC || kogupyrores siapoM. OueBuaHO,
JIOJDKEH CYIIECTBOBATH HOCUTEh HH(OpMAIHK 00 OKHCIUTEIHHO-BOCCTAHOBUTEITLHOM
coctosiHUY Tyna. OTHAKO JI0 CHX TIOP OCTAeTCsl HEBBIICHEHHON MOJIEKYIISIpHAsl IPHPOJIa
CUrHaia, nocrynaromero u3 [1X myna 1 MHUIMUPYIOIIETro 3TH alalTalliOHHbIE
U3MEHEHHSI.

[TockonbKy B X07€ IpeAbIAyIIed paboThl HAMU ObUIO YCTAHOBIJIEHO
obpazosanune H>O: B I1X myne, 6b110 npeanonoxeHo, uto umeaHo HoOz,
reHepupyemsblii B peakuuu [IXHz + O — [1X™ + H202, moxeT npeacTaBisTh coboi

CHUTHAJI 00 OKUCIUTEIbHO-BOCCTAHOBUTEILHOM cocTossHuU [1X ImyJia.
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st uccnenoBanus ponu H2O2 B perymsiuu pazmepa anteHHbl OC || mpu
OCBEIICHNHU ObUTM PUMEHEHBI 2 MMOIX0/1a:

1. VYmenpmenue conepxxanus H2O2 B IMCThSAX pacTEeHUM SUMEHS IPU BBICOKOMN
MHTEHCUBHOCTH CBETA IIyTeM MHKYOallMM JIMCTHEB B TE€UEHUE 5-TH JHEH B
pacTBope, coJleprKallleM KaTaasy.

2. YBennuenue copepxkanus H2O2 B TUCTBAX pacTeHUI SUMEHS PHU HU3KOM
MHTEHCUBHOCTH CBETA ITyTeM MHKYOAIlMH JIUCTHEB B TEUCHUE 5-TH JTHEH B
pactBope, cogepxkaimiem H20o.

J1s 5KCTIEpUMEHTOB OBUIM UCIOJIb30BaHbl 6—10 AHEBHBIE IPOPOCTKU SUMEHS
obbikHOBeHHOTO (HOrdeum vulgare). MHkyOanust TMCTHEB TYMEHSI ITPU BBICOKOM
MHTECHCUBHOCTHU CBETa B OTCYTCTBUE KaTajla3bl IPUBOJMIA K 3HAUUTEIBHOMY
yBenu4eHuto B coaepxanuu H2O2 B mucthsx: Ha 3-uit neHb — Ha 40%, Ha 5-blIi 1eHb —
Ha 60% (Puc. 31A). OnHako B mpucyTCTBUHM KaTamnasbl B cpee nukyoauuu (1200 ex.
M 1) coneprxanne H20, GbLI0 HUKE, U HA 5-blil IeHb HHKYOAIMH IPU BBICOKOM
WHTEHCUBHOCTH CBETa YpoBeHb conepkanust H2O2 B mpucyTcTBUM KaTagassl ObLI
COIIOCTABUM C YPOBHEM, HAOJII0JIa€MbIM B JIUCThAX, UHKYOUPYEMbIX IIPU HU3KOM
unTeHcuBHOCTHU cBeTa (Puc. 31A). Conepxanune H2O2 npu nHKyOauu JUCTHEB SUMEHS
IIPY HU3KOM MHTEHCUBHOCTHU CBETa HE U3MEHSJIOCh BO BPEMsI BCETo Meprojia
MHKYOalUH.

ITpu nHKyOaMK TMCTHEB TUMEHS IPH HU3KOH MHTEHCUBHOCTHU CBETA B Cpeie
UHKYyOauu B orcyTcTBUE U B ipucyrcTBUM H202 konnyectBo H202 He3HAUNTENBHO
MOBBIINIANIOCH B JIUCTHSX, MHKYOUpoBaHHBIX B ipucyTcTBun 50 MM H202, o
CPaBHEHMIO C KOHTPOJIbHBIMU JINCThAMU. IHKYOa1Ms TMCTHEB B pacTBOpE,
cogepxamiem 100 MM H202, npuBoauina k nossimeHnto ypoHs H2O2 B mucThsax Ha
25% 110 cpaBHEHUIO C KOHTPOJIBHBIMU JTUCThSIMU Ha 3-Ui JIEHb U K IBYKPATHOMY
YBEIMYCHHUIO 3TOTO YPOBHS Ha 5-b1ii ieHb nHKyOanmu (Puc. 31B5). Ha 5-b1it nenp
uHKyOarmu conepxanne HoO2 B MUCTHSIX, HHKYOMPOBaHHBIX B mpucyTcTBUU 100 MM
H202, 66110 cx0%ke ¢ TAKOBBIM, U3MEPEHHBIM B JINCTHSIX, MHKYOUPOBAaHHBIX MPH
BBICOKOM MHTEHCUBHOCTH CBETa. DTO JaeT 000CHOBaHHE MPUMEHEHHS JJAHHOTO MOIX0/a

st uccnenoBanus poiu H2O2 B perymsnuun pazmepa antenHsr OC 1.
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Puc. 31. A — otHOcuTenbHOE coaepkanue H2O2 B IMCThAX SUMEHS IPU HU3KOM
narencusHocty (HC, 100 MKMOJIH KBAHTOB M 2 C ) HJIH TIPH BBICOKOH HHTEHCHBHOCTH
(BC, 1000 MKMOJIb KBAHTOB M 2 ¢ 1) CBeTa B OTCYTCTBHE H B HPUCYTCTBHH KaTanasbl
(BC karanasa), 1200 ex. M 1, B cpejie HHKyOaIuy B TedeHue 3-X u 5 nHei; b —
OTHOCHUTeENBHOE coaepxkanre H2O2 B IMCThAX s/MMEHS TIPU HU3KOW MHTEHCUBHOCTH
cseta (100 MKMOITb KBAaHTOB M 2 ¢ 1) B oTcyTcTBHeE U B iprcyTcTBun Hp02 (50 MM
H202 u 100 MM H202) B cpene naky6anuu B Tedenue 3-x u 5 aueid. 3a 100%
(KOHTPOJIB) MPUHSTA BEIMYNHA, U3MEPEHHAs B JINCThSAX NMPU HU3KOM MHTEHCUBHOCTH
ceta, 0.346 Mxmosb H20; 1! chiporo Beca. 3HaueHus pe/ICTaBIeHbI Kak cpeaHee £
CTaHJAPTHOE OTKJIOHEHHE.

BaxHo, yTo 06a 1oxo/1a He MPUBOIMIN K CYIIECTBEHHBIM U3MEHEHUSIM B
ypoBHe BoccraHoBieHus [1X myna (Puc. 32). Muky6anus 1ucTheB sUMEHs IPU
BBICOKOI MHTCHCUBHOCTH CBETA MPUBOIMIIA K TIOBBIIIEHHIO YPOBHS BOCCTAHOBIICHUS
[T1X myma (u3mepenHsiid kak 1 — gP, cM. METOIbI) U B OTCYTCTBHE, M B IPUCYTCTBUH

KaTaJia3bl. I/IHKY6aI_[I/I$I JIMCTBCB B YCIIOBUAX HU3KOM MHTCHCUBHOCTH CBETa HE
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OKa3bIBaJla 3HAYUTEIBHOTO BIMSHHS Ha OKUCIIHTEIIbHO-BOCCTAHOBUTEIILHOE COCTOSTHHIE
[IX myna kak 6e3 100aBoK, Tak u npu nodaske H20x.
Taxum 00pa3oM, pazpaboTaHHBIE TOAXO/IBI TO3BOJIMIN U3MEHUTH CO/IEpPIKAaHHE
H202 B TMCTBSIX M IPH HU3KOM, ¥ TIPH BBICOKOH MHTCHCHBHOCTSX CBETA, HE OKA3bIBasI

IIpU 3TOM BJIMAHHA HA OKUCIUTCIIbHO-BOCCTAHOBUTEIIBPHOC COCTOAHUEC IIX ImyJia.

N Te
BC
0,45 - [ BC katanasa
S HC, 100 MM H,0,

. |
=
I
S & 0,30-
m @
o .
2 i
g o |

14}
2 S

=
2 B 015-
L e
o
g |
> :

0,00

KOHTpONb 3 AeHb 5 AeHb

Puc. 32. Yposens BoccranoBnenus [1X myna (1 — qP), B TUCTBAX stTAMEHsI, M3MEPEHHBIN
roce MHKy6anuy mpu Huskoit maTercusHocTd (HC, 100 MKMOMIB KBAHTOB M 2 € 1) MM
1ipu BeIcOKO# mHTeHCHBHOCTH (BC, 1000 MKMOJIH KBAHTOB M 2 C 1) CBETA B OTCYTCTBHE
¥ B mpucyTcTBuy Katanassl (BC karanasa), 1200 en. ma *, B cpeie HHKyGaIuu B
TedeHue 3-X U 5 AHeH, a Takke MU HU3KOM nHTeHCuBHOCTHU cBeTa (100 MKMoIb
KBaHTOB M 2 ¢ 1) B mpucyrcTeuu H202 (100 MM H20,) B cpee WHKYOAIuu B TedeHHE S
IHell. 3HaueHus Mpe/ICTaBIeHbI Kak Cpe/iHee + CTaHIapTHOE OTKJIOHEHHUE.

N3menenne pazmepa anteHHbl OC |l onieHnBany mo N3MEHEHUIO OTHOIIIEHUS
X a x Xa b (Tabn. 8). M3BecTHO, uTO OCHOBHBIC aHTeHHBIC CyobeauHuIbl PC |1 CP47
u CP43 cBs3bIBAtOT TONBKO X @, B TO BpeMsl KAK MUHOPHBIE aHTEHHBIE KOMIUIEKCHI
CP29 u CP26, kpome XII a, Takke CBA3BIBAIOT XJ1 b, comepkaHre KOTOPOTo 110
OoTHOHIeHMIO K XJI @ yBenuuuBaercs Bo BHewHell antenne OC |l. V Boicimx pactenuit
ymeHbllieHue pazmepa aHTeHHbl OC || B OCHOBHOM MPOUCXOAUT 3a CUET YMEHbILICHUS
KOJIMYECTBA TAKUX OCJIKOB BHemIHeH anTeHHbl, kak Lhcbl, Lheb2, Lheb3 u Lheh6 (em.

rnaBy 3.1 nuTepaTypHOro 0630pa), 4TO MPUBOAUT K YMEHBIICHHIO OTHOCUTEIBHOTO
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conepxanus Xi b (Lindahl u ap., 1995; Ballottari u mp., 2007; Frigerio u ap., 2007).
CrenoBaTesbHO, yBEIMYCHUE OTHOMICHUS X1 @ K XJ1 D B JIMCTBSX OTpaxkaer
ymensbiienue pazmepa autenusl @C 11 (Lindahl u np., 1995).

Kak npeacrasinero B Ta6u. 8, orHomienne Xt a kK Xi1 b cymecTBeHHO
YBEJIMYUBAIOCH IPY BBICOKON MHTEHCUBHOCTH CBETA B OTCYTCTBHUE KaTajiasbl, MO
CPAaBHEHMIO C HU3KOW MHTEHCUBHOCTBIO CBETA, OJJHAKO B IIPUCYTCTBUU KaTana3bl TAKOTO
yBenuueHus: He Habmoxanu. MHKyOanus TucTheB SSTUMEHS B pacTBOPE, COAEpIKaIeM
100 MM H703, npu HU3KO MHTEHCUBHOCTH CBETA IIPUBOJIMIIA, KaK M TIPU BBICOKOM
MHTEHCUBHOCTH CBETA B OTCYTCTBUE KaTajla3bl, K 3HAUMTEIIBHOMY POCTY OTHOIIEHUS X1
a k X1 b B mHCTBSX pacTeHMid, CBUICTEIBCTBYS 00 yMEHBIICHUHU pa3mepa aHTeHHbI DC

Il B 3THX yClIOBUSX.

Ta6u. 8. Otnomenue X a/Xi b (%) B TUCThIX STUMEHS, H3MEPEHHOE MOCIIe HHKYOAIMN
npu Hu3Koit naTeHcnBHOCTH (HC, 100 MKMOJIB KBAHTOB M 2 C ) MJIM HIPU BBICOKOI
unTencusHocTH (BC, 1000 MKMOIB KBAHTOB M 2 ¢ 1) CBeTa B OTCYTCTBHE U
npucyTcTBuM Karanassl (BC karanasa), 1200 ex. M 1, B cpeie MHKYOAIuu B TedeHHE S
JHEH, a TaKoKe IPH HU3KOH MHTeHCHBHOCTH cBeTa (100 MKMOIb KBAaHTOB M 2 ¢ 1) B
npucyrcteur H202 (100 MM H202) B cpene nakyOanuu B Teuenne 5 qaei. Pesynbrate
NpEeJCTaBIeHbl KaK CpeAHEE U3 TPeX He3aBUCUMBIX M3MEPEHUH + cTaHAapTHas OLIMOKa.
*P <0.05.

Orsowenne Xia a/Xa b, %
HC
BC HC
HC BC 100 MM
KaTajgasa 50 MM H202
H>0-»
100 | 120+ 3.2* | 106 +2.9* 104 +2.7 114 + 1.4*

C moMoIIpI0 AEHATYPUPYIOIIETO AIeKTpodopesa ObLITH UCCISTOBAHBI
HN3MCHCHHUA B YPOBHE COJACPIKAHUA 0€eJIKOB TUIIAKOUIHBIX MeM6paH B U3y4acMbIX

yenosusx (Puc. 33A, B).
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Puc. 33. Jlenarypupytomuii anexkrpodope3 OeIKoB THIAKONI0B, N30JIMPOBAHHBIX U3
JMCTHEB STUMEHS: A — IOCIIe HHKYOaluy B TEYCHHE 5 THEH TPU HU3KOW UHTEHCHBHOCTH
cBeta, 100 MKMOINb KBaHTOB M 2 ¢ 1, B otcyreTue (HC) u B mpucyrersun Ho0, (HC,
100 MM H20.) B cpene nnkybaruu; b — mociie nHKyOanuu B TeUCHHUE S5 THEH mpr
Huskoi nateHcuBHocTH (HC) 1 mipu BeICOKOM MHTEHCHUBHOCTHU cBeTa, 1000 MKMOITB
KBaHTOB M 2 ¢ *, B orcyrcTue (BC) u mpucyTtcTBum Karanassl, 1200 ex. v 2, (BC
Karanasa). B — pe3ynpTarsl 1eHcuTOMeTprueckoro aHanusa, 100% — Kkonu4ecTBo
COOTBETCTBYIOLIET0 Oesika B KOHTpoJbHOM BapuaHTte npu HC.

JleHCUTOMETpUYECKUI aHalIK3 Telieid, pecTaBlieHHbIX Ha Puc. 33B, mokazan
yYMEHBIIIEHHE HHTEHCHBHOCTH IT0JIOC, COOTBETCTBYIOMMX Oeakam Lhebl, Lheb2, Lheb3
u Lhcb6, mpu BeICOKOI MHTEHCUBHOCTH CBETA B OTCYTCTBHE KaTajaa3bl B CPEJIe
WHKYOAllUU, OJTHAKO CHIDKEHUSI MHTEHCUBHOCTH JIaHHBIX MOJIOC HE TIPOUCXOAMIIO TIPU
BBICOKOW MHTEHCUBHOCTH CBETa B MIPUCYTCTBUU Kartajna3sbl. [[poBeneHHbIN
JIEHCUTOMETPUYECKUIN aHAIHN3 TelIel TakKe MoKa3ajl YMEHbBIICHUE HHTCHCUBHOCTH
noJioc, cootBercTByromux 6enkam Lhebl, Lheb2, Lheb3 u Lheb6 B mucthsx,
MHKYOMPOBaHHBIX IPU HU3KOW MHTEHCUBHOCTH cBeTa B npucyrctBuu 100 MM H20: B
cpene nHKyOaruu. Takux CylneCTBEHHBIX pa3uinii He HAOII0 Al B KOJTMYECTBE

6enka LhcbS mpu Beex nccnenyembix yeinoBusix. Kak ynmomsiHyTo Bblllie, yMEHbIICHHUE
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pasmepa anteHHbl OC Il sBasieTcst pe3ynbratoM ymeHbleHus konudectBa Lhebl,
Lhcb2, Lheb 3 u Lheb6 6enkoB, Ho He LhebS (Morosinotto u ap., 2006). Kpome Toro,
ObUTH IPOAHATM3UPOBAHBI HHTEHCUBHOCTH T0JI0C, COOTBETCTBYIOIUX Oenkam OC kop-
komruiekca (PC 11 xop), a Takke 6enky 33 kJla (PsbO 6es0k), KoTOpHIi sABIIETCS
cyObeIMHULIEH BOJOOKHUCIISAIONIEro KoMIuiekca. JIUip He3HaYUTebHbIe N3MEHEHUS B
WHTEHCUBHOCTH ITHUX T0JIOC OBLIH OOHAPYKEHBI BO BCEX YCIOBUSX.

[Tony4yennsie B paboTe TaHHBIE CBUETEIBCTBYIOT, YTO IMEHHO COJIEPKaHHE
H20; onpenensier pazmep antennsl OC 1.

W3BecTHO, UTO BBICIINE PACTEHUS B YCIOBUSIX IMOBBIIIEHHOM OCBEIIEHHOCTH B
nornonHeHrne K ymenblieHHoUM anTeHHe ®C |l xapakTepusupyrorcs 601ee BHICOKUM
cootHomeHueM OC |I/DC |, Pyoucko u ATDa3wr (Anderson, 1986). U3 Puc. 33 BuaHO,
4T0 ypoBeHb coaepxkanusi ATda3pl ObUT 3HAYUTENBHO BBILIE MPU BHICOKOM
WHTEHCUBHOCTH CBETA [0 CPABHEHUIO C HU3KOW MHTEHCUBHOCTBIO CBETA. Y MEHBIICHHE
conepxanus HoO2 B TMCTBSIX B 9KCIIEPUMEHTAX C KaTalxa30d He BIHIIO HA COJICPIKaHUe
AT®a3sI 11pu BEICOKOW HHTEHCUBHOCTH CBETA, YTO CBUJIETEIHCTBYET B MOJIB3Y TOTO,
yT0 KonnuecTBO AT®a3bl perynupyercs ¢ HOMOIIbIO cUrHana, oTau4Horo ot H20;.
[TpumeuaTenbHO, YTO MOCHEe S5-TH AHEW WHKYOaluu JUCTheB B pucyrcTBuu H20:
HaKaTUIMBAJIOCh OOJIbIIIee KOJMYECTBO KpaxMalia 10 CPaBHEHHIO KOHTPOJILHBIMU
JMCTBMH, 0COOCHHO TpH ucnoibp3oBanuu 100 MM H202: korTpOss 15 £ 6 Hr
Kpaxmana it +, 50 MM H20, — 60 + 12 ur Kpaxmana mi %, 100 MM H202 — 550 + 29 ar
Kpaxmaina M -, Bonbllee KOMMUecTBO KpaxMana, Kak H3BECTHO, HAKaILTHBAETCs TAKKe
B YCJIOBHUSX MOBBIIeHHOU ocBeniennoctu (Forde u ap., 1975, Lichtenthaler u ap.,
1981).

Ha nanHoM 3Tare octaeTcs He BbIICHEHHBIM, TPOUCXOUT JIM PETYIISIIIHS
ounocunTe3a 6enkoB CCK Il mpu akkmumaruu K BBICOKOM HHTEHCHBHOCTH CBETa Ha
JTare TPaHCIAINUN WIH Ha TPAHCKPUIIITTHHOM/TTOCTTPAaHKPHUITIIHOHHOM JTarie.
M3BecTHO, 9TO M3MEHEHHS MOTYT IPOMCXOJIUTh Ha 000MX 3Tamnax. Tak, HarmpuMmep, B
pabote Vandenbroucke u ap. (2008) ObLI0 MOKa3aHO, YTO MPU OKUCIUTEIBHOM CTpECCe
MIPOUCXOJIAT U3MEHEHHSI B KOTUYECTBE aHTHOKCHIAHBIX (DEPMEHTOB, TAKUX KaK
KaTaJiasbl, CyMepOKCHITUCMYTa3bl, aCKOPOATIEPOKCHIA3bI, IEPOKCHPEIOKCHHA, OJJHAKO
u3MmeHnenuit B ypoBHsix MPHK renos nccienyembix 0e1KoB 00HapyKE€HO HE OBLIO.
ABTOPBI PENONIOKUIIH, YTO U3MEHEHHS B JAHHOM ClIy4ae MPOUCXOISAT TOIBKO Ha
JTare TPaHCISALNMU OMOCHHTE3a OEIIKOB.

Jlst ycraHoBieHus dtana onocunres3a 6enkoB anteHHbI OC |1, Ha KOTOpBII

BiusieT H202, Obun u3MepeHbl YPOBHH SKCIIPECCHH T€HOB, KOJUPYIOMINX OeKH
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anteHHbl OC |1, 1 BoBJIeUEeHHbBIC B MOYJISAIUIO pa3Mepa aHTCHHbI, U He BOBJICUCHHBIC.
Pesynbrare! konuuectBeHHOro 111[P aHanu3a nokasanu, 4To yBeIUYEHUE COAEPKAHUA
H20; B TUCThSIX MTPU HU3KOW MHTEHCUBHOCTH CBETA MPHUBO/IIIIO K YMEHBIIICHHIO B
ypoae MPHK lhcbl, Ihcb3 u Ihch6 renos, B To Bpemst kak M3MeHEHU# B YPOBHSIX

skcrpeccun reroB 1hcb4 u Ihch5 ne nabmonanu (Puc. 34).

[ Jxoutpons
7 ) [777] 100 mM H,0,

.J,
1
i
N

MUK

YPOBEHbL 3KCNpeCcCUKU reHoB, OTH.ea.

04 / -

thebl theb3 theb4 lhehs theb6

Puc. 34. KomnuectBennsiit [P ananu3 yposueit sxcnpeccun Ihcbl, Ihcb3, Iheb4, Iheh5
u Ihch6 reHoB B MHCTBSX SUMEHS MMOCIE 5-TH JHEH WHKYOAIMU IPU HA3KOU
mHTeHCHBHOCTH cBeTa (100 MKMOJb KBAHTOB M 2 C 1) B OTCYTCTBHE (KOHTPOIIB) U B
npucyrctBur 100 MM H20:2 B cpene nakyOanuu. 3HaueHus peIcTaBlIeHbl Kak CpeaHee
JUISl TPEX HE3aBUCHUMBIX SKCIIEPUMEHTOB + CTaHJAPTHOE OTKJIOHEHHUE.

ITpu nnKyGanmu nuctheB stumens B mpucyretBuu 100 MM H202 npoucxoauiio
YMEHbILIEHNE YPOBHEH IKCIIPECCUH F€HOB, KOAUPYIOIINX UMEHHO 3TH O€JKH, YTO
noxareepkaeT yuactue H2O2 B cUrHanbHOM MyTH, NPUBOASIIEM K YMEHBIIEHUIO
pasmepa anteHHbl OC 1.

[Tonmy4yeHHble JaHHbBIE JEMOHCTPUPYIOT, UTO PETYJISALUS OMOCHHTE3a BHEIIHUX
6enkoB CCK Il B 3ToM ciiyyae npoucXoUT Ha 3Tane TPAHCKPHUIIIMK UM Ha MOCT-
TPAHCKPHITIIMOHHOM 3Tarie, HO He Ha dTare TpaHcusaiuu [*16, *17], kak

nmpearojarajliocb paHee.

3.7. YmenbuieHue pazmepa anteHHbl @C 11 B yc/10BUSIX 3aCyXH U 32C0JICHUSA
IOYBLI IIPU YBCJIUYCHUU COACPKAHUSA IIEPOKCHIA BOA0OPOAA B JIMCTHAX

Ymenspiienue pazmepa anteHHbl @C || mpu U3MEHEHNH OCBEIIEHHOCTH
pPacTeHUI C HU3KOrO0 YPOBHS HA BBICOKMI — OJIMH U3 BAXKHEHIIIUX MEXaHU3MOB

perynupoBaHus PyHKIIMOHAIBHON aKTUBHOCTH (DOTOCHHTETHUUECKOTO afrmapara npu
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W3MEHEHUH YPOBHS OCBEIIEHHOCTH. Y MeHbIIIeHUE pa3mepa anTeHHbl OC ||
IPOMCXOTUT BCIIEICTBHUE MPEKpaIIeHus: OnocuHTesa rnepudepruueckux 6eIKoB
AQHTEHHBI, YTO, KaK CYMTAIOCH, 00YCIOBJICHO BO3PACTAHUEM CTETICHU BOCCTAHOBJICHHUS
nyJa IIACTOXMHOHA B TWJIAKOUAHBIX MeMOpaHax. Y cTaHOBIIEHO (cM. Pe3ynbraTel u
o0cyxaeHue, riaasa 3.7), 4TO CUTHAJIOM K JJaHHOM aKKJIMMAIIMOHHOM TIEpeCTpoiike
ABJIsI€TCS NOoBbILIEHHOE coaepkanue H202, oOpasyrolierocs B peakiuu
IUIACTOTUIPOXUHOHA C CYNIEPOKCUIHBIM aHUOH-PAIUKAJIOM; IIPU 3TOM KOJIMYECTBO
obpazoBanHoro H.O2 koppenupyeT co creneHnbro BocctaHoBienus [1X myia.

[TockonbKky U3BeCTHO, 4TO conaepkanre HoO2 yBennuuBaeTcs npu 1eMCTBUN
MHOTHX CTPECCOBBIX (PAKTOPOB, OBLIO MPEATIOIOKEHO, YTO YMEHBIIICHUE pa3Mepa
anTeHHbl OC || MO)KeT NPOUCXOAUTH U IPU AEHCTBUM IpYTUX (PAKTOPOB, KakK,
HarpuMmep, NpH 3aCOJICHUH ITOYBbI UM IPU YMEHBIIEHUH CO/IEP’KaHUs BJIard B II0YBE,
T.€. IpU (aKkTopax, SBJIAIOLINXCS AKTYaJIbHBIMU B YCJIIOBUSIX COBPEMEHHOT'O KJIMMATa.
JUJ1s1 SKCTIEpMMEHTOB HCIIOIB30BAIIM pacTeHus apabuonucuca. Yacts pacTeHuii mocie
JIOCTUXKEHUS 6-TH HEJIEIbHOIO BO3pacTa epecTaBajIy MOJIUBaTh, BTOPYIO YacTb
nonuBaiu 2 pasza B Hegeno 200 MM pactBopom NaCl, a TpeThio (KOHTPOIIb) — BOJIOH.

JU1d n3y4eHnst BO3MOXKHOIO aKKJIMMAllMOHHOTO YMEHBILIEHUS pa3Mepa
anTeHHbl OC || B ycoBUSAX 3aCyXH U 3aCOJIEHUS IOYBBI, HE CB3aHHOTO C BO3MOYKHBIM
JNECTPYKTUBHBIM pa3pylieHHUeM (OTOCUCTEM, BBI3BAHHBIM ATUMH (aKkTopamMu, ObLIN
u3Mepensl OJIP unaykunonusie kpussle ¢uryopecuenu xyuopoduuia a OC 11 B
AUCThsAX. Ha OCHOBaHUM MOJTyYeHHBIX KPUBBIX ObLT BHIUMCIIEH PsJ] TapaMeTpPOB,
XapakTepu3yromux (yHKIuoHUpoBaHHe poTocuHTeTHUeckoro annapara (Kalaji u ap.,
2016). Ha mpotsixenun Bcero sxkcriepumenTa (10—14 nueit) He mpoucxoauio
U3MEHeHU MakcuManbHOro kBantoBoro Beixoga OC Il (Fv/Fm) u pyHkunoHanpHON
aktTuBHOCTH DC II (PlaBS), UTO yKa3bIBaeT Ha OTCYTCTBHE MOBPEKICHUN PEaKIIMOHHBIX
nerTpoB OC |l B mHammx ycnousix (Puc. 35A, IN). TIpu Gonee mmTenbHOM BpeMEeH!
BO3JICUCTBUS CTPECCOBHIX (PaKTOPOB MOYKHO OBIJIO HAOIIOIaTh YMEHBIIICHUE
napameTpoB Fv/Fm u Plags, uTo ykaseiBano Ha pazpymenue @C Il B atux ycnosusx (He

MTOKa3aHo).
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Puc. 35. BiusiHue 3acyXu U 3aCOJICHUS TIOYBBI HA (DOTOCHHTETHUECKUE XapAKTEPUCTHKH,
paccuuTaHHble Ha ocHOBe U3MepeHus OJIP MHIYKIIMOHHBIX KPUBBIX (DIyOopeclieHIIuN
xnopodpuimia a @C |l nucteeB apabunoncuca.

benble G0OKCHI MOKA3bIBAIOT 3HAYEHUS JJ11 KOHTPOJIBHBIX PACTEeHUH; cepble — IS
pacTeHMi B yCIIOBUSAX 3aCyXH; 3alITPUXOBAHHBIE — /ISl PACTEHUI B YCIOBUAX
3aconieHus. | — 10 Havana nefcTBUS CTPECCOBBIX (akTOPOB (BO3pacT pacTeHH 6
Hezens); I — uepes 5—7 nHel oT Hayana aelicTBUs cTpeccoBbIX (hakTopos; III — uepes
10-14 nueit oT Havyana neicTBUs CTpeccoBbIX (PpakTopoB. IHTeHCHBHOCTH cBeTa 70
MKMOIIb KBAaHTOB M 2 ¢ . 3HaueHHs Mpe;ICTABIEHBI IS TPEX HE3aBHCHMBIX
skcniepuMeHToB. [lapameTpsl 11 30-TH TUCTHEB OBIIIM U3MEPEHBI B KAXKA0H MOMYIISLNN.
Fv/Fm (A) — MmakcumManbHbiid kBaHTOBBIH Bbix07 OC II; Sm (B) — HopManu3oBaHHast
IUIOINAAb HAJ KPUBOW MHIYKIMHK (uryopecueHn xiuopoduiuia a; ABS/RC (B) —
a¢dextuBnHbIit pazmep anTeHHBI OC II; Plags (I') — mokazarens pyHKIMOHAIBHON
aktusHOCTH DC 1. *P <0.05. Cratucrrueckas o6paboTKa: GOKCH HPEICTABIAIOT COO0MH
nmuana3oH 50% 3HaueHui; cpeHee 3HaueHne 0003HAYeHO TOYKOM BHYTpU OOKCOB;
TOPU30HTAJIbHAS JIMHUS BHYTPU OOKCOB — MEIMaHa.

UYepes 5—7 u 10—14 aneii nmocne Hayana JEHCTBUS CTPECCOBBIX (PaKTOPOB
HaOmonanu n3MeHenus BennduHel Sv (Puc. 35B). [lapamerp Sm paccunThiBaeTcs Kak
HOpMaliu30BaHHas Ha Fv mutomaap Haa KpUBOM ObICTPOH (a3l pOCTa HHAYLIMPOBAHHOM
¢ryopecueHIMy XI0poduiia 8 U KOCBEHHO OTPaKaeT OKUCIUTEIBHO-

BOCCTaHOBUTENbHOE cocTtogHue [1X myna.
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VY MeHblIeHHEe BEIMYMHBI SM yKa3bIBaeT Ha 00Jiee BOCCTAHOBIEHHOE COCTOSIHUE
[1X myna (To6th u gp., 2007). OgHako HA BETUYKMHY SM BIHUAET HE TOIBKO
OKHUCJIUTEIbHO-BOCCTAHOBUTENBbHOE cocTosiHuE [IX Mmyia, HO U KOJIMYECTBO
HeakTHBHBIX IeHTpoB DC Il (He BoccTranaBnuBaronux Qg), MOATOMY HapameTp Swm
MOYKHO UCIIOJIb30BaTh JUIsl OLIEHKH cocTosiHuA I1X myna Tosbko B TOM ciiydae, eciiu
BenmunHa Fv/Fum B CTPECCOBBIX ¥ KOHTPOJIBHBIX YCIOBHUSX OTJIMYACTCS HE3HAYUTEIIBHO,
4TO ¥ HAOIIOAAIOCHh B HALIUX SKCIIEPUMEHTAX.

JIONOJTHUTENBHO OKUCIIUTENIEHO-BOCCTAaHOBUTENBbHOE cocTosiHUE 11X myna
OLIEHUBAJIN IIPU OCBEILEHUH JIUCTHEB (TOCIIE 5-TH MUHYT OCBEIIEHUS) C IOMOILBIO
PAM-dayopumerpun. beiio n3mepeno 3nauenue napamerpa (1 — L), kotopsiii
KOPPEIUPYET C OKUCIUTEIbHO-BOCCTAHOBUTEIIHBIM COCTOSIHUEM ITyJIa MJIACTOXMHOHA
(Kramer u ap., 2004). Yepes 5—7 qHel mociie Hayaia BO3JACHCTBUS CTPECCOBBIX
dakropoB BennuuHa (1 — qL) 6bu1a BhItie B ycnoBusax 3acyxu (0.714 = 0.004) u
3acosienus (0.698 + 0.005), nmo cpaBHEHUIO ¢ KOHTPOJIbHBIMU pacTeHusMH (0.686 +
0.006). ITocne 10—14 nHeit BO3nEHCTBHS CTPECCOBBIX (PaKTOPOB PA3HHUIIA 110 TAPAMETPY
(1 — qL) mMexay KOHTpOJIeM U 3acyxoi npaktudecku ucyesaia (0.602 + 0.006 npu
3acyxe u 0.633 + 0.015 B koHTpoJIE), B TO BpeMs KaK B YCIOBUAX 3aCOJICHUS
coxpansuiack (0.688 + 0.012). DTu 1aHHBIE XOPOILIO KOPPETUPYIOT C JAHHBIMU,
npezncrasieHHbME Ha Puc. 356 (Swm). Umeromuecs B muTeparype JaHHbIC TIOKAa3bIBAIOT,
yro [IX myn maacToXMHOHA, KaK U B HAIlIUX SKCIEPUMEHTaX, MOXKET ObITh OoJiee
BOCCTaHOBJIEHHBIM B CTpeCcCOBBIX ycnoBusx (Rosso u ap., 2009), oqHako B 0JHOH U3
paboT ObUIO MOKAa3aHO, YTO B YCIOBUSX 3aCOJIEHUS TPOUCXOMIIO 3HAUUTEIBHOE
okucnenue [1X myna, B To BpeMs Kak 00I1iee KOJIMYECTBO MJIACTOXHMHOHA, B pacyeTe Ha
XJIOpO(UILI, 3HAUNTENBHO He u3MeHsiock (Wiciarz u ap., 2018). DTo HecooTBeTCTBUE
MOYKHO OOBSICHUTB TPYIHOCTBIO ONPEAETICHHUS OKUCIUTEIbHO-BOCCTAHOBUTEILHOTO
cocrosiHus 11X myna, nockosbKy B KJI€TKaxX MPUCYTCTBYET HE TOIBKO
(OTOCUHTETUYECKN aKTUBHBIH IJIACTOXUHOH, HO U (POTOCUHTETUYECKN HEAKTUBHBIM.
Bonee Toro, B crathe (Abogadallah, 2010) Gb110 MPEAMONI0KEHO, UTO B TIpOIIECCe
nporekaHus state-transitions okucIuTeIpHO-BOCCTaHOBHUTENBLHOE cocTostHue [1X myna
MOXeT OBbITh pa3HBIM B 3aBUCHMOCTH OT TOTO, B KAKOM COCTOSIHUH (cocTosiHue | Win
COCTOSIHHE 2) HaXOIUTCs (POTOCHHTETHYCCKUH armapar Bo BpeMs u3MepeHus. B Hamei
paboTe MbI OLIEHUBAI U3MEHEHUE OKUCINUTEIbHO-BOCCTAHOBUTEIBHOTO COCTOSIHUS
IyJia IJIACTOXMHOHA KOCBEHHO IyTeM aHanu3a OJIP MHAYKINOHHBIX KPUBBIX
bayopecueniuu xynopodrma @ @C Il 1ucTheB B OTBET Ha BCIBIIIKY CBETA

2

nHTeHCUBHOCTHIO 3000 MKMOJIb JOTOHOB M ¢! wmrenprocTio 1 cex. B Takux
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YCIIOBUSAX UHIYKIIMOHHbIE KpUBbIE (IIyOpeceHIINH XI0po(UILIa a OTpaskaroT
W3MEHEHHUSI OKUCIIUTEIbHO-BOCCTAHOBUTEIIBHOIO COCTOSIHUS TOJIBKO B
(OTOCUHTETHUYECKOM STEKTPOH-TPAHCIIOPTHOM 1IEIH, a HE BO BCEH KIIETKE WIIH
xJoporuiacte B 1esom. Ilepea usmepeHusiMu pacTeHus BblIEp:KUBaU 2 yaca B
TEMHOTE, YTOOBbI IIepeBecTH (POTOCUHTETHUUYECKUI anmnapaT B COCTOSIHUE | U epeBecTH
BECh IUIACTOXUHOH B OKUCJIEHHOE cocTosiHUE. XapakTepucTuku OJIP nHIYKIIMOHHBIX
KPHUBBIX [TOKA3bIBAIOT, YTO B YCIOBUAX BBIPAIIMBAHUS NPU ACHCTBUH 3aCyXH U
3aCOJICHHUS ITyJl TUIACTOXWHOHA HaXOuTCs B 00Jiee BOCCTAHOBJICHHOM COCTOSTHUH, YEM B
KOHTPOJbHBIX pacTeHusx (Puc. 35B). Beruncnennsie 3naucaus (1 — L) B
skcriepuMenTax ¢ PAM-¢diayopuMerpuei Tak:ke OTBEPKIAIOT 3TH JaHHbIC.

Uepes 10—14 nHel aecTBHSI CTPECCOBBIX (DaKTOPOB, OTHOBPEMEHHO ¢ OoJiee
BBICOKMM ypOoBHEM BoccTtaHoBieHus [IX myna, Habm01an0ch YMEHbIICHHE BETUYHHbI
napametpa ABS/RC, 4to cBHIETENHCTBOBATIO 00 yMeHbIlIeHHH pa3mepa aHTeHHbl DC |1
KaK B yCJIOBHUSX 3aCyXH, TaK U B ycsoBusx 3aconenus (Puc. 35B). [Ipu sTom ek
dboTocuHTETHUECKOM MPOon3BOaAUTENHHOCTH (PlaBS) HE MEHsUICS, TMOO HE3HAYUTEIIBHO
yBenuuuBaics yepe3 10—14 queit ot Hauana neicTBus cTpeccoBbix GakTopos (Puc.
35I"). DTOT pe3yibTarT SABISIETCS OYEHb BaXKHBIM, TaK Kak IeJIbI0 UCCIIeI0BaHUs ObLIO
0XapaKTepHU30BaTh BO3MOXKHbIE M3MeHeHUs pa3mepa anTeHHbl DC |1, koTopsie
ABIIAIOTCS CJEICTBUEM a/IallTalluy PAaCTEHUH K CTPECCy, a He CJIEeICTBUEM pa3pyLICHUs
(OTOCHHTETHYECKOTrO anmnapara noj aeiictBueM crpeccoBbix (hakropos. [Ipu 6oree
JUINTEJIbHOM BPEMEHH BO3JICHCTBUS CTPECCOBBIX (haKTOPOB TaKXkKe, KaK U B CIIydae C
Fv/Fm, HaOaronanu ymMeHblieHne mapametrpoB Plags, 4To ykas3bIBaio Ha pa3pyiicHHE
@OC Il B 3THX yCoBUsIX (HE TTOKA3aHO).

VYMmenbleHne pazmepa cBetocodupatomieit antenusl @C Il B ycnoBusx 3acyxu
Y 3aCOJIEHUS OBLIO JOTIOJHUTEIBHO MOATBEPKICHO TaHHBIMU BECTEPH-0JIOT aHATTU3a.
KonnyectBennyro onenky pazmepa anteHHbsl OC || mpoBoaumu myTém u3mMepeHus
konnuectBa OenkoB Lheb1 u Lheb2, ssnsromuxcs yacteio Tpumepa LHCII, a taxke
MoHoMmepHoro Oerka Lhch6 (Puc. 36). KosimdyecTBO MOMUNENTHAOB B THIAKOUTHOM
MeMOpaHe ObLIO OIIEHEHO MyTEM UMMYHOTHUTPOBAHHUS CO CHelU(pUIecKuMU
aHTuTenamu. BectepH-610T ananus ¢ antutenamu npotuB Lhebl, Lheb2 u Lheb6
6enkoB TriakouaoB (Puc. 36A), BRIICTIEHHBIX U3 PACTCHHM, BBIPAIIICHHBIX B
KOHTPOJIbHBIX YCIOBHUSX, B YCIOBHUSAX 3aCYXHU M YCIOBHSIX 3aCOJICHHUS, M MOCIETYIOIIAs
JIEHCUTOMETPHUS MOTydeHHbIX 0;10TOB (Prc. 36b) moka3anu cCHUKEHHE KOJTHUECTBA BCEX

TpeX OEITKOB B 000X CTPECCOBBIX YCIOBHUSX.
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Puc. 36. A — tunnynsie ”MMYyHOO0THI OekoB Lhebl1, Lheb2, Lheb6 u D1 nocne
JEHATYPHUPYIOIIETO ICKTPOodhope3a TUIAKOHUIOB, BBIJICIICHHBIX U3 KOHTPOJIBHBIX PACTCHHIA
(KOHTPOIIB), pAaCTEHUI B YCIOBUSIX 3aCYXH U PACTEHUH B YCIOBHSIX 3acOyieHUs. THIIakouabl
Obutn BeITENeHb! uepe3 10—14 nHeil oT Hayana neicTBUS CTPECCOBBIX (akTopoB. OOpa3ib
3arpykaii B TeJIM B KOJIM4YecTBe, SKBUBasIeHTOM 1 u 1.5 MKr xnmopodwmina. b — ontuueckas
IUIOTHOCTH 10JI0C, COOTBeTCTBYIONMX Oeakam Lhcbl, Lhch2, Lheb6 u D1. Ontrueckas
IUIOTHOCTD TMOJIOC B KOHTPOJIBHBIX YCIOBUAX Obuta mpuHsTa 32 100%. 3HaueHus
MIPEJICTABJICHBI KaK CPEJIHEE £ CTaHIapTHAS OIIMOKA I TPEX HE3aBUCHMBIX
5KCIIEPHMEHTOB B JIBYX HOBTOPHOCTSX. " P <0.05.

ypoBeHb cofepxaHua 6enkos, %

JlocToBepHbIe OTIINYUS HAOIIOJAINCh TPU HAHECEHUHU MeHee 4eM 1.5 MKr (1o
xynopoduty) obpasua Ha reib. B padote (Chen u np., 2016), koraa HaHOCHIN
Oosblee KOIMYecTBO 00pasia (2 MKT MO XJI0pO(pUILTY), SBHBIX OTIIMYUM B COJEpKAHUU
oenkoB Lhcb1 u Lheb2 B yenoBusix 3acyxu mo cpaBHEHHIO ¢ KOHTPOJIBHBIMU
YCIIOBHSIMU Takke 0OHApYKeHO He ObUT0. CTOUT TaKKe OTMETUTh, YTO YMEHBIIICHHUE
pasmepa anTeHHb! DC II B yc0BUAX 3acyXU U 3aCOJIEHUS ObLIIO MEHEE BBIPAXKEHO B
CTapbIX pacTeHUsX (He MOKa3aHo).

Jlnst ToKa3aTeNnbCTBa OTCYTCTBUS OBPEKICHUS (POTOCHHTETHUECKOTO
anmnapara, B yactHoctd OC |1, B ycnoBusx cTpecca ObUIO U3MEPEHO cojiepkaHue Oenka
D1, xoTopsriit siBnsieTcs ogHUM U3 TiiaBHBIX O0enkoB PL @C Il. Bo Bcex n3ydeHHBIX
YCIIOBHAX HE HaOJIr01aIl yMEHbIIeHNs KonndecTBa Oenka D1, HanpoTus, B yCIOBUSAX
3aCyXH M 3aCOJICHHS €r0 yJelbHOE KOJIMYECTBO HEMHOT0 yBennuuBaioch (Puc. 36A, b).
OTtcyTrcTBUE yMEHbIIEHUS KonndecTBa Oenka D1 B Hammx skcneprMeHTax B yCIOBUSX
3aCyXH M 3aCOJIEHUS 110 CPAaBHEHHIO C KOHTPOJIBHBIMU YCIOBUSIMU TO3BOJISIET HAM
yTBEPXKaTh, 4TO yMeHbIIeHNnE KonmndecTBa Lhch GenkoB n ymenbinenne mapamerpa

ABS/RC He cBsi3aHO C OBpPEkKACHHEM (POTOCHCTEM B YCIOBHSX 3aCyXH U 3aCOJICHHS.
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Janee 6butn n3ydeHbl 23 HEKThI 3aCyXH M 3aCOJICHHS Ha YKCITPECCUIO TEHOB
Ihcbl, Ihch2 u Ihch6. KonmnuectBennsiii OT-ITLIP ananu3 BIOpaHHBIX TCHOB B
oOpaszuax PHK, BbiesieHHBIX U3 MCThEB pacTeHuid yepe3 10—14 nueil neiictBus
CTPECCOBBIX (PaKTOPOB, MIOKA3aJ] YMEHbLIEHUE KOJINYECTBA TPAHCKPUIITOB 3TUX F'€HOB B
YCIIOBHSIX 3acyxu U 3acosieHus (Puc. 37A).

HononuurensHo Obu1 nposeaen OT-IILP ananu3 skcpeccun MapKepHbIX
reHOB cTpeccoBoro oreera, At1g29395 u At1g52890, nepBsiii U3 KOTOPHIX
UHAYLUPYETCs TOJIBKO B YCIOBHSIX 3aCyXH, @ BTOPOM — KaK B YCIOBUSX 3aCyXH, TaK U B
ycIoBHAX 3aconenus. Kak v 0)xuaanock, B UCCIIEAYEeMbIX HAMU PACTEHUSAX IKCIPECCHS
At1g29395 Bo3pacrana B yCIOBHUSX 3aCyXH, a yBenmueHue skcnpeccuu At1g52890
Ha0JII01aJ710Ch TIPU BO3IEHCTBUN 000uX cTpeccoBbIX (pakTopos (Puc. 37b6), uto
HOJTBEPXKIAET, UYTO B UCHOJIb3YEMBIX B IAaHHBIX UCCIIEOBAHUAX YCIOBUAX B PACTEHHSIX

Ha6moz[anc;1 xapaKTeprlﬁ CTpeCCOBHﬁ (I)I/I3I/IOJ'IOI"I/I‘IGCKI/II‘/'I OTBCT Ha U3Yy4YACMbIC
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Puc. 37. Biusinue ycoBHii 3aCyXu U 3aCOJICHUS Ha YpOBHHM dKcnipeccuu reHos Ihchl,
Ihch2 u Ihch6 (A); n ypoBHH 3KCTIpeccuu reHOB MapKepoB cTpecca: reH At1g29395,
AKCIPECCHs] KOTOPOTO MOBHIIIAETCS B YCIOBUAX 3acyxu; U reH At1g52890, sxcripeccus
KOTOPOTO MOBBIIIAETCS KaK B YCIOBUSAX 3aCyXH, Tak U B ycioBusx 3aconerus (b). 100%
(ITpUXOBask TOPU30HTAIBHAS JIMHHUS) — YPOBEHb SKCIPECCUU TCHOB B KOHTPOJIbHBIX
pactenusix. Jluctes cpesanu yepes 10—14 nHei oT Hayana AEUCTBHS CTPECCOBBIX
dakTopoB. Ceprie CTONOIBI — B YCIOBHSIX 3aCyXH; 3aIITPUXOBAHHBIE — B YCIIOBHSIX
3acoseHus. JlanHple ObUTM HOPMAJIM30BaHBI 110 SKCIIPECCUU IeHa aKTHHA. 3HAYCHUSI
NPE/ICTABIICHBI KaK Cpe/IHEee + CTaHaapTHAas OMKOKa JUIsS TPeX He3aBUCHMBIX
IKCTIIEPUMEHTOB, KaX/IbIi U3 KOTOPBIX OBUT BBIIIOJIHEH B YETHIPEX MOBTOPHOCTSIX.

W3BecTHO, 4TO KapOTUHOUIBI M KpaXMaJl UTPAIOT OOJIBIIYIO POJIh B
($U3HOTOTHUECKUX OTBETaX pacCTeHUM Ha cTpeccoBbie (pakTopsl. Ha mpumepe 6obmoro

KOJIN4YCCTBa BUAOB paCTCHI/Iﬁ OBLIO IMMOKa3aHO, YTO B YCJIOBUAX 3aCYXHU U 3aCOJICHUA
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HaOoaeTcs 60ee MHTEHCUBHOE TTPeo0pa3oBaHre KpaxMasa B caxapo3y, KoTopas
UTPAET POJIb OCMOIIPOTEKTOPA U TIOMOTAET OOPOTHCS C HETATUBHBIMH d((HEKTaMH ITUX
crpeccoBbIx (akropos (Monroe u np., 2014; Zanella u ap., 2016; Thalmann, Santelia,
2017). Ha cnenyroriem stare paboThl OBLIO H3MEPEHO COACPKaHUE Kpaxmaia u
KapOTHHOUJIOB B JIUCThSIX KOHTPOJIBHBIX PACTCHUH U pacTeHMid, HaxomuBimxcs 10—14
JIHEH B yCJIOBUSIX 3acyxu wiu 3acosienus (Taou. 9). B ycnoBusix 3acosneHus
Habmo1anock Hebonbimoe (Ha 20%) yBeandeHrne KOJIMYECTBa HAKOIIJICHHOTO Kpaxmara,
B TO BpPEMsI KaK B yCJIOBHUSX 3aCyXH KOJMYECTBO KpaxmMaia ObUIO B 2 pa3a OoJiblie, 4eM
B KOoHTpOJe. ComepkaHre KapOTHHOUIOB B PACTCHHUSAX B YCIOBUSAX 3aCYXHU U 3aCOJICHUS
OBLJIO TaKXKe CYIIECTBEHHO BBIIIE, YEM B KOHTPOJIE, UTO, TO-BUIUMOMY, OBLIO
HEO0O0XO0IUMO IS TTOBBIMICHUS] YCTOMYUBOCTH PACTCHHUI K 3TUM CTPECCOBBIM (haKToOpaMm
(Krauss u zp., 2006; Kim u ap., 2008).

Pactenus npu neficTBrr 000MX CTPECCOBBIX (DAKTOPOB OTCTABAIH B POCTE, HO
IIPY ATOM HE HaOJII0IaI0Ch BBIIIBETaHUS XJI0podmiIa B IUCThAX. Ob1ee conepxanme
XJIOpO(MIUIA B JIUCTHSIX B YCIOBHSIX CTpecca YBEITUIHBAIOCH B cpeHeM Ha 20-30% 1o
cpaBHEHHIO ¢ KoHTposieM. OTHomeHne Xt a kK Xi1 b Takke yBeIMIMBaIOCh B YCIOBHUSIX

3aCyXH U B yciaoBusx 3acosieHus (Taoi. 9).

Tab6mn. 9. Conepxanue kpaxmaia U KapOTHHOU/IOB B JINCTHAX PacTeHUI apaOHIoncuca 1
oTHoIeHue X1 a Kk Xi1 b B THIakonaax B KOHTPOJIBHBIX YCIOBUSIX, B YCIOBHUSIX 3aCyXU
u 3acosieHus yepe3 10—14 nuelt oT Havana 1EUCTBUS CTPECCOBBIX (PAKTOPOB. 3HAUECHUS
npeJcTaBiIeHbl Kak cpeiHee + SE s Tpex He3aBUCUMBIX 3KCIIEPUMEHTOB, KX bl U3
KOTOPBIX ObILJI BBLIMTOJIHEH B TPEX MOBTOPHOCTAX.

CojieprkaHue, MT I' L CBIPOTO Beca OTtHomieHne
VYcnosus

Kpaxman KapotuHonas! XmaxXnb
KonTpons 1.23+£0.05 0.180 + 0.002 2.20 +£0.002
3acyxa 2.96+0.12 0.214 +£0.014 2.25+0.003
3acosneHue 1.48 £0.03 0.227+0.010 2.32 £0.003

H20: sBnsieTcs KITFOYEeBOI CUTHATIBHON MOJIEKYJIOH, y4aCTBYIOIICH B
npoleccax afanTalioHHOro yMeHblleHus pasmepa anteHHbl OC || mpu BeIcOKOI
MHTEHCUBHOCTH cBeTa (cM. Pe3ynbraThl 1 oOcyxaenue, riasa 3.7). B HacTosmei
paboTe 3KCIIepUMEHTHI ToKa3anu Ooiee Bricokoe copepkanue H202 B mucThaxX
pacTeHuM, HaXOAIIUXCS B YCIOBUAX 3acyxu u 3acoyienus (Puc. 37). locroBepHo

W3BECTHO, YTO YCJIOBHS 3aCyXH MPUBOJAT K 3akpbiTrio ycTbuil (Lawlor, 2002). Takxe
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€CTh CBUJIETENIBCTBA, YTO YCTHHIIA YACTUYHO 3aKPBITHI B yCIOBHIX 3acoseHus (Kerstiens
u 11p., 2002). 3toT dakTop orpannymBaet goctyn CO2 B CTpOMY XJIOPOIUIAcTOB. B
ycnoBUAX HU3KOU KoHLEeHTparuu CO2 B cTpoMe O0JIbIIE 3JIEKTPOHOB MEPEHOCUTCS OT
(OTOCHHTETHYECKOM 3JICKTPOH-TPAHCIIOPTHO# 1enu Ha kuciopox (Ivanov u ap., 2018),
YTO MPUBOJUT K 00JIee BEICOKUM CKOpocTsM obpazoBanus H202. B nammx
JKCIepUMEHTaxX Habmoamu cxoxuii yposenb H2O2 B yCIIoBUSX 3aCyXH U 3aCOJCHHUS,
HO 0oJiee BBICOKHIA, MOUYTH B 2 pa3a, 4eM B KOHTPOJbHBIX ycnoBusax (Puc. 38). bruto
IIOKa3aHo, YTO 3aKPBITHE YCTHUL] OIIOCPEIOBAHO N30UPATEIIbHBIM HAKOIIJICHUEM
a0CIM30BOM KHCIIOTHI B anoruiacte kieTok ycrbuil (Wilkinson, Davies 2010). 3akpbiTue
YCTBUI] TAK)KE MOXKET OBITh BEI3BAHO ATHIICHOM, CHHTE3 KOTOPOT'O YCHIIMBACTCS MOJT
BO3/IeHiCTBHEM MHOTHX (hopM cTpecca. LIMTOKMHUHBI UTPAIOT BaXKHYIO POJIb B
HOJ/Iep>)KaHUM YCTBULl OTKPBITBIMHU B YCIIOBHSIX HEJIOCTAaTKa BOJbI. YdacTue
(UTOrOPMOHOB B CUTHAJIbHBIX ITYTSAX, CBA3aHHBIX C 3aCyXOH M 3aCOJIEHUEM, a TAKXKe C
JPYTUMH CTPECCOBBIMH (paKTOpaMu, OBIJIO XOPOIIO paccMoTpeHo B craThe (Pavld u np.,
2018). Bce onwm, Brimrogast H2O2, MOTYT OBITH BOBJICUCHBI B TIPOIECCHI aIalTAlAN
pacTeHHi K yCIOBUAM 3aCyXH U 3aCOJICHHUS.

[TockonbKy B X07ie paOOThI He HAOIFOJATH YMEHBIICHUs apameTpoB Fv/Fv u
Plags, To moBbIieHHast koHIeHTparus HoO»2, ckopee Bcero, He oka3biBaia
pa3pymaoniero AeCTBHUS, a BBIIOJHSIIA TPEUMYIIECTBEHHO CUTHAIBHYIO (DYHKITHIO.
Ha panHux sTanax Bo3JeHCTBHS CTPECCOBBIX (PaKTOPOB MHOTAA HAOII0AaIM HEOOIbIIOe
yBenuuenue napamerpa ABS/RC, BMecTo 0xkH1aeMoro yMeHbIIeHus, Jaxe Ipu Ooee
BBICOKO KOHIIeHTpanuu H202 (He moka3zaHo). MOKHO OOBSICHUTB 3TO TEM, UTO IO
BO3JICHCTBHEM 000MX CTPECCOBBIX (DAKTOPOB HAUOOJIBIIIYIO POJIb CHAYAIA UTPAET
OCMOTHYECKHH cTpecc, KOTOpbIil BocneacTBun Hopmanusyercs (Allakhverdiev u ap.,
2010). OcmoTHueCcKO€e AaBIEHHE TPUBOAUT K COKPAILICHHIO 00bEMA KIIETOK U 3aKPBITHIO
aKBaINlOPHUHOB XJIOPOIUIACTOB, YTO BEPOSTHO OJIOKHPYET PETPOTPaTHYIO Tiepeaady

CUTHAJIOB OT XJIOPOINIACTOB K SAJIPYy HAa paHHHUX JTalrax BOSJIGI\/'ICTBI/U{ cTpecca.
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Puc. 38. Conepxxanue H>O2 B mHCTBSIX pacTeHUi apaOuIoIChca B KOHTPOJIBHBIX
YCIIOBHUSX, B YCJIOBHUSAX 3aCyXH M 3aCOJIEHUS 1OYBbI. besbie cTosIO1bl MOKa3bIBAIOT
3HA4YEHUs JJIs1 KOHTPOJIBHBIX PACTCHUH; Cephle — ISl PACTCHUH B YCIIOBHSIX 3aCyXH;
3alITPUXOBAHHbIE — JUIsI PACTEHHUH B YCIOBHUAX 3aCOJIEHUS. A — JI0 Hayana JAelCTBUS
CTpeccOBBIX (aKTOPOB (BO3pacT pacTteHuil 6 Henens); b — yepe3 10—14 nueli oT Havyana
JeUCTBUS CTPECCOBBIX (PAKTOPOB. 3HAUSHMSI ITPEJICTABICHBI KaK CpeiHee + cTaHAapTHas
omuOKa ISl TpeX HE3aBUCHMBIX IKCTIEPUMEHTOB, KaX/IbI U3 KOTOPBIX OBUT BHITTOJIIHEH
B YETBIpEX NOBTOPHOCTSX.

VYmensienue pazmepa CCK Il B ycinoBusx 3acyxu 1 3aCOJI€HHS OYBBI
HaOJIF01aH TakXkKe U B paboTe, MPOBEIEHHON C UCIOJIh30BAHNEM PACTEHUH STUMEHS
(Hordeum vulgare). JI7st 5KCIepMMEHTOB HCTIOIb30Bau 7—10 THEBHbBIE IPOPOCTKH.
Pactenus Obutn pazaeneHsl Ha TpU rpynisl. [lepByro rpynmy nosivBaiu OiuH pa3 B TpU
nus 500 MM pactBopom NaCl, BTopyro HE IOJIMBAJIM B TEUEHUE IKCTIEPUMEHTA U
KOHTPOJILHYIO TPYIITY TIOJMBAIN OJHMH Pa3 B TPH JHS JUCTUILIMPOBAHHON BOIOH.
Nzmepenus OJIP kpuBbIX MpoBOAMIM KaKble TpU THA. Yike uepe3 /—10 gHeit ot
Hauasa JeUCTBUS CTPECCOBBIX (PAKTOPOB HAOIIOIANIN TOCTOBEPHOE YMEHBIIIEHUE
napameTrpa ABS/RC B ycioBusx crpecca, OTpaxkaroliee yMEHbIICHHE pa3Mepa aHTCHHBI
@®C Il (Puc. 39A). [Ipu 3TOoM oTHOIICHHE XIT @ K XJI D yBETHYHBAIOCH B CTPECCOBBIX

YCIIOBUSIX, YTO TAKXKE CBUIETEILCTBOBANIO 00 yMeHbIIeHUH pazmepa anTeHHbl OC Il B

sTuX ycnoBusx (Puc. 39B).
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Puc. 39. Benmnunna napamerpa ABS/RC (3¢ dexTuBHbIii pazmep antennsr OC 1),
otHomeHue X1 a k X b u conepxanne Lhch1 Genka B nmucThax pacTeHuit TIMEHS B
KOHTPOJIbHBIX YCIIOBUSX, B YCIIOBUSX 3aCYXH U 3aCOJICHUS MOYBHI uepe3 7—10 mueit o
HavaJyia IeHCTBUsI CTPECCOBBIX (pakTOpoB. IHTEHCHBHOCTH cBeTa 70 MKMOJIb KBAHTOB
M 2 ¢ L. 3Hauenus npeacTaBienbl kKak cpeaHee = SE s Tpex He3aBUCHMBIX
5KCIIEPUMEHTOB, KaXK/Iblil N3 KOTOPBIX OBLI BHIOJNHEH B TPEX MOBTOPHOCTAX. P <0.05
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JlomoHUTENbHO OBLT MPOBEIEH BECTEPH-0JIOT aHAIN3 C AaHTUTEIAMH ITPOTUB
OJIHOTO U3 OCHOBHBIX BHeNTHUX 0esikoB auTeHHBI PC II — Lhebl 6enka. Beuto mokasano
cHikeHne ypoBHsa Lhebl 6enka B 06omx crpeccoBbix ycnosusx (Puc. 39B), B To Bpems
KaK u3MeHeHu# B konudecTtBe D1 Oenka He HaOMoMamu (HE TTOKa3aHo).

Taxum oOpazom, B pe3yabTaTe NPOBEAECHHOI pabOThI OBLIO MOKA3aHO, YTO
aKKJIMMAllMOHHOE YMEHBIICHUE pa3Mepa cBeTocoOuparomieii anteHust OC ||
MIPOMCXOIIIIO KaK MIPH JCHCTBUY 3aCYXH, TaK U TIPU 3aCOJICHUU; TIPH STOM HAOIIIO1aH
noBbilIeHHOE cofepkanue H2O2 B THCThIX pacTeHUI B 000UX CTPECCOBBIX YCIOBUAX
[*18]. YMmenbienue pasmepa anteHabl OC || sasieTcs cineacTBrueM MOHUKEHHOTO
coJiep>KkaHusl OSITKOB BHEIITHEHW CBETOCOOMPAOIIEH aHTCHHBI, OMOCHHTE3 KOTOPBIX OBLI
MOJIaBJICH HAa TPAHCKPHUITIIMHHOM/TIOCTTPAHKPHUITIIMOHHOM JTarie, a He Ha dTare
TPAHCISIUY, HA YTO YKAa3bIBACT 3HAUUTEIHHOE YMEHBIICHHE YPOBHS IKCIIPECCUU TEHOB,
KOJUPYIOIIHMX 3TH OCJIKH B siape. YMeHbllIeHHE YpoBHs dkcnpeccun rera lhchl raxoke
OBLIO MOKa3aHo B pabore ¢ mpopoctkamu Tomata (Tamburino u ap., 2017). Ipu
uccleoBaHu! YPPEKTOB MOBBIIIEHHOTO COJEPKAHUS COIH HA META00JIN3M pacTeHUN
06b14H0 ucnonb3ytoT NaCl, KCI, MaHHHUTOJ WK MOJUITHIICHTJIMKOIIb, TIPH TOM
MOCTEAHUI YaCTO UCTIONB3YIOT ISl MMUTAIIMK YCIOBUM OCMOTHUYECKOTO CTpecca, T.€.
3acyxu. B pabore (Dalal, Tripathy, 2018) B mprCyTCTBUHM MOTUITUIICHTIIUKOIS TAKXKE
HaOMroaI0Cch yMeHbIeHue pazmepa anteHHsl OC |1, HO B TO e Bpemsi B 3T0i padoTe
Ha0II01AT0Ch pa3pyllieHrne camux (HOTOCUCTEM, B TO BpeMs Kak paspymenust PL ©C ||

B HalllUX 3KCIICPUMECHTAX HEC IIPOUCXOIHNIIO.

3.8. YBeanuenue pa3mepa antenubl @C || npu Ko/I0HM3aIMU pacTeHUH
pu3ochepHbIMH OAKTEPUAMU

Jlist iicciiemoBaHUs BIMSHUS KOJIOHU3AIMU PACTEHUH Ha CTPYKTYpPHBIC
u3menenus CCK |l cpaBHUBaIM KOHTPOJIBHBIE PACTECHUS SIIMEHS U pacTEHUS,
KOJIOHM3MpOBaHHbIe TaMmmMoM Pseudomonas putida (P. putida) BS3701, kotopsiii
BXOJIMT B COCTaB KOHCOPIIMYyMa, 3(PPEKTUBHO JIeTpaupyromero HeTempoIyKThI, a
TakXke, Kak ObUIO TIOKa3aHO, CIIOCOOEH 3alUINaTh PACTEHUS OT IEHCTBHUS HETaTHBHBIX
dakropoB (OBunHHUKOBA U Jp., 2008; Ovchinnikova u ap., 2009). JlaHHbI mTaMmM
omucaH Kak 3QPeKTUBHBIN HehTEAECTPYKTOP, OAHAKO €r0 BIUSHUIO Ha
(doToCHHTETHYECKHE TTapaMEeTPhI PACTEHHUH Y/IEIIEHO MEHBIIIe BHUMAHUS B INTEpaType.
KoHnTponbHble 1 KOTOHU3UPOBAaHHBIE CEMEHA SYMEHS IPOPAIMBaIN B TEMHOTE B
TedeHue 24 4, 3aTeM MePEeHOCUIIN B TepMocTaTHpyeMyto kamepy (21° C) u BeIpanBaiu

B TEYCHUE 7-MU JTHEH HAa HECTEPWIBHOU I1I0YBE B YCIOBUAX YMEPEHHOW HHTEHCUBHOCTH
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cBera, /0 MKMOJIb KBAHTOB M  C -, CO CBETOIEpHOA0M 8 4 JieHb/16 1 HOoub. Yepes 7
JTHEW POBOJIMIIN CPAaBHEHHE PsAJIa POTOCHHTETUYECKUX XapAKTEPUCTHK JIJIs
KOHTPOJIbHBIX PACTEHHUI U PACTEHUH, KOJOHU3UPOBAHHBIX BEIOPAHHBIM IITAMMOM.
DOTOCHHTETUYECKHNE XapaKTEPUCTUKH pacCUUThIBAJIM Ha 0cHOBE OJIP MHIyKIIMOHHBIX
KpuBbIX (uryopecueHiuu xiaopoduiia a @C I iuctheB apadbugoncuca, 1.e. JIP tecra,
MIpH 0J1a4ye BCIBIMIKY Hackimaromero ceera 3000 MKMOJIb KBAHTOB M 2c¢t,

[Mapamerp ABS/RC, xapakrepusyromuii 3¢ dhekTuBHbIi pazmep aHTeHHB DC
I1, oxa3wIBaJICs BBINIE B PACTEHUAX, KOJIOHU3UPOBAaHHBIX P. Putida BS3701, uto
CBUJIETENHCTBOBANIO O OoJbiieM pazmepe anTeHHbl OC || B KOJOHU3UPOBAaHHBIX
pacTeHusiX B JaHHBIX ycioBUsAX BeipamuBanus (Puc. 40). Kpome Toro, pacrenus,
KOJIOHU3UPOBaHHbIE OakTepusmu mramma P. putida BS3701, xapakrepu3oBainch
6osiee HU3KUM oTHOMIeHHEM Xt @ K Xu1 b (2.12 £ 0.08 o cpaBrenwuio ¢ 2.33 £0.05 y
KOHTPOJIbHBIX pacTeHuii). bosee Hu3koe otHomenue Xi a kK X b coorBercTBYeT
oomnbieMy pazmepy anTeHHbl OC || B KOJIOHU3UPOBAHHBIX PACTEHUSIX U COTIIACYETCS C
nauasiMu ABS/RC (Puc. 40). [Tpu sTom nokazatesb GyHKIHOHAIBHON akTuBHOCTH DC
I (Plags) u MakcumasbHbIA KBaHTOBBIH BbIxoq PC Il (Fv/Fm) HE OTIHYATIKCh Y
KOHTPOJIbHBIX U KOJIOHU3UPOBAHHBIX pacTeHuid. [lapameTp Sm oka3bIBascs BBIIIE Y
KOJIOHM3UPOBAHHBIX PACTEHUM, YTO YKa3bIBAET HA MEHEE BOCCTAHOBJIEHHOE COCTOSIHUE
[TX nyna B mux (Puc. 40), a ypoens conepkanus H2O2 — nmxke (Puc. 41).

YBenuuenue pazmepa cBetocobuparoieii anrenusl OC 11 B
KOJIOHU3UPOBAHHBIX PACTEHUSX OBLIO JOMOIHUTENHHO MOATBEPKACHO JaHHBIMH
BeCTepH-0JI0T aHanmu3a. KonnuecTBeHHYI0 o1leHKY pa3mepa anteHHbl @C 11 mpoBoaunu
nyTéM u3MepeHus konundyectna 6enkos Lhebl u Lheb2, sBnstonuxcst yacteio TpuMepa
CCK 11, monomepHoro 6enka Lhcb6 nu monomepHoro 6eika Lheb5, konuuectBo
KOTOPOT0, COTJIACHO JINTEPATYPHBIM JaHHBIM, HE JOJKHO MEHSATHCS MIPU U3MEHEHUH
pa3mepa anteHHbl OC Il. [leHcuTomeTpus MoydeHHBIX OJIOTOB C aHTUTEJIaMH NPOTUB
Lhcbl1, Lheb2 u Lheb6 mokasana moBeITIIEHHOE COEpKaHUE BCEX TPeX OEIKOB B
TUJIAKOU/1aX KOJIOHM3UPOBAHHBIX PACTCHUH 110 CPAaBHEHHIO ¢ KOHTpOJIbHbIMHU (Puc. 42).

Paznmuunii B konndectBe Oenka PI[ @C Il — D1, a Taxke B koaudectse LhcbS Genka

MEKy U3ydaeMbIMH BaprHaHTaMu He HaOmronamu (Puc. 42).
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Puc. 40. Biiusnue konoHu3auuu pacteHuil ssumens 6axrepusmu P. putida BS3701 na
(oTOCUHTETUYECKNE XapAaKTEPUCTUKH, pacCUUTaHHbIE Ha OcHOBE n3mepenus: OJIP
WHAYKIIMOHHBIX KpUBBIX (uyopecuennnu xiaopodumia a OC 11 B mucThax.

benble cTOMOMKH — KOHTPOJIbHBIE PACTEHHUS; CEPhIe — KOJIOHU3UPOBAHHBIE PACTEHHUS.
MHTeHCHBHOCTH cBeTa 70 MKMOJb KBAHTOB M 2 ¢ *. 3HAYEHHS TIPeICTABICHBI T
TPEX HE3aBHCUMBIX dKCIIepUMeHTOB. [TapameTrpbl 20-TH TMCTHEB OBLITH N3MEPEHBI B
Kaxa0# momysiiun. Fv/Fm — MakcumanbsHblil kBanToBbIi Beixox OC I1; ABS/RC —

s dexruBnbii pazmep anTeHHB OC |1; Sm — HOpManTM30BaHHAS TUTOIIAH HAJT KPUBOM
UHAYKIMH (ayopecueHnuu xiopodpuia a; Plass — mokazaTenb GyHKIMOHAIBHOM
axtuBHOCcTH DC 1. *P <0.05.

YposeHns conepkanns H202 B TUCTBSAX ABIIAETCA pe3ylIbTaTOM JABYX
HapajjIeNIbHO MPOTEKAIOIIUX IIPOLECCOB: €ro 00pa30BaHUs U Pa3I0KEHUS
AQHTHUOKCHIaHTHBIMU (hepMeHTaMU. MOKHO NMPEANoN0KUTh, YTO IPUUNHON OoJiee
HU3K0ro cozepkanust H202 B kononusupoBanubix P. putida BS3701 pacTeHusX MOXeT
OBITH NMOBBIIICHHAS! AKTUBHOCTD U/WJIN COJIEPKAHUE aHTHOKCUIAHTHBIX CUCTEM,

cormacHo Chiappero u mp., 2019.


https://www.sciencedirect.com/science/article/pii/S0926669019305643#!
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Puc. 41. Conepsxanue H202 B THCTBSIX KOHTPOJIbHBIX PACTEHUN U
KOJIOHU3UPOBAHHBIX pacTeHuit ssamens mrammom P. putida BS3701. Bebie
3alITPUXOBAHHBIE CTOJIOWMKH MMOKA3bIBAIOT 3HAYCHHUS JIJIs1 KOHTPOJIBHBIX PaCTEHUM;
cepbie — JIJIs1 KOJIOHU3UPOBAHHBIX pacTeHui. MIHTeHCMBHOCTH cBeTa 70 MKMOJIb
KBaHTOB M ° ¢ *. 3HaUeHMs TIpeICTaBIIEHbI KaK cpeiHee £ CTaHAapTHAs OIIHOKa i
TPEX HE3aBUCHUMBIX IKCIIEPUMEHTOB, KaXK/IbIi U3 KOTOPBIX ObLI BHIMOJIHEH B TPEX
ITOBTOPHOCTSIX.

JlJ1s IpOBEpKHU ATOTO MPENI0JIOKEHNS ObLITN MPOaHATU3UPOBAHBI U3MEHEHUS B
konnuectBe MPHK reHoB ctpomanbHOl ackopOaTnepoKcuia3bl, J0KaIN30BaHHON B
XJIOpOIUIACTAX, a TAKXKE KaTana3bl U IIIyTaTHOHIIEPOKCHIA3bl, PACIIOIOKEHHBIX B

MEPOKCHUCOMAX | IIUTOIIa3Me, cooTBeTcTBeHHO (Puc. 43).
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Puc. 42. Ontuueckasi INIOTHOCTH MOJI0C, COOTBETCTBYIOMmMUX O6enkam Lhebl, Lheb2, LhebS,
Lhcb6 u D1. Benbie cToMOMKY OKa3bIBAIOT 3HAYCHUS TSI KOHTPOJIBHBIX PACTCHHUIA; CephIe
— 1Sl KOJIOHM3UPOBaHHbBIX mTammoM P. putida BS3701 pacrenuit. UIHTEeHCHBHOCTD CBeTa
70 MKMOIb KBAaHTOB M 2 ¢ 1. ONITHYECKas MIOTHOCTH TI0JI0C B KOHTPOJIBHBIX YCIOBUAX
obuta npuHsATa 32 100%. 3HaueHus npeacTaBIeHbl Kak CpelHee + CTaHapTHast OInOKa
TUISL TPeX HE3aBUCHMBIX AKCTIEPUMEHTOB, KaXK/IbIi U3 KOTOPBIX OBLT BHITIOJIHEH B IBYX
nosropHOCTsX. P <0.05.

[Tonmy4yeHHble JaHHBIE TOKAa3aJId, YTO PACTEHMsI, KOJIOHU3UpPOBaHHbIe P. putida
BS3701, xapakTepu30BaIuch 10CTOBEPHO 00Jie€ BBICOKUM YPOBHEM KCIIPECCUH I'€HOB,
KOAMPYIOMIUX U3ydyaeMble aHTUOKCUAAHTHBIE (PEPMEHTHI, UTO, IO-BUAUMOMY, U
MPUBOWIIO K OoJiee HU3KoMy coaepskanuto H2O; B Hux (Puc. 41). Takum obpa3om, B
XO0JIe MMPOBEACHHON pabOoThl OBLIO MOKA3aHO, YTO MPH KOJOHU3AIMU PACTCHUN
pusochepubivMu 6aktepusimu P. putida BS3701, nmpuBosiieil K yMEHbIIEHUTO
conepxanus H202 B mucThsx, mpoucxoaut ysennueHue pazmepa anteHHbl OC 11 mo

CPaBHEHHIO ¢ KOHTPOJIbHBIMH pacTeHusiMu [ *19]
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Puc. 43. KonmmuectBo MPHK reHoB crpomainbHoit ackopOatiepokcuaassl (apX),
Kartazassl (Cat) u rayTaTHOHNEPOKCHAA3hI (JPX) B TUCTHSIX KOHTPOIbHBIX (Oernbie
CTOJIOWKH) U KOJIOHU3UpoBaHHBIX P. putida BS3701 (cepbie cTONOMKM) pacTeHU.
MHTeHCHBHOCTH cBeTa 70 MKMOJIb KBAHTOB M 2 ¢ T, 3HAaueHHs MPe/ICTaBICHBI KaK
cpeaHee + cTaHAapTHas OMMOKA JUIs TPeX HE3aBUCHMBIX AKCIIEPUMEHTOB, KaXKIbIi 13
KOTOPBIX OBLT BBHITIOHEH B JIBYX MOBTOPHOCTAX. JlaHHBIE OB HOPMATU30BAHBI 110
HKCIIPECCUU TeHA aKTHHA.
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I'nasa 4. O0cy:xneHune pe3yjJbTaTOB

N3MeHenus ycinoBuid OKPYKarOUIEN Cpe/ibl, TAKUX KaK YPOBEHb OCBELICHHUS
pacTeHuii, BOIHOE CHa0KEeHUE, TEeMIIepaTYPHBIA PEKUM, KOHIICHTPALUs COJIEH,
IPUBOJAAT K U3MEHEHUIO COCTOSHUS U CTPYKTYPBI 2JIEKTPOH-TPAHCIIOPTHOM LIeNN
(oTOCHHTETHYECKOrO anmnapara. B crpeccoBbIX yCIOBHSIX, KaK aOMOTHYECKOH
HPUPOIBI, TAaK U OMOTUYECKOH, PETIOKC CUTHAJIBI XJIOPOIUIACTOB, K KOTOPHIM OTHOCHUTCS
Y OKHCIIUTEIBHO-BOCCTAHOBUTENIbHOE cocTosiHue I1X myrna, a Takke OKUCIUTENbHO-
BOCCTaHOBUTEJIBHOE COCTOSIHUE ITyJIa THOPEJOKCHHOB U ApYyrue cuenuduueckue
CUTHAJIbI, BJMSIIOT HA 3KCIIPECCUIO HE TOJIBKO XJIOPOIIACTHBIX U SJIEPHBIX I€HOB,
KOJMPYIOIIMX CBs3aHHbIE ¢ poTocunTe3oM Oenku (Fey u ap., 2005, Pfannschmidt u ap.,
2003, Pfannschmidt u np., 2008, Pfalz u ap., 2012, Kreslavski u op., 2012, Singh u ap.,
2016, Schmitt, Allakhverdiev, 2017), HO ¥ Ha SKCIIPECCHUIO SIICPHBIX TEHOB,
KOJMPYIOIIMUX O€JKH 3JIeKTPOH-TPAaHCIIOPTHON 1ienu mutoxoHapuii (Dietzel u np.,
2015).

N3BecTHO, UTO U3MEHEHHE pa3Mepa CBETOCOOMPAIOIEr0 MTUTMEHT-0EJIKOBOTO
kommiekca OC I, kotopoe mpeacTasiseT co00M JOATOCPOUHBIN aKKIMMAIIMOHHBIN
OTBET BBICHIMX PACTEHHI Ha W3MeHeHHe nHTeHcuBHOCTH cBeta (Puc. 10 B rmaBe O630p
JUTEPaATYypPhl), PETYIUPYETCS] OKUCIUTENbHO-BOCCTAHOBUTEIBHBIM cocTosiHUEM [1X
nyia (Lindahl u ap., 1995; Escoubas u ap., 1995; Pfannschmidt u np., 1999; Yang u
ap., 2001). Beiciiue pacTeHus: 1 MOPCKHE BOJIOPOCIH YBETUUMBAIOT pa3Mep aHTCHHbI
@®C |l npu 3arenennu u, Ha00OPOT, yMeHbIIAOT pazmep aHTeHHsl PC || npu
HOBBIIICHHOHN ocBemenHocTr (Anderson, 1986), Takium 00pa3oM, ONTUMU3UPYS
(OTOCUHTETHUECKYIO aKTUBHOCTh. OJIHAKO BOIIPOC O MIPHUPOJIE CUTHAJA 00
OKHCJIUTEIbHO-BOCCTAHOBUTENBHOM cocTostHuM [IX mysna ocrasascs 1oiroe Bpems
OTKPBITHIM. B ucceprannoHHo#i paboTe ObIJI0 SKCIEPUMEHTAIBHO JOKAa3aHo, YTO He
OKHUCJIUTEIbHO-BOCCTaHOBUTENBbHOE cocTosiHue [IX myna camo no cebe, a KOIMYecTBO
H202 B poTocuHTE3UpyIOMUX KIETKaX UTPAET OMPENEISIONIYIO POJIb B PETYIISIIII
pasmepa anteHHbI DC |l. [ToBbIIeHNE YPOBHS OCBEIIEHHS PACTEHHUH B YCIOBUAX
cHikeHus ypoBHsS H202 B IMCTBSX MTyTeM MX MHKYOALlMU B cpejie, CoAeprKallen
katanasy (hepmenrt, pasnaratonmii H202), He MpUBOINIIO K YMEHBIIICHUIO pa3Mepa
aaTeHHsl OC |1, Habmogaemoro B orcyTcTBUe KaTanassel (Puc. 33, Tab:x. 8 B rmase
Pesynbratsl). [Ipu 3T0M HckyccTBEHHOE yBenuueHue konndectsa H202 B mucThsx
NPUBOINIIO K YMEHBILIEHHUIO pa3Mepa MUrMeHT-0enkoBoro anTeHHoro komriekca @C 1l

npy HU3KOM nHTeHCcHBHOCTH cBeTa (Puc. 33, Puc. 34, Ta6un. 8 B riaBe PesynbraThi);
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pasmep anteHHbI @C Il B 3TOM citydae ObII COIOCTAaBUM C TAKOBBIM B JINCTHSIX
pacTeHUI IIPU BBICOKOW MHTEHCUBHOCTH CBETA. Ba’)kHO OTMETUTB, UYTO HCKYCCTBEHHOE
u3MeHeHue konuuectBa H2O2 B kieTkax He BIMSUIO HA U3MEHEHUS OKUCIUTEIbHO-
BocCTaHOBUTEIBHOTO cocTosiHus [1X myna (Puc. 32 B riiaBe Pesynbratsl). Takum
00pa3oMm, ObLIIN MOJTYYEHBI CBUAETEILCTBA O IPUPOJIE MOJICKYIISIPHOTO HOCUTEIS
CUTHAJIa CUCTEMaM 3KCIIPECCUU STEPHBIX T€HOB, YTO SIBJISUIOCH IPEAMETOM HU3YyUEHUS
YUEHBIX Pa3HBIX CTpaH MHUpa, HaunHas ¢ 60-X roJ0B MPOLUIOTro BeKa.

CuuTaercs, 4To OCHOBHOM MexaHu3M oOpazoBanust H2O2 B xjopormiactax —
peaxnus aucnponopunonupoBanus O, karanuzupyemas pepmentom COJl B ctpome
XJIOpOIUTIacTOB. B Xoe nuccepTaiinoHHON paboThl OBLIO [TOKA3aHO, YTO CYLECTBYET
JPpYroH, OTIIMYHBIM OT TUCIPONOPLUMOHUPOBaHMS, IyTh 0OpazoBanusa H2O2 B
TUIaKonIHOM MeMmOpane. B membOpane orcyrcrByer CO/l, Kpome TOTO, peakius
mucrnponopimonupoanus Oz B alpOTOHHOM cpeie MeMOpaHbl 3aTpyIHEHA
(Takahashi, Asada, 1988). Hamu yctaHoBjI€HO, 9T0O 00pa3oBanue «memOpanHoro» H2O»
MIPOUCXOAUT B pe3yabTare peakiuu O2” ¢ BOCCTAaHOBJICHHBIM IJTACTOXUHOHOM,
MoJteKyIoi tmacroruapoxutona, [TXHz (peakiust 2; Puc. 17, Puc. 20, Ta6u. 2 B riase
Pesynpratsr), [IXH2 + 02" — IIX™ + H202. Peaknus [IXHz + O2™ aBnsercs
TEPMOJMHAMHYECKH BBITOJHON BCJIEICTBUE OOJIBIION pa3HULIBI MEKIY BETMUUHAMU
OKHCITUTEIIbHO-BOCCTAaHOBUTENBHBIX moTeHnuanoB map [1X/TIXHz (Em7 370 MB)
(Hauska u zip., 1983) u O2"/H202 (Em7 940 MB) (Asada, 1999)). Cornacuo
OKHUCJIUTEIHbHO-BOCCTAHOBUTENBHBIM MOTEHIIMANAaM ITHX Tap, peakius [IXH2 + 02"
JI0JIKHA MPOTEKaTh Ha TpaHulle pa3 TuiakouaHas MeMOpana/ctpoma. [Ipu ocBenieHun
ITXH2 pacnpocTpaHseTcs NpakKTHYECKH paBHOMEPHO 110 BCel MeMOpaHe U OKa3bIBaeTcs
BOsu3u He Toabko DC 11, Ho u BOmm3u OC | (Kirchhoff, 2014).

IIpu yBenuueHnn MTHTEHCUBHOCTH CBETA YBEJIIMUEHUE CYMMapHOM NPOAYKIIUN
H20. B xmoporiactax mpOUCXOUT 3a CUET YBEIWYeHHsT 00pa30BaHUsI HMEHHO
«membpanHoro» H2O2 (Puc. 13 u Puc. 15 B riaBe Pesynbratsl). BeposiTHO, KiTF0oUeBbIM
(dakTOpOM, MPUBOJAIINM K YBEIMYEHHUIO CKOPOCTH 00pa3oBaHus «MeMOpanHoro» H202
B pe3ynbrate peakiuu Oz ¢ [IXHz, aBnsercs yBenuuenue ckopoctu odpasoBanus O™
BHYTPH THUJIAKOMTHON MeMOpaHbl prutocemuxunonom (Kozuleva u ap., 2020). [pu
3TOM cTeneHb BoccTaHoBieHus [1X myna, T.e. KOJTU4YeCTBO MOJIEKYII
IUTACTOTMJIPOXMHOHA B MEMOpaHe, UTpaeT OMpeAeSIONIyIO poJib B CyAb0e
00pa3yIOIIMXCS CYMIEPOKCUTHBIX aHUOH-PAHKAIIOB.

[Tockonbky H202 siBnsiercst onHo u3 ocHOBHbIX ADK, yyacTByromux B

CUTHAJIBHBIX Mpo1ieccax (cM. O630p nuTepaTypbl), MOTYYESHHbIE TaHHBIE TO3BOJISIIOT 110-
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HOBOMY B3IUIIHYTh Ha (pyHKImoHupoBanue [1X nyna B Tuinakongax u oObsCHUTS,
KakuM 00pa30M BOCCTAHOBJIEHHBIN TNIACTOXMHOH MOXKET OBITh BOBJICUECH B
MHHUIMMPOBAHUE KACKaJa CUTHAIBHBIX yTeH, HEOOXOAUMBIX JUIS 3aIlycKa
AKKJIMMALIMOHHBIX U3MEHEHU.

Heo6x0a1M0 OTMETUTb, YTO HE TOJIBKO JOKa3aHHAas B X0JI€ POBEACHMUS
JAHHOM MCcCepTaMOHHON paboTsl peakius Oz~ ¢ [TXHa, Ho u peakuus 102 ¢ [TXH>
NPUBOUT K 00pazoBaHmio «MeMOpanHoro» H2O2 mpu yca0BUN 3HAYATEIEHON
reneparmy ‘0, B THIAKOUIHBIX MeMOpanax. OpHako mpoTekanue peakmun *0; ¢ TIXH;
HE MOXKET 00BACHUTH CUTHAIbHYIO QpyHKIUIO [1X myna. B MyTaHTHBIX pacTeHUsIX
Tabaka ¢ MOHKEHHBIM CofiepykaHueM ITUT. De/f KomITekca He ObLTO 0OHAPYIKEHO
IpeJojiaraéMbIX U3MEHEHUH B JOJTOBPEMEHHON aKKJIMMAIlMU PACTEHUH K YCIOBUAM
OCBEILIEHUS, CBSI3aHHBIX C pefokc coctossuueM [1X myna (Anderson u ap., 1997;
Montané u ap., 1998). B stux myrantHbix pactenusax [1X myn Ob11 mepeBOCCTaHOBIIEH,
HOo akTuBHOCTH DC Il ocTaBaiach Takoif ke, Kak B PaCTCHHUSIX IUKOTO THIIA, U3 YETO
MO3KHO TIPETIOJI0KHTH, 9TO CKOpPOcTh oOpazosanus Oz B ®C Il u obmiee KOIMYECTBO
monekya [IXH2 Obuiu TakumMu sxe wim 6oJiee BBICOKMMH, 110 CPAaBHEHUIO C PACTEHUSIMU
JMKOTO THMA. B TO jxe BpeMs B 3TOM MyTaHTe CKOpOCTh oOpa3oBanus Oz myTem
BoccTaHoBJIeHUs Mosiekyl Oz puinocemuxunoHoM B OC I, ckopee Bcero, Oblia
MOHMKEHA BCJIEICTBUE CHUKEHHOTO nepeHoca 351eKTpoHoB oT PC Il k @C 1, uro
YMEHBIIAET BEpOSTHOCTh poTekanus peakuuu 02 ¢ [IXHz. OueBuaHo, 310 sABIsETCA
NPUYMHOM OTCYTCTBUS U3MEHEHUH B MPOLIECCaX aKKIMMAIMN PACTEHUH ¢ TOHMKEHHBIM
conepxanueM 1ut. be/f KoMIUTeKCOB.

TIpakTHYEeCKH BCe SKCIIEPHMEHTAIbHBIE CBHIETeNbCTBA 0Opasosanus 02 B GC
Il, mpeacraBieHHbIE B IUTEpaType, ObUIM MOTYUYEeHbI Ha ()parMeHTaX THIIAKOMIHBIX
mMeMOpaH, oboraménnubix kommiekcamu OC |1, T.e. He B HATUBHBIX YCIIOBHSIX.
O6pasopanne O, B momHoit ®ITI] momkHO 6BITE Mperedpexumo mano (Rutherford u
7p., 2012). B ycIoBHAX BBICOKOI HHTEHCHBHOCTH cBeTa, 400—700 MKMOJIb KBAHTOB M 2
¢!, kora B pacTeHusAX apaGHIOICUCca HAGMIOAAIOTCS TIPOLIECCHl AKKIMMAIIUH 6e3
3HAYUTEIBHOTO PoTOMHTHOMpoBaHus, oopazoBanue Oz B @C | 3HaUNTENBHO
npesbimaeT obpasosanue ‘02 B OC I [Ipu cumsHOM cBeToBOM cTpecce, 6omee 1000
MKMOJITb KBAaHTOB M 2 C 1, MOJKeT MPOMCXOINTH 3HaunTeIbHOE oOpaszosanue ‘0, 8 OC I,
YTO MOXKET MPUBOJIUTH K BHIIIBETAHUIO JINCTHEB, IEPEKUCHOMY OKUCIICHUIO JIMITHIOB U
¢dorounruduposanuto OC Il (Ksas u ap., 2015).

U3BecTHO, 4T0 102 MOKET 3amycKaTh CUTHAIBHBIE TYTH PETyISIHHY,

HaIrpuMep, OCHOBaHHBIE Ha paboTe CUTHAIBHBIX OenkoB Executer 1 u Executer 2, tecno
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csazanubix ¢ OC 1l (Lee u ap., 2007) (cm. O630p muteparypsi). [IpearnonoxuTensHo,
cUTHal, nepeaBaeMblii uepes 102, T0KeH HHUITMMPOBATHCSA HEMOCPEICTBEHHO BHYTPU
@C Il. O2" Takke MOKET pacCMaTPUBATHCS KaK YYACTHHUK PETPOTrPaTHON
CUTHAJIM3aLlMH, YTO OBLIO MPOJIEMOHCTPUPOBAHO B pabOTaX M0 U3yYECHUIO U3MEHEHUS
9KCIIPECCHH I'CHOB B OTBET Ha M3MCHEHUS BHEIIHEH cpesl (Scarpeci u map., 2008), u
IpY M3y4eHHH MyTaHToB 1o CuZn-cynepokcumaucmyrase xioporutactoB (Rizhsky u
ap., 2003) (cm. O630p nutepaTypsl). Perynupyemblie reHbl MOTYT OBITh pa3/IeieHbl Ha
«CBsi3aHHBIE ¢ (POTOCUHTE30M SJIEPHBIE T€HBI», «T€Hbl OTBETAa HA CUHIJIETHBII
KHUCITIOPOI» U «sIIEpHBIE T€HBI, CBSI3aHHBIE C TUIACTUIHBIM PEIOKC CTATYyCOM», B
YaCTHOCTH, CBS3aHHBIEC C BBICOKMM YpOBHEM BoccTaHoBIeHHs [1X myna v BEICOKUM
conepxannem Oz u H202 B xnoporutactax (Chen u np., 2015). OnHako B mpuCyTCTBUU
CO/] npaktuuecku Bce O™, BhIIIeAINE U3 MEMOPaHbI, TUCTPOIOPIIHOHUPYIOT C
oOpa3oBanmneM «cTpomManbHOro» H2O2, KoTopblil 3 PEeKTUBHO YTHIU3HPYETCS
CHCTEMaMH JICTOKCUKAIIMH B CTPOME XJIoporacTa. M3 3Toro ciemyer, 4To CUrHali,
nepeaaBaemblil [1X mynowm, 10KkeH ObITh HEMOCPEACTBEHHO CBS3aH UMEHHO C
U3MEHeHHeM KonnyecTBa «memopanHoro» H2O2 B xinopornacrax. [IpeacraBneHHbie B
JMCCEPTALMOHHON paboTe SKCIIepUMEHTANIbHbIE TaHHbIE MTOATBEP)KIAI0T JaHHOE
IPEIIOJIOKEHHUE.

OueBUAHO, YTO /IS OCYIIECTBICHUS PETPOTPATHOTO CUTHANA (OT OpraHeIuIbl K
anpy) H2O2 nomxen umets cnocoOHOCTh AU GyHIMpOBaTH OT MecTa 00pa30BaHus K
MECTY CUTHATN3alliy Ha 3HAUUTEIbHbBIE PACCTOSHUA. 3a/1aueil ObLIO BBISICHUTH, MOXKET
mu obOpazosasmmiicss H,O2 BHYyTpu XJIOpPOIIACTOB, OpraHesii POTOCUHTE3a,
mubdyHIMPOBaTh BHYTPHU XJIOPOIUIACTA 10 MEMOpaHHON 000JI0UKH XJI0poIiacTa u
BBIXOJIUTH Yepe3 Hee B IIUTOILIa3My. bblTo moka3aHo, 4To Aaxke MpH HU3KOH
MHTEHCUBHOCTH cBeTa yacTb MoJieKyn H202, 00pa3oBaBIIMXCcsi BHYTPHU XJIOPOILIACTOB,
BBIXOJIUT B IIUTOIUIA3MYy, MUHYSI BHYTPHXJIOPOTUIACTHBIE CUCTEMBI JieTOKCHKaIuu (Puc.
24—Puc. 27 B rnaBe Pe3ynbrater). KommuectBo Beimeqiero B nurormiazmy HoO2
3aBHCEJI0 OT HHTEHCUBHOCTH OCBELICHUS, BDEMEHH OCBEIEHUs [*2] 1 aKTHBHOCTH
AHTHOKCUIAHTHOM cucTeMbl Xxjoporuiacta (Puc. 24 B rnase PesynbraTsl). B
TUCCEPTAITMOHHON paboTe OblJIa yCTAaHOBJIEHA POJIb AKBAITOPUHOB — OEJIKOB,
dbopmupyrommx nopsl B MemoOpane, — B auddy3un H.O2 u3 xmopornacta B
IIUTOIUIAa3MYy, a TAK)KE€ BO3MOXKHOE BOBJICUCHHE KapOOaHTHIpa3 B PETyIISAIUIO 3TOTO
nporiecca (Puc. 29 u Puc. 30, Tabxn. 6 u Tabn. 7 B rnaBe Pe3ynbrathl). YuuThiBas, 4To
MoJiekyisl HoO2 04eHb T10X0 MPOXOAAT Yepe3 MeMOpansl (KodhduiueHT

pacripenenenus ruapodoonas dasza (6enzomn)/soaa 0.005 (Leo u ap., 1971)), yuactue
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akBanopuHoB B TpaHcnopre H202 uepes 0005104Ky XJIOpOMIIACTOB MO3BOJISET
paccMaTpuBaTh 3TH OCJIKH KaK BaXKHBIN 3JIEMEHT BHYTPUKJICTOUHOM CUTHAIM3ALINY.

[Tockonbky Hakorienne H2O2 mporcxoaut npu 1eiicTBUM Ha pacTeHUEe
pa3HbIX CTPECCOBBIX (PaKTOPOB, OBLIO IPOBEPEHO, IPOUCXOIUT JIU PETYIIALUS pazMepa
®C Il HEe TOIBKO TP MOBBIIEHHON OCBEIIEHHOCTH PAaCTEHUH, HO U TIPH JAPYTUX
dakropax crpecca. B kauecTBe CTpeCCOBBIX YCIOBHIA OBLITH BBIOPAHBI YCIOBUS
MOBBIIIEHHOTO COZEPIKAHUS COJIM B TIOYBE U YCIOBUS HEIOCTATOYHOTO YBIAKHEHHS
IIOYBBI, T.€. YCJIOBHS 3acyXu. B xone paboTh! pu AeHCTBIUH 000MX CTPECCOBBIX
(bakTOpOB AEWCTBUTENLHO HaOI01aIM yMeHblIeHue pazmepa auteHHsl OC |1, npu sTom
3HayeHus napametpoB Fv/Fm u Plags pacteHuii ObUTH CXOKHUMHU C TAKOBBIMH,
M3MEPEHHBIMU B KOHTPONIbHBIX pacteHusix (Puc. 35-Puc. 37, Puc. 39, Tab6mn. 9 B rnase
PesynbTatsl). [lonaydyeHHbIe JaHHBIE CBUIETENLCTBYIOT O HACTYIICHUH JTara
AKKJIMMALlMOHHOM MepecTpoiku (OTOCHHTETHYECKOI annapaTa B yCJIOBUAX 3aCyXU U
MOBBIIIEHHOTO COAECP KAHUS COJIM B TIOYBE, OTPAXKAIOLIETOCS B MI3MEHEHUH pa3Mepa
cBetocobmparomiero kommuiekca @C 11, no mposiBieHus 1eCTPYKINN KOMIIOHEHTOB
anmapara, KoTopyto HabJojanu B 0oJiee Mo3AHUEe CPOKH.

[Tonmy4yeHHbIe JaHHBIE MOKA3bIBAIOT, YTO UHKYOAIMs JTUCTHEB MPU HU3KON
MHTEHCUBHOCTH cBeTa B MpucyTcTBUU H2O2 MPUBOIUT K YBETMYEHHUIO COJCPIKAHUS
KpaxMmaiia B JIMCThsIX. MI3BECTHO, UTO HAKOIUIEHHE KpaxMaJia B JINCTHSIX TIPOUCXOIUT U
npu BeICOKOW nHTeHCUBHOCTH cBeTa (Forde u np., 1975, Lichtenthaler u np., 1981).
Taxum oOpa3oM, noBelIeHHOE cosiepkanue Hz202 B TUCThAX 0TYACTH UMUTUPYET
YCIIOBHS BBICOKOW MHTEHCUBHOCTH CBETa. B yCIIOBUSX 3aCOJICHHS MOYBBI U 3aCYyXHU
TaKke HaOJII01aTu yBeIMueHne KoandyecTBa kpaxmaia Ha 20% u B 2 pasa,
COOTBETCTBEHHO, 110 CpaBHEHUIO ¢ KoHTposieM (Tabm. 9 B riaBe PesynbTater). B
JUTEpaType HET OJJHO3HAYHBIX JAHHBIX I10 MIOBOJY COJEPKAHUS KpaxMaia B
CTPECCOBBIX YCIOBUSIX. Ha mpuMepe HEKOTOPBIX BUIOB PACTCHUH, BKITFOUYAs
apabuorcuc, ObIJIO TIOKa3aHO YMEHBIIICHHE KOJIMYECTBA KpaxMaia B YCIOBHIX 3aCyXH
(Harb u ap., 2010; Thalmann, Santelia, 2017), B To BpeMsl Kak KOJIMYECTBO Kpaxmasa
YBEJIMYMBAJIOCH MPU BBICOKOHM 1 HU3KOH Temnepatype (Kaplan, Guy, 2004; Hoermiller
u j1p., 2017), a Takke 1o BO3JCHCTBHEM OcMOTHYecKoro crpecca (Skirycz u ap., 2010;
Monroe u ap., 2014). B apyrux uccinegoBanusx npu padoTe ¢ apabua0nCcucoM ObLIO0
0o0OHapy>KE€HO YMEHBIIIEHUE CO/IepPIKaHMs KpaxMaJa IpH BEICOKOM Temnepartype (Vasseur
u 1ip., 2011) u npu aeiictBum ocmotuueckoro crpecca (Valerio u ap., 2011). Takoe
HECOOTBETCTBHE MOKET OBITh CBSI3aHO C Pa3IMUYUSIMH SKCIEPUMEHTAIBHBIX TOJXO0I0B K

CO3/IaHUIO CTPECCOBBIX YCIOBUH, YTO MOKET MPUBOJUTH K pa3HbIM METa00INYECKUM
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otrBetaM. [TockonbKy B X0/1€ UCCEPTAIIMOHHOM pabOThI CAEINIIH 32 AaKKIUMAIIMOHHBIM
OTBETOM PACTEHHI MO (PU3NOIOTHUECKUM ITapaMeTpaM JI0 MPOSBICHHUS OUEBUIHBIX
IIPU3HAKOB MIOBPEXKIAIOLIET0 AEUCTBUS CTPECCa, 3TO IIO3BOJIMIIO YIOBUTH COCTOSIHUE, B
KOTOpPOM Haluo1aeTcst 6os1ee BHICOKHI YPOBEHDb CO/Iep)KaHUs Kpaxmalia Ipu JeCTBUU
000X BUJIOB CcTpecca.

Habnrogaemblie n3MEHEHUSI OKHCIUTEIHHO-BOCCTAHOBUTEILHOT'O COCTOSTHUS
[1X myna B yCIIOBUSX 3aCyXH U 3aCOJICHHS MOTYT YKa3bIBaTh Ha TO, 4TO Ooee
BOCCTAHOBJICHHBIN MYJI SIBJISIETCA OJHUM U3 NIEPBUYHBIX U3MEHEHUN B
dbyakuuonupoBanuu O@OTLI, mpuBoASIIMX K HAOIIOJAEMBIM MEPECTPONKaM
¢dorocunTeTnueckoro anmnapata (Puc. 35, Puc. 38 B riaBe Pesynbrarsl). [lo-Buaumomy,
KaK U IIPH MOBBIILIEHHON OCBEIIEHHOCTH, B YCJIOBUSIX 3aCOJIEHUS U 3aCYXU YMEHbILIEHUE
pa3mepa anteHHbl OC II — cioco0 3amuTsl kKomnoneHToB GOTL] oT
($hOTOMHTHOMPOBAHUS.

N3menenue pasmepa anteHHsl OC || B cTopoHy yBenuueHus npu
KOJIOHM3AIIUU PACTCHUH, MPUBOISINEH K YMEHbIICHHUIO YpoBHS conepxanus H202 B
JUCTHSIX, IOJTBEPKIAET TOT (PaKT, yTO UMEHHO OT kKonuuecTBa H202 3aBuCUT pazmep
anteHHbl OCII (Puc. 40-Puc. 42 B rnaBe Pesynbratel). [Ipu aT0M HabmogaeMebIii Oosee
okucneHHbIi ypoBeHb [1X mymna (Puc. 40 B riiaBe Pe3ynbTaThl) MOKET TOBOPUTH O TOM,
YTO MOHIKEeHHOe copepkanue H202 B 3TOM cityyae CBS3aHO ¢ MEHBIIUM
«Hanpspkearnem» B @ITLL.

Lhcb 6enku cBerocobuparoriiero antennoro komriekca ®C 1l kogupyrores B
sepHoM renome (Jansson, 1999), mostoMy perymsius S5KCIPECCHH 3TUX T€HOB B
CTPECCOBBIX YCIOBUSIX, O-BUIUMOMY, OCYILIECTBIISIETCS YEPE3 PETPOTrPaAHbIN MyTh
nepeaayy curHaia xjoporiact-sapo. Ilpeanonaraiot, 4T0 OCHOBHBIMU Y4aCTHUKAMU
PETPOrpaJHbIX CUTHAJIOB SIBJISIOTCS TPAaHCKpUIIIMOHHBIE (akTopbl. Hampumep,
tpanckpunuonusiii pakrop ABSCISCIC ACID INSENSITIVE 4 (ABI4)
npeJicTaBiIsieT co00i Kiro4eBol (PakKTOp MHOTOUHCICHHBIX PETPOTPaAHbIX CUTHAIBHBIX
nyteid, reaepupyembix GUN1 (genome uncoupled; retpanuppon-3aBucumas nepeaada
CUTHAJIOB M3 TIACTHUABI B s,1po) (Sun u np., 2011). U3BectHo, uto GUN1 nepenaer
CUTHAJI, UHAYIUpYIOUi cBsizbiBaHuEe ABI4 ¢ mpOMOTOPHBIMH MOCIIEI0BATENBHOCTIMU
Ihcb renos, B sapo, uro Girokupyet sxcnpeccuro Ihch renos (s 0630pa cm. FOpuHa,
OpnunioBa, 2019), npuBo/Is B TAKOM ciiyyae K yMeHbIIeHHI0 pa3mepa anTeHHbI DC |I.
Eme ogun TpanckpunuuoHHsli ¢paktop — PTM, dakTop cBI3aHHOTO ¢ 000JI0YKOM
xjoporiactoB romeogomeHa (PHD), Takxe GyHKIIMOHUPYET BO MHOKECTBEHHBIX

peTporpaaHbix curHaabHbIX MyTsaX. PTM coenunser GUN1-niyth B utactuaax ¢ ABI4-
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nyreM B sape (Zhang u ap., 2015; Sun u ap., 2011); mis 3Toro pactBopumMas
ykopoueHHast hopma PTM ocBoOOkaaeTcs U3 000JI0YKH XIJIOPOTIIACTA B IIUTOILIA3MY,
nepeMenaeTcs B 1po U akTuBupyeT 3kcnpeccuto ABI4. PactBopumas
dopma PTM o6pa3zyeTcs B pe3ysibTaTe MPOTEOIU3a 3TOTO TPAHCKPUIIITMOHHOTO (haKkTopa
CEpUHOBOI MPOTEa30i, YTO MPUBOAUT K OTIICIUICHUIO TPAaHCMEMOPaHHBIX TOMEHOB
(Adam, 2015). Yto uMeHHO BIHSIET Ha aKTUBHOCTh CEPUHOBOM MPOTEa3bl — MOKa
HesicHO. Bputo mokasano, uto akTuBHOCTH SBcas3.3 cepuHoBoii mporeassl B Escherichia
coli, koTopast OTHOCHTCS K MoJceMecTBY S8 A CEpHHOBBIX MPOTEa3, yBEITUIMBACTCS
npu no6asnernn H,O2 B kormenTpamuu 10 10 T 1%, HO yMeHbIaeTcs Npu 106aBIeHIH
H20; B xonnenTparmu 50 r it (Biver u ap., 2013). MoxHo npeanonoxuts, uto H20p,
00pa30BaHHBIN B XJIOPOIUIACTAX, IPpH AU Py3un depe3 MeMOpaHy XJIOpoIuIacTa
OKa3bIBACTCS B HETIOCPECTBEHHOW OJIM30CTH K CEpUHOBOM MPOTEa3e U, U3MEHsIS
aKTUBHOCTH MpOTEea3bl, BiusieT Ha nepeBog PTM B pactBopumyto hopmy. [lpu
HeBbICOKOH KoHIeHTparwu H202 (B yCITOBHSIX BRICOKOW MHTEHCUBHOCTH CBETA MPH
aKTUBHO (D)YHKIIMOHHUPYIOIIEH acKOpOATIEPOKCHIa3€) YCUIICHNE aKTUBHOCTH
CEpHHOBOM MPOTEa3bl IPUBOIUT K MOAaBIeHUIO sKcpeccuu INch reHoB u ymeHbIeHNIO
pasmepa anteHHbl DC Il. ITpu Beicoko# KoHIEeHTparuu H202 (mpu nHrubupoBaHuu
acKOpOAaTIEePOKCHIa3bl B AKCTPEMAIBHBIX CTPECCOBBIX YCIOBHSX) HA000POT, MOXKET
MIPOMCXOTUTh NHAKTHBAIIMS CEPUHOBOM MPOTEa3bl, M, KaK CIEJICTBHE, aKKJIMMAIMOHHOE
u3MeHeHue pazMepa anTeHHoro kommiekca @C Il He nomxHO HaOIIOAATHCS.
['mnoreTnueckuit MexaHu3M yyactus «MeMmOpanHoro» H2O2 B u3amMeHeHuu pazmepa
anteHHsl OC |l mpencrasiena Ha Puc. 44.

B xoze nuccepranmonHol paboTel 00HAPYKEHO, YTO U3MEHEHHE pa3Mepa
aHTEHHOTro MUrMeHT-0enkoBoro kommiekca @C Il mpoucxouT He TONBKO MpU
U3MEHEHHUH OCBEIIEHHOCTH PAaCTeHUH, HO U TIPU JACHCTBUM JPYTUX aOMOTHYECKUX
(bakTopoB (3acyxa, 3aCOJEHUE TTOUBBI), @ TAKXKE U MPU JEHCTBUA OMOTHIECKOTO
daxTopa (komonu3anus puzochepusiMu 6aktepusmu P. putida BS3701). Takum
00pa3oM, MOXKHO YTBEpXKJIaTh, UTO peryisus pazmepa anteHHsl OC || sBusercs
OJITHUM U3 YHUBEPCATIBHBIX MEXaHU3MOB PETYISIUHN CTPYKTYPHO-(YHKIIMOHATBHON
opranu3ami (OTOCUHTETUYECKOTO arapaTa, HEOOXOUMBIX JIJIs TPUCTIOCOOTICHUS
BBICIIMX PACTEHUI K CTPECCOBBIM YCIOBHUAM. Ha OCHOBE TaHHBIX IHCCEPTALMOHHOMN
paboTsI peanonoxkeno, uto peakius 02" ¢ [1XH;, mpuBosias kK 00pa3oBaHUIO

«meMmOpanHoro» H202, urpaer onpeaensioniyto pojib B 3TOM MpoLecce.
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Puc. 44. Tunoretndyeckuii MexaHu3M ydacTus «MmeMOpannoro» H2O2 B u3mMeHeHUn
pasmepa antenHbl OC II (CCK Il) B knerkax Beicunx pacrenuit. ®C I — poTocucrema
Il; ®C I - dotocucrema |; [1X — okucnenusiit macroxunoH; [1X" —
macroceMuxuHoH; [IXH —mmactoruapoxunon; [ — mmacrounanun; O —
deppenoxcun; ®HP — peppenokcun-HA LD -penykraza; BOK — Bo10OKCHIIAIOIIHIA
komruiekc; CO/] — cynepokcupaucmyrasa; AI1O — ackopbarnepokcunasza; PTM —
TPAHCKPUIIIUOHHBIN (haKTOP CBA3AHHOTO C 00OJIOUYKOM XJIOPOILIACTa TOMEOIOMEHA;
ABI4 — snepHbrii TpaHCKpUNTIIMOHHBIN (akTop. CornacHo Hamel runorese, H20z,
00pa30oBaHHBIN B XJIOPOTJIACTaX Ha CBETY B pe3ynbTaTe peakiuu Oz ¢ [IXHz, mpu
nuddy3un yepe3 MeMOpaHy XJIOPOILIacTa MPUBOIUT K M3MEHEHUIO aKTUBHOCTH
CEpPUHOBOM MpOTEa3bl, UTO, B CBOIO OUEPEb, OKA3bIBAET BiIUsiHUE Ha niepeBoa PTM B
pactBopuMyi0 hopMy, U, TaKUM 00pa3om, Ha 3kcrpeccuio Ihch reHos, T.e. reHOB,
koaupytomux 6enxku CCK 1.
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3akjaroueHue

Haubonee 3HaunMOi#l PyHKIHEH COBPEMEHHBIX TUTACTU, XJIOPOIUIACTOB,
SBIISICTCS KUCIOPOAHBINA (hoTocuHTe3. OIHAKO XJIOPOIIACTHI BHITIOIHIIOT MHOTHE
npyrue GQyHKIUU, KOTOpble UMEIOT pellaoliiee 3HauyeHue s IPaBUILHOTO pocTa U
pPa3BUTHS PACTEHUI, BKIIOYAsl CHHTE3 AMUHOKHUCIIOT, HYKIEOTHUIOB U KUPHBIX KUCIIOT,
BBIPAaOOTKY (PUTOrOPMOHOB, HEKOTOPBIX BUTAMHUHOB M MHOKECTBA BTOPUYHBIX
METa0OJIMTOB, a TAK)KE YCBOSCHHE a30Ta U CePbl. AKKIMMAIIMOHHBIE MPOLIECCHI,
MPOTEKAIOIIME B XJIOPOIIACTaX MPH JEHCTBUU a0MOTHUECKUX U OMOTUYECKUX
(bakTOpoB, BaXKHBI AJIs1 B3AUMOICHCTBUS PACTEHUI C OKpPYKAIOIIEH Cpeoii, YTO
CIOCOOCTBYET NMPHUCIIOCOOJICHUIO PACTEHUH K CTPECCOBBIM (pakTopam, BKIIIOUAs 3aCyXy,
3aCOJICHUE, TTOBBIIICHHYIO OCBELIEHHOCTh, KOJIOHU3ALMI0 MUKPOOPraHu3MaMi U MHOT0€
JIpyroe.

B xone ¢poTtocuHTe3a MPOUCXOAUT HE TOIBKO BBIACIEHUE MOJICKYISIPHOTO
kuciopoja (O2), Ho u nmornomieHue Oz 3a cyeT BoccTaHoBNeHUs MoJieKyn Oz (peakiust
Mernepa) HEKOTOPBIMH ITEPEHOCYMKAMHU (POTOCUHTETHUECKOM ITIEKTPOH-TPAHCIIOPTHOM
e, PACTIOJIOKEHHOW B TUJIAKOUTHBIX MeMOpaHax XJIoporuiacToB. B pesynbrare
peakiuu Menepa npoucxoaut oopazosanue Oz u H20». B auccepranmonHoit pabote
YCTaHOBJEHO, 4To [IX myn TuiaakouIHbIX MEMOpaH BOBIIEYEH B CUCTEMY
PETPOrpajiHOro CUTHAJIMHIA 34 CUYET PEAaKLUK IPYroro KOMIIOHEHTA ITyJia —
actToruipoxunona, IIXHz, ¢ cynepokcuanbiM aHnOH-pagaukantom, Oz,
reHepUpyEeMbIM B THJIAKOMTHON MeMOpaHe. Pe3ynbTaToM JaHHON peakluu sBIIseTCs
obpazoBanue crabunpHoit ADK, monekynbl H202, crtocoOHOM BBIMOTHATE CUTHAIBHYIO
dbynakuuro. Obpazoanue H,O; yBennuuBaercs npu BHICOKONH MHTEHCUBHOCTH CBETA 32
cyeT yBenuueHus «meMmopanHoro» H2O2 mpu yBennmueHnH KoluyecTBa 00pa3oBaHHOTO
O2" komnonenTamu OCI, mpeAnonoKUTENEHO, PUITOCEMUXHHOHOM [*12].
[ToryueHHble JaHHBIE PACIUIUPSIOT PyHIAMEHTAJIbHBIE IPEICTABICHUS O
¢byHkronansHOU ponu [1X myna B THIIaKOMIHBIX MeMOpaHax BBICIIUX PACTEHUH,
nokasbiBas, uto [1X myn BoBieueH B peakuinio Menepa B XJIOpOIUIacTax BBICIIMX
pacTeHuil U, TaKUM 00pa30M, B FeHEPALIUI0 CUTHAIBHBIX MOJIEKYJ B PACTUTEILHON
KJIETKE.

Beicoknii ypoBeHbs BoccTaHOBIIeHMS 11X myna mpu BEICOKOM MHTEHCUBHOCTH
CBETa SIBJISICTCS CUTHAJIOM IS YMEHBIICHUS pa3Mepa CBETOCOOUPAIOIIETO MUTMEHT-
6enkoBoro komrmiekca OC II. B xone nuccepraninoHHON pabOTHI IOKA3aHO, YTO

Mosekynbl H2O2, mpeanonoxkuTenbHo «MeMOpaHHON» (ppakiiuy, KOJIUYECTBO KOTOPBIX



155
YBEJIMYUBACTCS MPU YBEJIIMYECHUH UHTEHCUBHOCTHU CBETA, MPEACTABISAIOT o001 cUrHa,
CBUJICTEIHCTBYIOIINIA 00 OKUCITUTEIFHO-BOCCTAHOBUTEIHLHOM cocTosiHUU 11X myina.
H3menenue pa3mepa cetocodupatonuii antreHHsl OC || mpu u3zMeHeHuu coaepxaHus
H20:2 siBnsieTca NpUHUMIIAAIBHO HOBBIM PE3YJIBTATOM, TOKA3bIBAIOIIUM
HerocpencTBeHHyro posib H2O2 B perporpaaHoi curHanu3anuy. Y CTaHOBJIEHO, YTO
perymnsnus pazmepa anteHHbl OC |l sBisieTcss oHUM U3 YHUBEPCATIbHBIX MEXAHU3MOB
PETYISALNUN CTPYKTYPHO-(PYHKIIMOHATHHON OpraHu3anuu (HOTOCHHTETHIECKOTO
anmnapara, He0OXOAUMBIX JUIsSl IPUCTIOCOOICHUS BBICIIUX PACTEHU K CTPECCOBBIM
YCIIOBHSIM.

MHorue 3KkcnepuMeHTalbHbIe JaHHbIE O cUTHaIBHOU posin H202,
MIPE/ICTABJIICHHBIC B IUTEPATYPE, MOTYUYEHBI C HCTIOIB30BAaHUEM TPAHCTEHHBIX PACTEHUH,
B KOTOPBIX HEJb35 UCKIIIOUUTH TUIeHOTponHbIX 3 dekToB. PaspaboranHbie B Xxo1e
paboThI HKCIIEPUMEHTAIbHbIE TIOJIXO/IbI IIPH PabOTE C PACTECHUSIMU JUKOTO THIIA,
MO3BOJISIOIINE LIETICHANIPABICHHO U3MEHATH KoJndecTBO H2O2 B IMCTHSIX, SABISAIOTCS
KITFOYEBBIMH B JOCTHKCHHH ITOJTYICHHBIX PE3yJabTaTOB. Takue MoIX0IbI MOTYT OBITH
MCII0JIb30BaHbI B JAJIbHEHILIEM ISl U3Y4YEHUS AETAIbHBIX MexaHu3MoB JerctBus H20:
Ha CUTHAJIbHBIE KACKAHBIC TYTH B PACTCHUSIX.

Joka3zaTenbcTBo nudy3un curHanbHoi Monekynsl H202 uepe3 akBanopuHbl
MO3BOJISIET pacCMaTpUBATh ITH HHTETPAIbHbIE MEMOpaHHbIE OTTKH KaK BaKHBIN
AJIEMEHT PETPOrpajHOro curHaguHra. OT CTENEHU 3aKPhITHUS AKBAIIOPUHOB B
CTPECCOBBIX YCIOBUSIX MOXKeET 3aBuceTh 1uddy3us H0O2 yepes MeMOpaHHyr0 000JI0UKY
xJjoporiactoB. [TosTHOE 3aKphITHE AKBAIIOPUHOB B CTPECCOBBIX YCIOBUSAX MOXKET
3allyCTUTh PETYIUPYEMbIN MPOIIECC MPOTPAMMUPYEMON THOETH 1a’ke BHYTPH OJTHOTO
XJIOPOIUTACTa, €CIU M0 KAKUM-TO IPUYHUHAM 3TOT XJIOPOIUIACT HE CMOT MPUCTIOCOOUTHCS
K HOBBIM yCJIOBUSM. Takoe MpeanosioKeHNe BbICKA3bIBAETCS BIEPBBIE, IOCKOJIBKY
0OBIYHO MPOTPAMMHUPYEMYIO THOEITH paCCMATPUBAIOT B MPEeIax Ieaon KieTku. [Ipu
ATOM CUMTAETCS, YTO MUTOXOHIPUHU UTPAIOT KIIOUEBYIO POJIb B aKTHUBAIIUU ATOTO
Mpoliecca He TOJIBKO B KJIETKAX MJIEKOMUTAOIINX, HO U B KJIIETKaX BBICILIUX PACTEHUM.

Bo03M0OXHOCTB peryinupoBaHus pa3Mepa aHTEeHHBI Y pACTEHHM MyTeM
n3meHeHus konudectBa HoO; B manmbHeimeM MOXeT ObITh UCITOJIH30BaHA B
MPaKTUYECKUX IEJISX, HAPUMED, C IEJIbI0 BBIPAIIMBAHMS PACTEHUM B 00JI€€ CEBEPHBIX
HIMPOTax. YBeNWdeHHs pazMepa ceerocoouparomeit anteHHbsl @C |l MoxkHO 1ocTHYB
MyTEeM THIIEPIKCIIPECCUN TEHOB OEIIKOB aHTHOKCHIAHTHOM CUCTEMBI, B PE3yJIbTaTe YETO
OyzeT mpoucxXoauTh YMeHbIeHne komnuecTBa H2O2. D10 mpuBenet k 6osee

3 PEeKTUBHOMY UCITOJIH30BAHUIO CBETOBOM SHEPTHH I (DOTOXUMHYECKUX MPOIIECCOB U
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B IIEPCIEKTUBE K IPOAYKTUBHOMY IPUPOCTY OHoMacchl. BiusHue konoHu3anun
pacTeHuil pu3obakTepusiMu Ha u3MeHeHue pazmepa anteHHsl OC |l packpreiBaer
NOTEHIMAJ MPUMEHEHHS TAKUX MUKPOOPTaHU3MOB B CEIIBCKOM XO03HCTBE Oe3

MPUMEHEHUS TeHEeTUYECKUX MOAU(PHUKAIUI paCTCHHIA.

BriBOaBI

CBeToMHAYLIMPOBaHHAs T€HEpalMsl CyIEpOKCUIHBIX aHUOH-paauKaios, Oz,
npeumyuiectBeHHO komnoHeHTaMu OC | TunakonjHON MEMOpaHbl, IPUBOIUT K
okucaenuto [IX myna u o6pazoBanuto «memopanHoro» H2O» B peakruu [1XH> +
02" — IIX" + H202. O6mas npoxykuus H202 B xnoporutactax BEICHIMX pacTeHUN
IIpY YBEIMUYEHUU UHTEHCUBHOCTH CBETA BO3pPACTAET 3a CUET 00pa30BaHUs

«vembOpannoro» H20o.

Monexkynst H2O2, oOpasyromuecs BHyTpH XJoporiacTa, TudGyHIupyroT 3a
npenensl xyaoporacta. Kommaectso H2O2, BeIIeAmero u3 XiopomiacToB, 3aBUCHT
OT MHTEHCUBHOCTH CBETa U BPEMEHU OCBEILEHUS, a TAK)KE aKTHBHOCTH
aHTHOKCHUJIAaHTHOH cucTeMsl xioporuiactoB. Juddys3us H202 u3 xnoporminacros
OCYILECTBIISIETCS Yepe3 aKBAIIOPHHBI, PACIIONIOKEHHbBIE BO BHYTPEHHEH
XJIoporutacTHOM MeMOpane. Ha oTkpeITHE/3aKpbITHE aKBAIIOPUHOB MOXKET
OKa3bIBaTh BJIMSIHNUE aKTUBHOCTb KapOoaHTuApa3(bl) MEMOpaHHOM 000710YKH

XJIOPOILJIACTOB.

DKcnepuMeHTalTbHOE CHIKeHHE YpOoBHSI H2O2 B JIMCTHSIX TP MOBBIICHHOM
OCBEILEHHOCTHU MPEMSITCTBYET YMEHBIICHUIO COIepKaHMsI OeIKOB nepudepuuecKoit
artenns! Lhcbl, Lheb2, Lheb3 u Lheb6, u Takum 00pa3oM, yMeHbIIEHHIO pa3mepa
anteHHbl OC |1, 4TO MPOUCXOUT MTPU TOBBIIIEHHON OCBEIIEHHOCTH MPH BEICOKOM

conepxkanuu H20x.

DKCIepUMEHTAIbHOE yBeInueHue koauyectsa HoO2 B MUCTBSAX PpU HUZKOH
WHTEHCUBHOCTH CBETA MPUBOJUT K YMEHBIIIEHUIO pa3Mepa CBETOCOONPAIOIIEH
anTerHbl OC I o cpaBHEHHIO C pa3MepOM aHTEHHBI IPU OOBITHOM HU3KOM

coxepkannu H202 B 3TUX yCIOBHSX OCBerIeHus in Vivo.

[TomaBieHue SKCIIPECCHU SIIEPHBIX TeHOB, Koaupyrommx oenku Lhebl, Lheh2,
Lhcb3 u Lhcb6 antennst @C I, ipu moBBIICHHOW OCBEIIEHHOCTH 3aBHCUT OT
KoJI4ecTBa «MeMOpanHoro» H2O2, MOCKOJIBKY ¢ yBETMYCHUEM UHTEHCHBHOCTH

CBeTa yBeIMUMBaeTCs 00pa3oBaHue UMEHHO «MeMOpaHHOoro» H20:.
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6. Perynsmus pasmepa cBerocoouparomieit antreHasl @C |l mpencrabnser coboit oquH
13 YHUBEPCATHHBIX MEXaHU3MOB U3MEHEHUS CTPYKTYPHO-(PYHKIIMOHATHHON
opranu3anyy (OTOCHHTETHYECKOTO anmnapaTa BbICIIUX PACTCHUN PU U3MEHEHUHU
YCIIOBHIA OKpYKaIoIIeh cpebl. AOHOTHYeCKHEe (GaKTOPhI, TAKHE KaK 3acyXa U
3acOJICHHE MTOYBBI, TIOBHINIAs YPOBEHb BoccTaHOBIIeHUS [1X myna, yBeTMunBaIOT
conepxanue H2O2 B TUCTBAX, YTO MPUBOJUT K YMEHBUICHUIO pa3Mepa anTeHHb DC
I1. Kononusanust pacrenuit pusochepubivMu 6akrepusimu Pseudomonas putida
BS3701, ymenbias ypoBeHb BoccTaHOBICHHS [1X 1mysia 1 ypoBeHb cOAepKaHMs

H202, npuBoaut k yBenuyeHuto pazmepa anteHHsl OC 1.
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