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MNEPEYEHb COKPAIIEHU U YCJIOBHBIX OBO3HAUYEHUI

AJ1® — anenoszunaudocdar

Acor2 — accummisanus CO»

AT® — anenozuntpugocpar

BII — BapuaGenbHBIN MOTEHITHAT

KIX®I" — kapOboHm1 Iuanua M-XJI0pheHUITuapa3oH

HAJI®" — okucnenHas hopma HUKOTHHAMU A ACHUHIUHYKIcoTHA(OoChaTa
HAJI®H — BocctanoBneHHas (hopmMa HUKOTUHAMUIAACHUHANHYKIeoTuAdochaTa
I1]1 — moTeHan AeMCcTBUS

CII — cucTeMHBIN TOTESHITAAT

3; — IEKTPOJI, KOHTAKTUPYIOIIUH C TUCTOM PACTCHHUS

OC — 3IEKTPUYECKUN CUTHAI

D¢p — DIEKTPOJT CPABHEHHUS

D¢r — DIEKTPOJI, KOHTAKTUPYIOIIUI CO CTEOJIEM pacTeHUs

BCECF,AM — 2',7'-6uc-(kapookcuaTrin )-5(6)-kapOokcudryopecienHa
aIleTOKCUMETHUJIIOBBIN 3(hup

BSA — 6b1unii CBIBOpOTOYHBIN aTbOyMHUH

FITC-dextran — dguryopeciieud H30THOIIMAHAT-ACKCTPaH

NPQ — HeoToxumMmuueckoe TyleHue QIryopecieHIINH

Tic62 — omHa W3 CyOBEOMHHMII TPAHCIOKATOpAa BHYTPCHHEH MEMOpaHbl THIIAKOIA
(translocon at the inner envelope of chloroplasts)

TROL — ponana3za-niogo0usriii 6enok triakonaos (thylakoid rhodanese-like protein)
v(I) — KBaHTOBBII BBIXOA (DOTOXMMUYECKHX peakiuii poTocucTemsi |

v(IT) — kBaHTOBBIN BBIXOJ (OTOXMMUYECKUX peakiuii hoTocuctemsl ||

Aem — JUTHA BOJIHBI (PITyOPECIEHIIUU

Aex — ITTUHA BOJTHBI BO30YKICHUS



BBEAEHHUE

AKTYaJbHOCTH NPO0JIeMbI

dopMUpOBaHUE CHUCTEMHOIO OTBETa pACTEHUsI Ha JIOKaJbHOE JeicTBUE
pazapaxaroniux (QaxTopoB TpeOyeT pa3BUTOW CHCTEMbI CTPECCOBOM CHTHATH3AINH.
Opnum u3 myTel nepeaaur UHGOpMaAIUU O ACHUCTBUU YMEPEHHBIX WIIH MTOBPEKAAOITNX
CTUMYJIOB SIBJISIETCSI T€HEpalusi U paclpocTpaHeHue 3ekTpuueckux curdaioB (2C),
MIPE/ICTABIICHHBIX y BBICIIUX pacTeHuil moteHimanom aeicteus (I1]1), BaprmadbenbHbIM
noteHiuanoM (BIT) u cuctemubim norenuuanom (CIT).

OC BHOCAT CYHIECTBEHHBIM BKJIaJ B (POPMUPOBAHHE OBICTPHIX KOMILIEKCHBIX
W3MEHEHUH (YHKIIMOHATBLHOTO COCTOSIHHUS PACTCHUS B CTPECCOBBIX YCIIOBHUSX, B TOM
YHCJIC B YaCTSAX pacTeHUs, He MoJBepraBimxcs pasapaxenuto (Pena-Cortes et al., 1995;
Stankovic, Davies, 1996; Dziubinska et al., 2003; Hlavackova et al., 2006; Grams et al.,
2009; Pavlovic et al., 2011; Sukhov et al., 2012). Bonpmioii uHTEpEC IPEACTABISACT
PETYIAIUS DJICKTPUYECKHUMHU CHTHAJaMU (POTOCHHTETHYECKUX TIPOIECCOB, KOTOpas
MOXXET TPHUBOJUTh K HW3MCHCHHIO TPOAYKTHBHOCTH W YCTOWYMBOCTH PACTCHHH K
JEUCTBUIO HEOJIAronpusiTHRIX (aKTOpOB BHEIIHEW cpeabl. [lpu 3ToM  A0CTaTOYHO
NPOTUBOPEYMBBIMHU  SIBJISIOTCS  JTaHHBIE O  MexaHu3max BiausHus OC  Ha
(OTOCUHTETUYECKYIO aKTUBHOCTD.

Psn  wuccnemoBareneit (Krupenina, Bulychev, 2007) cBs3biBaeT pa3Butue
doTocuHTeTHYECKUX M3MeHeHUuM npu DC ¢ BXOJOM B LHUTOIUIA3My U CTPOMY HOHOB
Ca?*, xotopsle crocoOHbl HHrHOMpoBaTh (epMenTHl nukina Kanssuna (Wolosiuk et al.,
1993; Johnson et al., 2006). Dta rumnoTe3a XOpOIIO COrIACYETCS C JaHHBIMH O BXOJIE
nonoB Ca?" mpu passutuun DC (Fromm, Lautner, 2007; Zimmermann, Felle, 2009;
Furch et al., 2009; Vodeneev et al., 2015). B To e Bpems, 3KCIepUMEHTaIbHAsA
MPOBEpKa ATOM THUIMOTE3bl HA BBICIIMX PACTEHUSAX IMPOBOJWIACH JIUIIbL B OTIACIBHBIX
paborax (Grams et al., 2009), koTopele He mokazanu BiusHUS BHemHero Ca?* mHa
dboTOoCHHTE3 W3OJUPOBAHHBIX xjoporuiactoB. C  JOpyroil CTOPOHBI, pa3BHUTHE
(OTOCHHTETUYECKOTO OTBETAa MOXXET OBITh CBS3aHO C HM3MEHCHUSIMH BHYTPH- |

BHekserouHoro pH (Grams et al., 2009), koropsie Habmogat0TCs Tipu TeHepanuu IC



(Grams et al., 2009; Zimmermann, Felle, 2009; Bonenees u ap., 2011). B mons3y sToro
TOBOPUT 3aBUCHUMOCTh KBAaHTOBOTO BBIXOAa (potocuctemsl Il ot pH cpenbl BeiacICHUS
XJIOpOIUTacTOB KyKypy3sl (Grams et al., 2009).

OnHako OCTaéTCs JUCKYCCHOHHBIM BOIPOC O MYTSX BIMSHUS COMPOBOKIAFOIIHX
rerepanuto DC CIBUTOB BHYTPH- M BHCKJIETOYHOW KOHIIEHTpAIMM IIPOTOHOB Ha
(OTOCHHTETHYECKHE MPOIECChl. B 4aCTHOCTH, OJMH WX HUX, IMO-BHIMMOMY, CBSI3aH C
BBI3BAHHOW  JJICKTPHUYCCKMMH CHTHAJaMH  HMHAKTHBAIMCH TEMHOBBIX  pEaKI[Hid
dorocuntesa (Pavlovic et al.,, 2011; Sukhov et al., 2012, 2014), 9ro mpuBOAHUT K
CHHKEHHIO TIOTOKA DJIEKTPOHOB MO (POTOCHHTETUYECKOM 3JEKTPOH-TPAHCIIOPTHOM HIETTH
U pocTy He(HOTOXMMUYECKOTO TYIIeHHs (IyopecleHiui. B To ke BpeMs, B YCIOBHUAX
HU3KOM aKTUBHOCTH IuKiaa KajapBHHA Takke HAONIOMANIOCh IOJABICHHE CBETOBBIX
peakimii  (Sukhov et al., 2012), 4To TOBOPHUT B TOJB3Y BO3MOXKHOCTH
HernocpeacTBeHHoro BiusHusA DC Ha CBETOBYIO CTaAMIO (DOTOCHHTE3a, OAHAKO YUIaCTHE
U3MCHCHHI BHYTPH- U BHEKJIETOYHOTO pH B 3TOM Iporiecce He CCIIeI0BaHO.

Takum 00pa3om, UCCIIEAOBAHUE MyTEH BIUSHHUS JIOKAIBHBIX CTpecCc-(PakTOpoB U
uHaynupyeMeix uMu DC Ha (POTOCHMHTETHYCCKHE IMPOIECCHl y PACTEHHH IO3BOJHT
PacKpbITh MEXaHU3Mbl (OPMHPOBAHUS (PYHKIIMOHAIBLHOTO OTBETa M IOBBIIICHUS

YCTOMYMBOCTU PACTEHUS K ACHCTBUIO HEOIArOMPUATHBIX (DAKTOPOB BHEUIHEHN CPEJIbI.

eab 1 3a1a4m UccCJIeI0BAHNS

[lenpr0 HACTOALIETO WCCIECAOBAHMS SIBJISIETCA AHAIM3 YYacTUs W3MEHEHUU
BHYTpH- W BHEKJeTo4yHOro pH B pa3BUTHUM HHAYIUPOBAHHOTO BapUaOEIIbHBIM
MOTEHIIUAJIOM OTBETa (POTOCUHTE3a Y BBICIIUX PACTCHUIA.

B cooTBeTcTBUU € 1IENbI0 OBLIM MOCTABJICHBI CIEAYIOIINE 3aJaHU:

1. UccnenoBanue BAUSHUS JIOKAJILHOTO 0KOTA M BHI3BAHHOTO UM BapraOeTbHOTO
MOTEHIIMAJIa Ha POTOCUHTETUYECKUE MPOIECCHl Y BBICIITMX PACTCHUI

2. Boiseenue ponu HP-AT®da3bl B hopMHUpOBaHUN BHI3BAHHOTO BapHaOEIbHBIM
MOTEHITNAIOM (DOTOCMHTETUYECKOTO OTBETa

3. AHaM3 TUHAMHUKW BHYTPH- M BHEKJIETOYHOM KOHIIEHTpauuu moHoB H™ mpu

pa3BUTHHU BapI/Ia6eJ'II)HOFO IIoT€HOMala



4. OueHka BIUSHUSA CABUra BHyTpukieTouHoro pH Ha mapameTpsl ¢oToCHHTE3a
HAa MOJEJIBHBIX CUCTEMAX PA3JIUYHOTO YPOBHS
5. AHaiM3 nNyTed BIMAHUSA HW3MEHEHWW BHYTPH- M BHEKJIeToyHoro pH Ha

(1)OTOCI/IHT€TI/I‘I€CKI/I€ IMIPOLCCCHI IIPpU I'CHCPALIUN BapI/Ia6CJII>HOFO IMOTCHOMAaJIa

HayuHnasi HOBU3HA padoThI

Onpenenenpl  BENWMYMHBI M3MEHEHMH pH, CONpoOBOXIAmOIIMX  pa3BUTHE
WHAYIUPOBAHHOTO JIOKAJTBHBIM OKOTOM BapHUaleNbHOTO TMOTEHIMANa, y MPOPOCTKOB
ropoxa.

NMutnanms 3aKUciaeHusl MUTOIIAa3Mbl MPU TE€HEPALHUH AJIEKTPUUECKOW peakuuu
BBI3BIBAET CHWKEHUE aKTUBHOCTH (POTOCUMHTE3a, KOTOPOE MPOSIBISIETCSI B YMEHBIIEHUN
KBaHTOBBIX BBIXOJIOB (oToxumuueckux peakumii ¢otocucteM | u Il u pocre
HE()OTOXMMHUYECKOTO TyIIEHUsS (IYyOpPECHEHIIMH, YTO COOTBETCTBYET HW3MEHEHHSIM
JAHHBIX [TapaMeTpOB Ipu UHAYKIMHU BII.

BnepBpie BBISABICHO [Ba IyTH BIMSHHS CONPOBOXKAAKOMMX reHepaunto BII
M3MEHEHUI KOHILIEHTpAllMy MPOTOHOB Ha (pOTOCMHTETHYECKUE Tpouecchl. OauH U3 HUX
CBSI3aH ¢ oOpaTWUMbIM YyBenuueHueM pH amoruiacta M mposiBiseTcs B W3MEHEHUU
aKTUBHOCTU TEMHOBBIX peakuui (POTOCHHTE3a; BTOPOH MyTh OOYCIOBIIEH MEPEXOTHBIM
3aKHCJIEHUEM IIMTOIUIa3Mbl, KOTOPOE BBI3BIBAET POCT HEPOTOXHMUYECKOTO TYILIECHUS
(bayopecueHIun.

[Ipennoxkena cxema ywacTus HM3MEHEHUM BHYTPU- W BHEKieTouHoro pH B

pa3BUTHH (POTOCUHTETUUYECKOTO oTBeTa mpu BII.

HayuyHo-npakTH4yeckasi 3HAUMMOCTb PadoThI

[Tomy4yeHHbIE pe3yabTaThl BHOCSAT 3HAUUTEIBHBIN BKIIaJ B moHnMaHue poiu JC B
Pa3BUTHU OTBETHBIX PEAKIUH PACTCHHWM, B YAaCTHOCTH, CIIOCOOCTBYIOT PAaCKpPBITHIO
MexaHu3MOoB npeoOpaszoBanus BII B pyHKIIMOHATBHEIN OTBET.

Pa3paboranHasi cxemMa BO3MOXHBIX IyTEHd Y4YacTHsi MPOTOHOB B Pa3BUTUU

BBI3BAHHBIX BapI/Ia6€J'IBHBIM IIOTCHIIMAJIOM U3MEHCHUM q)OTOCHHTCTquCKOﬁ



AKTUBHOCTH MOJKET IOCIYXUTh OCHOBOW Ji1 Pa3pabOTKM METOA0B MoJu(pUKaALUU
IIPOLYKTUBHOCTH CEJIbCKOXO35MCTBEHHBIX PACTCHUM.

OcHoBHBIE pe3yJbTaThl U BBIBOJBI OyJIyT MCIOJB30BAHBI B y4eOHOM Ipoliecce
npu pa3paboTKe CHELKYypcoB Ui cTyneHTOB BY30B M acnupaHTOB OMOJIOTMYECKOrO

npodus.

CoOcTBEeHHBIH BKJIAJ ABTOPA B UCCJIE0BAHMS

ABTOp JIMYHO MpPUHUMAJ Y4YacTHME€ B NPOBEJCHHHM PabOThl HA BCEX ATamax e€
BBIIIOJIHEHHs, BKJIIOYas IIOCTaHOBKY 3aJad, IUIAHUPOBAaHUE W  IPOBEACHUE
DKCIEPUMEHTOB, AHAJIW3 M HWHTEPOPETALMIO MOJYYEHHBIX PE3YyJbTAaTOB, a TAKXKE B

MOJArOTOBKE HAYYHBIX CTAT€N U JOKJIAJIOB.

IHos10:keHus1, BHIHOCUMBbIE HA 3ALIUTY:

1. CHmxeHue aKTUBHOCTH (POTOCHHTE3a IMPHU PACIPOCTPAHEHHUU BBI3BAHHOTO
JIOKaJIbHBIM OKOIOM BapuaOeIbHOI0 MOTEHIMANIa CBA3aHO co caBuramu pH, kotopbie
MMEIOT MeCTO ITpu renepanuu BII.

2. BbIgBI€HO 1Be KOMIOHEHTHl MHAyLupoBaHHOro BII ¢orocunrernyeckoro
OTBETAa, OJJHA U3 KOTOPBIX CBSA3aHa C U3MEHEHUSMH Ia3000MeHa U 3aBUCUT OT JUHAMUKH
BHekJieTouHoro pH, a npyras oOycioBineHa u3MeHeHusMu pH BHyTpu KIeTKH U

MPOSIBJISIETCS] B BO3pacTaHUU HEHOTOXUMUYECKOTO TYIICHUS (PIIyOpECIICHIINH

Anpobauust padoTbl

OcCHOBHBIE pE3yJbTAaThl JUCCEPTALMOHHONW pabOThl ObUIM MPEACTaBICHBI Ha
Mexnaynaponnoii koHdepeniuu «buocucrema: ot Teopuu k mnpaktuke» (Ilymmno,
2013); IV Cwezne OumodusukoB Poccum (Hwxuuit Hosropoa, 2012); Tomguunom
coOpanuun  OOmectBa (U3HOJIOTOB pacTeHud u  MexAyHapoJdHOW  HAaydHOU
KOH(EpEeHIIMNU W TIKOJIE MOJOJBIX YU4EeHBIX «DU3HONIOTHUS PACTEHUN — TEOpeTHYECKas
OCHOBA WHHOBAIIMOHHBIX arpo- u ¢urodunotexnonoruit» (Kamumuaunrpan, 2014); VII
Cwesne Poccuiickoro oroduonornueckoro odmecrsa (Illencu, 2014); IV Poccuiickom

CUMIIO3UYMC C MCKIAYHAPOAHBIM YYaCTHCM (((DI/ITOI/IMMYHI/ITCT N KICTOYHAaA
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curHanuzanus y pacrenuity (Kaszanp, 2016); 3" and 4™ International symposium of

plant signaling and behavior (ITapmx, 2015; Cankt-Ilerepoypr, 2016).

yoankanuu
[To maTepuanam muccepranuu omyOaukoBaHo 16 pabot, W3 HuUX 6 — CTaThu B
peneHsupyemMbix HayuHbix m3manusx (Web of Science, Scopus), pekomMeHmOBaHHBIX

BAK.

KonkypcHasi moaaepkka padorsl

[IpoBeneHHBIC HCCICIOBAaHNS OBLUIM BBITIOJHEHBI MPHU MOACp)KKe MUHHCTEpCTBA
oOpazoBanus u Hayku P®D (konTtpakt Ne 6.2050.2014/K), Poccuiickoro Hay4HOTO
donma (mpoekt Nel4-26-00098) wu Poccuiickoro ¢onma dyHAaAMEHTATBHBIX

HCCJIEIOBAHU.

Crpykrypa U 00b€M qUCCEPTALUU

Huccepramms nznoxxera Ha 107 cTpaHHWIIaX MAITMHOMIMCHOTO TEKCTa U COACPIKUT
30 pucynkoB. PabGora cocrouT wu3 BBeleHUS, 0030pa JHUTEPATypbl, OIMUCAHUS
MaTepUaioB U METOAOB, U3JIOKEHUSI PE3yJIbTATOB M UX OOCYXKIEHHUS, 3aKIIOUYCHUS,
BBIBOJIOB M CIIMCKa JHUTeparypbl. CIIUCOK JUTEPATYyphl BKItOYaeT 152 MCTOYHUKOB, U3

HUX 132 UHOCTpaHHBIX.
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I''TABA 1. OB30P JIMTEPATYPbBI

1.1. DaekTpuyecKue CUTHAJBI Y BBICHINX PACTCHUH

JIns CUCTEMHOro OTBETa BCEX YacTe opraHu3Ma Ha JIEUCTBUE JIOKAJIbHBIX
paszpakuTeNeld BBICHIME PACTEHHUS TEHEPUPYIOT XHMHYECKHE, THUJIPaBIMYECKUE U
AIEKTPUUECKUE CUTHAJIBI, KOTOPhIE MOTYT PAaCIIPOCTPAHATLCA B HEpa3ApakKEHHbIC YACTH
pacTeHusI ¥ KOOPIAUHUPOBATH (PU3HOJOTUYECKHE MPOIIECCHI, BEI3bIBAS (DYHKITMOHAIBHBIE
HM3MEHEHMs Ha ypoBHe 1enoro opranusma (Huber, Bauerle, 2016).

3HAYUTENBHYIO POJIb B CTPECCOBOM OTBETE HWIPAIOT JJIEKTPUUYECKHE CUTHAIbI,
npejcTaBiieHHble noTeHnuanomM neicteus (I1/]), BapuabenbubiM notenimaiom (BIT) u
cucteMubiM nioTeHianioM (CII). T1J1 siBnsiercs Hanbosee U3y4eHHBIM AJIEKTPUUECKUM
CUTHAJIOM, IIMPOKO BCTPEUAIOIIUMCS Y PACTCHHUM pa3HBIX TPYyMI, B TOM YHUCIE MXOB
(Koselski et al., 2008), Bomopocieit (Zimmermann, Beckers, 1978; Wacke, Thiel, 2001;
Johnson et al., 2002; Krupenina, Bulychev, 2007; Shepherd et al., 2008; Bynbiues,
Komapoga, 2014), Beicmux pactenmii (Fromm, Bauer, 1994; BoneneeB u ap., 2006;
Trebacz et al., 2006; Felle, Zimmermann, 2007; Fromm, Lautner, 2007; [1atbirus u ap.,
2008; Zhao et al.,, 2015). IIJI mnpeacraBiasier coOOW UMITYJIbLCHOE HW3MEHEHUE
MEMOpaHHOTO MOTEHIMAaa B CTOPOHY JACTOJSIPU3AIMA U BOZHUKAET TJIaBHBIM 00pa3omM
IpY JEWCTBUM HEMOBPEKIAIINX CTUMYJIOB. B yacTHOCTH, HHAYKTOPOM pa3Butus 11/]
MOJKET BBICTYIaTh MexaHuueckoe Bo3aericTeue (Vodeneev et al., 2007; Shepherd et al.,
2008; Degli Agosti, 2014), oxnaxaenue (Fromm, Bauer, 1994; OnputoB u ap., 2005;
BoxaeneeB u np., 2006; Krol et al., 2006), snexkrpuueckas crumyssus (Krol et al.,
2006; Favre, Degli Agosti, 2007; Bynsrues, Kpynennna, 2010; Kisnieriene et al., 2016),
peskoe n3menenue ocpenieHus (Trebacz, Sievers, 1998; [Iukynenko, bynasraes, 2005), a
Takxke HekoTopble xumMuueckue Bemectna (Felle, Zimmermann, 2007; Kupisz, Trebacz,
2011). TIlom BII mnOHMMAKOT pPacHpPOCTPAHSIOMIMICS JJIEKTPUUYECKUN  CUTHAJM,
HAOJTFOMAIONIUICS TOJIBKO Yy BBICIIUX PACTCHHM, TaKXKe MPEICTABISIONINN CO00M
o0paTUMyIO JEMOspU3aio MEMOpPaHbl U Pa3BUBAIOIIMICS B OTBET Ha MOBPEXKICHUE

(Stahlberg et al., 2006; Vodeneev et al., 2015; Huber, Bauerle, 2016). CIT npexncrasiser


https://www.ncbi.nlm.nih.gov/pubmed/?term=Zimmermann%20U%5BAuthor%5D&cauthor=true&cauthor_uid=24414013
https://www.ncbi.nlm.nih.gov/pubmed/?term=Beckers%20F%5BAuthor%5D&cauthor=true&cauthor_uid=24414013
https://www.ncbi.nlm.nih.gov/pubmed/?term=Zimmermann%20U%5BAuthor%5D&cauthor=true&cauthor_uid=24414013
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co0ol 00paTUMYIO THUIIEPIOJISIPU3ALINIO TIa3MaTHYECKOM MeMOpaHbl, pPa3BUBAIOIIYIOCS
B OTBET Ha JCHCTBHE CTUMYJIOB pasnudHor npuposl (Fromm, Eshrich, 1993; Lautner
et al., 2005; Zimmermann et al., 2009). Cuuraercs, uto pazBurue CII 0OycrmoBieHO
obparumoii aktuBaiueii H'-AT®a3bl m1a3maTrueckoit MemOpansl. Ha qaHHBIH MOMEHT
MexXaHU3MbI reHeparu u pacrpoctpanenus CII, a Taxke ero GyHKIMOHAIBHAS POJIH

OCTAaroOTCs CJIado N3y4YCHHBIMU U Tp€6y10T I[&JIBHGﬁHIHX I/ICCJ'ICIIOB&HI/II\/’I.

1.1.1. IloreHuaJ aeiicTBUA

[Ton IIJI moHMMAIOT CamMOPaCHPOCTPAHSIOMIYIOCA SICKTPUUECKYIO PEAKIUIO
JUIUTEIIBHOCTBIO MOPSAKA CEKYH — necATKOB cekyH 1 (IIateirun u ap., 1999; Onpuros u
ap., 2002; Favre et al., 2001). I1JI moguunsiercss mpuHIMNy "BCE WM HUYETO" U
XapakTepUu3yeTcsi TMOCTOSHHOM aMIUTUTYJ0OM M CKOPOCTBbIO pacmpocTpaHeHus. B
HACTOSILEE BpEMsI M3BECTHO, YTO Yy BBICHIMX pacTeHuil reHepamus I/ 3amyckaercs
aKTHBaLUel moreHnuan-3aBucuMbix Ca’*-kananos u Bxomom noHos Ca?' B KIeTky u3
anoriacra (Felle, Zimmermann, 2007; Fromm, Lautner, 2007); kpoMe TOro, poct
BHYTPMKJIETOUYHOM KOHLEHTpauuu HoHOB Ca?* MoxeT OBITh 0OYCIOBIEH HX BBIXOIOM
u3 opranemn (Wacke, Thiel, 2001; Krol et al., 2004). B oTBer Ha yBeIUYeHHUE
konuenTpamun Ca?* orkpeiBarorcss Ca?*-3aBUCHMMbIE aHUOHHBIE KaHaibl M HMOHBI Cl
BBIXOIAT M3 KJIETKH 110 dJIeKTpoxumudeckomy rpaaueHty (Lewis et al., 1997; Huber,
Bauerle, 2016). C xapyroii CTOPOHBEI, POCT BHYTPHKIETOUHOro comepkanus Ca?*
BbI3bIBAaCT 00paTrMyto nHakTuBanuio H'-AT®as3sr (Fisahn et al., 2004; Boaenees u np.,
2006; Boneneer u ap., 2010). B pesynapTare oboux mporeccoB popmupyercs (Pasza
JETIONISIPU3AlNY [JIa3MaTUYeCKol MeMmOpaHbl. M3MeHeHne moTeHIuana Ha MeMOpaHe
NPUBOAUT K aKTHUBAIMM IOTCHIMAI-3aBUCUMBIX K'-KaHa/OB, 4YTO 0O0YCIOBIUBACT
Hayajgo pa3BuTUs (pa3bl penojisgpusanuu. B To ke Bpems, penojisspusaiis MeMOpaHbl
CONPOBOX/IAETCA CHIDKEHHEM KOHLEHTpauuu uoHoB Ca?* B  umTommasme w
peaktuBaueii H-AT®a3pl maa3MaTHYeCKO MEMOpaHBI, YTO TaK)K€ BHOCHT BKIIAJ B

BOCCTAHOBJICHHUC MeM6paHHOFO IMoT€HOMala 10 Ha4aJIbHOI'O YPOBHA.


https://www.ncbi.nlm.nih.gov/pubmed/?term=Zimmermann%20U%5BAuthor%5D&cauthor=true&cauthor_uid=24414013
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Pacnipoctpanenue I1J] y BbICIIMX pacTeHUN MPOUCXOTUT BJIEKTPOTOHUYECKU IO
npoBosimuM mydkam (Fromm, Lautner, 2007; Sukhov et al., 2011; Zhao et al., 2015;
Hedrich et al., 2016). B nuteparype paccmaTpuBaroTCs 2 OCHOBHBIX KaHaja
pacnpoctpanenus I1/[: cutoBumnbie smemeHThl (iodmel (Dziubinska, 2003; Fromm,
2006) 1 cuMmIIacT BO30YJUMBIX KIETOK MPOBOAAIMIKX MydkoB (OmputoB u ap., 1991;
Sibaoka, 1991; Sukhov et al.,, 2011). CormacHo >KCHEpPUMEHTAJIbHBIM JaHHBIM,
redepanus [1J] Bo3amokHa y 0o0oux TumoB kietok (Onputos u np., 1991; Sibaoka, 1991;
Fromm, 2006). CymecTtBytoT Tteopetuueckue paborel (CyxoB wu ap., 2011),
MOKAa3bIBAIOIINE BO3MOXXHOCTH COBMECTHOTO YHaCTHs CUMILIIACTA TAPEHXUMHBIX KIIETOK
Y CUTOBUIHBIX IEMEHTOB B pacnpoctpaHeHnu II/]. Taxkke Hemp3s MCKIIOYATh, YTO
BKJIAJT ABYX ITHX KOMIIOHEHT MOXKET OTJIWYAThCA y PasHbIX pacTeHud. KocBEeHHBIM
apryMEHTOM B TOJIb3Y 3TOTO SBISIETCS TOT (PakT, YTO CKOPOCTh pacmnpocTpaneHus [1]]

CHJIBHO BapbUPYET y PacTeHHU pa3iIndHbIX BUIoB OoT 0,5 mo 20 mm/c u 6omee (Volkov,

Haack, 1995; Sukhov, 2016; Huber, Bauerle, 2016; Choi et al., 2016).

1.1.2. BapuabeabHbIii IOTEHIHAJ

BII BO3HUKAET MPEUMYIIIECTBEHHO B OTBET Ha CTUMYJIbI, IIOBPEXIAIONTUE TKAHU
pacteHus, Takue kKak oxor (Julien et al., 1991; Stankovic et al., 1997; Hlavackova et al.,
2006; Zimmermann, Felle, 2009; Boxgeneer u ap., 2011; Vodeneev et al., 2012; Sukhov
et al., 2012; Galle et al., 2013; Katicheva et al., 2015), MmexaHndeckoe BO3[EHCTBHE
(Stahlberg, Cosgrove, 1996; Meyer, Weisenseel, 1997; Stahlberg et al., 2006),
NoBpeXJeHue mnoja jAeictBueM Ouotuueckux (axrtopoB (Maffei, Bossi, 2006;
Zimmermann et al., 2016) u np. CTOMT OTMETUTb, YTO JUIMTEIBHOCTH (ha3bl
nenonsgpusanuu BIT xapakrepusyercst 00ibIoid BapuaOENbHOCTBIO: OT CEKYHI, YTO
conoctaBuMoO ¢ (pazoit aenomsipuzanmu [1JI, 1o Heckonbkux MuHyYT (Stahlberg et al.,
2006; Vodeneev et al., 2015; Huber, Bauerle, 2016). da3za penonspusaiyu
BapuaOCIbHOTO TOTEHIMATIAa MMEET OOJIBIIYI0 JIUTEIBHOCTh (MUHYTBI — JIECSITKU
muHyT) (Stahlberg et al., 2006; Bonenees u ap., 2011; Vodeneev et al., 2012). Kpome

toro, BII moxxeT Bkitouath B cebs "[1JI-oOpa3Hblie" cnaiiku, IpeacTaBiIsSIoONIe coO0M
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UMITYJIbCHbIE HM3MEHEHHS MEMOpPAaHHOIrO TMOTEHLHaNa, B HEKOTOPBIX CIydasx
HaOroparonrecs: Ha poHe MeIJICHHON BOJHBI aenosspu3anuu (Vodeneev et al., 2015).
B ornmmume ot IIJ[, BII cmocobeH pacnpocTpaHATbCs 4Yepe3 ydacTKH MEPTBOW WIIU
busnonornyecku HeakTuBHOM Tkanu (Fromm, Lautner, 2007) u pa3BuBaThCs B MEPUO/T
abcomrotHol pedpakrepnoctu s [1]1 (Stahlberg et al.,, 2006). Kpome Ttoro, BII
XapaKTepU3yeTcss  3aBUCMMOCTBIO  BEJIMYMHBI  OTBETa  OT  WHTEHCUBHOCTHU
noBpexaaromiero crumyna (OmputoB u Ap., 1991; Stahlberg et al., 2006), a ero
aMIUTUTYJa ¥ CKOPOCTh PACIPOCTPAHCHHSI CHIDKAIOTCS IO Mepe yJaJeHUs OT 30HBI
ctumyisinuu (Stahlberg et al., 2005; Vodeneev et al., 2012, 2015). B cuiy storo
cpeassisi ckopocTh pacnpoctpanenust BII Hmke, yem y IIJ] u oObl4HO cocTaBisieT
nopsika MM/c i MeHee (Grams et al., 2009; Vodeneev et al., 2012, Sukhov et al., 2012;
Galle et al., 2013; Huber, Bauerle, 2016; Surova et al., 2016a; Choi et al., 2016).
JlanHBIE OCOOEHHOCTH CBHJAETEIBCTBYIOT B TIOJB3y TOTO, YTO MEXaHU3M
pacupoctpanenus BII orimuaercsa ot mexanusma pacnpocrtpanenus I1/]. B Hacrosee
BpeMs aKTHBHO pPAaCCMATPUBAIOTCS JBE THUIIOTE3BI, OOBSICHSIONIHNE PaCIpPOCTpaHCHUE
BapuaOeIbHOTO MOTeHInana. B cootBeTcTBUU ¢ 00emmu rumote3amu BII He sBiseTcs
CaMOPACIIPOCTPAHAIONIMUMCST  AJIEKTPUUECKUM  CUTHAJIOM, a TMPEACTABISIET COO0Oi
JIOKaJIhbHOE€ HM3MCHCHHE MEMOpPAHHOTO TIOTCHIIMAJa B OTBET Ha JICWCTBHE CHUTHAJIA
TUAPABIMYECKON WM XUMHYECKOW TPUPOMBI, PACHPOCTPAHSIONMIETOCS €3 30HBI
nospexaenus (Malone, 1994; Mancuso, 1999; Stahlberg et al., 2006; Vodeneev et al.,
2015). IlepBas runote3a npeanonaraer (Mancuso, 1999; Stahlberg et al., 2006), uyto
dakTopom, WHTY TP YIOLITUM AIEKTPUUECKYIO peaKIuio, SIBJISICTCSI
pactpoCTpaHsSIOmascsS 1O COCyAaM KCHJIEMBl THApPABIWYECKas BOJIHA, KOTOpas
BO3HHMKAET BCJICICTBHE MOBBIIICHHS THAPABIMYECKOTO JABJICHUS B 30HE MOBPEKICHUS.
B monbp3y 3TOM THIOTE3bl TOBOPAT HdaHHbIC psna pador (Malone, 1992; Stahlberg,
Cosgrove, 1997; Stankovic et al., 1998; Mancuso, 1999; Vodeneev et al., 2012), u3
KOTOPBIX CIIEYET, YTO JIOKATHLHOE MOBPEXKACHUE BHI3LIBACT U3MEHEHHS TOJIIIMHBI JTUCTA
Wi CcTe0Jsl, OMEepeKaroIre pas3BUTHE »dJekTpudeckoil peakmuu (Malone, 1992;
Stankovic et al., 1998; Mancuso, 1999; Vodeneev et al., 2012). Kpome Toro,

HCKYCCTBCHHOC ITOBBIIICHUC JdaBJICHUA B KCHIICEMC WHAYIHUPYCT Pa3BUTHUC
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aylekTprudeckoi peakiuu, cxoanoi ¢ BIT (Stahlberg, Cosgrove, 1996, 1997; Stahlberg et
al., 2006). Takue pe3yabTaThl CBUAETEIBCTBYIOT B TIOJB3Y MPEATOIOKEHUS O TOM, YTO
TUJpaBIMYECKAass BOJHA SIBISIETCS  KIIIOYEBBIM  (DakTopoM, 0OycCIaBIMBAIOIIUM
pacnpoctpanenue BII. OpHako CKOpOCTh paclpoCTpaHEHHUs THUIPABIMYECKON BOIHBI
CYIIICCTBEHHO TPEBHIIIaeT cKopocTh poxoxaeaus BIT mo pacrenuto (Vodeneev et al.,
2012, 2015). B xauectBe 00BsicHeHHUs1 Takoro HecoorBercTBus, Stahlberg u Cosgrove
(1997) nmpeanonoxunu, yro renepanust BIl cBsizana ¢ u3MeHeHHEM Typropa »HUBBIX
KJIETOK, OKPY>KAIOITUX COCY/IbI KCHIJIEMbI, KOTOPBI U3MEHSICTCS BCIICJICTBUE BHIXO/A U3
He€ kuakocTh. [Ipm 3TOM CKOpPOCTH BBIXOJA MKUIKOCTH M3 KCHIIEMbl 3aBUCUT OT
TpaJleHTAa JaBJICHUS U CHIDKACTCS TI0 MEpE YaJICHUS OT 30HBI TOBPEKICHN.

B cootBercTBUM € Jpyroil rumnotre3or, B KayeCTBE PACHPOCTPAHSIOMIETOCS IO
pacTeHuto ¢akTopa, BBI3BIBAIOIIETO JCTIOSPU3AIUI0 MEMOpPaHbI, MOXKET BBICTYIATh
XUMHYCCKHI areHT, T.H. "paHeBoe BemectBo" wmin "dakrop Pukka" (Ricca, 1916;
OnputoB u np., 1991; Malone, 1996). B cooTBeTCTBHMU ¢ HEHl B 30HE MOBPEKICHUS
CUHTE3UpYyeTCs U (M) BBICBOOOXKIAETCSI HEKOE BEIIECTBO, KOTOPOE PacpOCTPAHAETCA
M0 COCy/JaM KCHJIEMbl W HWHIYIUPYET JIOKAIBHBIA DJICKTPHUECKUH OTBET KJICTOK. B
KaueCcTBE TAaKOro BEHIECTBA MOTYT BBICTYIIaThb KOMIIOHEHTHI Pa3pyLICHHBIX MPHU
MOBPEXJICHUU KIJIETOYHBIX CTEHOK, B YaCTHOCTH, onurocaxapuisl (Bishop et al., 1981),
a taxxe 3triieH (O’Donnell et al., 1996; Dziubinska et al., 2003), cuctemun (Pearce et
al., 1991; Pena-Cortes et al., 1995), canunuiosas (Dempsey et al., 1999), abcunzoBas
(Pena-Cortes et al., 1995; Leon et al., 2001), >xacmonoBass (Farmer, Ryan, 1990;
Hlavinka et al., 2012) kucnotsl, nepokcua Bogopoaa (Mittler et al., 2011; Vodeneev et
al., 2015). I[Tomumo mpoOGIEMBI IPUPOJIBI PAHEBOTO BEIECTBA, KIIACCHYCCKUN BapHaHT
ATON THUMOTE3bl HE MOXKET OOBICHUTH CKOpocTh pacnpoctpaHenust BII. C onHoit
CTOPOHBI, B CIIy4ae paclpOCTPAHEHHUS BEIECTBA BMECTE CO CTOKOM BOJbI B KCHJIEME
HEBO3MOXKHO Oa3WIleTaJIbHOE pPACHpPOCTPAHCHUE CHUTHAlda;, C JPYrodl CTOPOHBI,
MEepEeMEICHUE BEIIECTBA C IMOMOIIBI0 MOJICKYJISApHON mauddy3un MNpeacTaBiIseTCs
MaJIOBEPOSATHBIM, TaK KaK CKOPOCTb PACIPOCTPAHCHHS BEIIECTBA B TAKUX YCIOBHUSIX

CYILLIECTBEHHO HUKE CKOPOCTH NpoxoxaeHus BlI.
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Y4uThiBas HEMOJHOE COOTBETCTBUE 00EUX TUMOTe3 (haKTam, B HACTOSIIEE BpEMs
MIPEAIOJIAraloTCsl KOMIUIEKCHBIE MEXaHU3MbI PACIIPOCTPAHEHUS W3 30HBI TIOBPEKIACHUS
BhI3bIBatomiero renepanuto BIT curnama (Malone, 1994; Vodeneev et al., 2012, 2015).
B uactHocTH, cormacHo Malone (1994), BbI3BaHHBIN MOBPEKICHUEM TUAPABIMYCCKHI
CUTHAJI MOXET PaCHpPOCTPAHATHCS IO PACTCHHUIO, TMEPEHOCS C COO0W XUMHUYECKUE
BEIIECTBA, KOTOPbIE CIIOCOOHBI BhI3bIBaTh TeHepanuto BIl. C npyroit ctopoHsl, B psije
pabot (Vodeneev et al., 2012, 2015; Sukhov et al., 2013) Obuta BeICKa3aHa THIIOTE3A O
TypOyJeHTHOH Au(QYy3Ur paHEBOTO BEUIECTBA M3 30HBI MOBpEXACHUS. B momn3y
JIAHHOM THIOTE3bI CBUICTEIILCTBYIOT TeopeTndeckue Aanubie (Roth, 1996) o cnoxuaoM
¥ pa3HOHAIPaBICHHOM XapaKTepe IBIKCHUS BOJHBIX TTOTOKOB B KCHIJIEME, a TAKXKE P
padot (Rodes et al., 1999; Vodeneev et al., 2012), koTopbie IOKa3aal BO3MOXHOCTh
OBICTPOTO PACIPOCTPAHCHUSI XUMUYECKUX COCAMHEHHI MO PaCTeHHUIO (CKOPOCTh TAaKOTO
pacrpoCcTpaHeHuUs COMOCTaBuMa co ckopocThio BIT).

[Tomumo  mpobOnemMbl  MexaHuzma  pacnpoctpanenuss BII,  gocrarouno
JTMCKYCCHOHHBIM OCTaeTCsS BOIPOC O MEXaHW3ME €ro TeHepanud. B nmrepaTtype
UMEIOTCS JaHHbIe, 9TO pasButHe BII compoBokmaeTcst 3aKUCICHHEM ITUTOIUIa3MbI U
3amenaunBanieM anoriacta (Grams et al., 2009; Zimmermann, Felle, 2009; Boacuees
u 1p., 2011). ITpu sTom amruTya u3MeHenuii pH BapbupyeT B IIMPOKOM JUaNa3oHE;
B yacTHOCTH, ciBur pH amommacra cocraBnser qo 0,7 equnun (Zimmermann, Felle,
2009; Grams et al., 2009), a ammutyaa cHwkenus pH nmromnasmer gocturaer 0,6
equnul (Grams et al., 2009). CtouT OTMETUTh, YTO JWHAMKa U3MeHeHu pH Oblia
CXOJIHA C TMHAMHUKOM 3eKkTpuueckoro oteera (Bonenees u ap., 2011).

Hawnbosiee BEpOSTHBIM MEXaHU3MOM TaKHMX HM3MEHEHUW SBISICTCS oOpaTuMas
unaktuBanusa H'-AT®as3sl miazmarnyeckoit Memopansl (Davies, 2006; Stahlberg et al.,
2006; Fromm, Lautner, 2007; Vodeneev et al., 2015), 4yTo moarBepkaacTcs TaHHBIMH
WHTUOMTOPHOTO aHAIM3a C HMCIOJIb30BaHHeM MHrHOuTOpoB MeTaboymm3ma (CN-, NaNs)
Ha pacteHusx pasHeix BuAoB (Julien, Frachisse, 1992; BoneneeB u np., 2011). B
YaCTHOCTH, NP JACHUCTBUU TAKUX WHTUOUTOPOB HAOJI01a7IOCh CYIIIECTBEHHOE CHUKEHUE
aMIUIUTYIbl 1 ckopocTu pasutus BIl. Mcnons3oBanue cnenupuyeckoro MHruouTopa

H*-AT®a3sl opToBaHagaTa HATPHUS TAKXKE BBI3BIBANIO CHIDKCHHME aMIumTyasl BIT u
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YMEHBIIEHUE CKOPOCTHU €T0 ACTOISPU3ALNN U PENOJIAPU3AINU, IPU 3TOM HAOII0AAIOCh
CylecTBeHHOEe mopaaBieHue ¢aspl penomsipusamuu (Katicheva et al., 2014). Yuactue
uHaktuBaiu H'-AT®da3bl KOCBEHHO MOATBEP)KAACTCS W CHIDKEHHEM aMILTuTy el BIT
npu jpeictBuu mporoHodopa KHUXDI' (kapOoHMI HHMAHUA M-XJOPPEHUITHAPA30H),
KOTOPBI TOBBIMIACT MPOHUIIAEMOCTh MeMOpausl s noHoB H™ (Julien et al., 1991;
Julien, Frachisse, 1992). Kpome Toro, 3akucjacHHE BHEKJICTOUYHOH cpeasl 10 4 ea. pH,
3HAYUTEIHHO YBEIUYHMBAIOIIEE AJICKTPOXUMHUYECKUNA MPOTOHHBIA TPAaTUEHT, UTO, IO-
BUJIMMOMY, CHIDKAJIO HCXOJMHYIO akTUBHOCTh H'-AT®a3bl, yMEHBIIATIO aMILTUTYIy
BbI3BaHHOTO OkoroMm BII Ha 56 % mo cpaBHenuio ¢ kontposieM (Julien et al., 1991).
Takum oOpazom, nHakTuBarus H-ATda3sl m1a3MaTHIecKoi MEMOpaHbI SIBIISICTCS, T10-
BUJMMOMY, KIIOUYEBBIM MexaHu3MOM pa3Butus BIl, ogHako Hens3s HMCKIIOYAThH
BO3MO>KHOCTH Y4aCTHsI MOHHBIX KaHAJIOB B IaHHOM IIPOLIECCE.

JlanHple 00 y4YacTMM TIaCCUBHBIX IIOTOKOB HWOHOB B reHepauuu BII
npotuBopeunBsl (Stahlberg, Cosgrove, 1992; Katicheva et al., 2014). B gactHOCTH, B
pabote Stahlberg nu Cosgrove (1992) 6pu10 MOKa3aHO OTCYTCTBUE U3MEHEHU BETUIMHBI
BXOJIHOTO CONpOTUBIIEHUs npu reHepanuu BIl y npopocTkoB ropoxa, 4ro ObLIO
UHTEPIIPETUPOBAHO B MOJIb3Y OTCYTCTBHS CYIIECTBEHHOI'O BKJIa/la ACCHUBHBIX IMOTOKOB
MOHOB B Jienossipuzanuio memOpansl npu BII. Ognako noznuee (Stahlberg et al., 2006)
ObUIO BBICKa3aHO IMPEANOJIOKEHHE, 4YTO O0Ilee H3MEHEHUE JaHHOTO IapameTpa
SIBJIIETCS. PE3YJIbTaTOM OJIHOBPEMEHHOT'O YBEJIMYEHUS TPOBOAMMOCTH MOHHBIX KaHAJIOB
U CHW)XXEHHUS NpoBOAMMOCTH NpoTOHHONM ATda3bl mia3maTH4yeckoil MemMOpaHbl, T.€.
oOlee M3MEHEHHE COMPOTUBICHUS MEMOpPaHbl MOXKET ObITh Ci1ab0 BBIPAKEHHBIM
BCJIEZICTBME B3aMMHOM KOMIIEHCAIIMU 3TUX MpoleccoB. CIeaCcTBUEM 3TOTO MOKET OBbITh
pa3Hasi BBIPAKEHHOCTb W HAIPABICHHOCTh HM3MEHEHUM comportuBieHus npu BII y
pa3HbIX BHUJAOB pacTeHUil. B monp3y 3TOro mnpennosokeHus CBUIACTEIbCTBYIOT
pe3yJbTaThl JKCIEpUMEHTOB Ha mpopocTkax mmeHuisl (Katicheva et al. 2014),
KOTOpbIe TOKa3anu, uto pa3Butue BII compoBoxkmaercss 3HaYMTENbHBIM CHUKEHHEM
BEJIMYMHBI BXOJHOTO CONIPOTUBIICHUS, IPU 3TOM PE3KUH CIaJl COMPOTUBIICHUS COBIA I

10 BpEMCHHU C HAYAJIOM ACTIOJIApU3alInn M€M6paHBI, a MCIJICHHOC €0 BOCCTAHOBJICHUC
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HaOMoAaI0Ch BO BpeMst ¢a3bl penossgpusaiui. Takoi pe3ynbTaT TOBOPUT O BEPOSITHOM
y9aCTUH U3MEHEHHUS aKTUBHOCTH HOHHBIX KaHAIOB B reHeparuu BII.

Taxoxe B psage padot (Julien et al., 1991; Stahlberg, Cosgrove, 1996; Lautner et
al., 2005; BomeneeB u ap., 2011; Katicheva et al. 2014) BO3MOXXHOCTh y4acTHs
MIACCUBHBIX TMOTOKOB HMOHOB B pa3BuTuu BIl amanm3upoBamach ¢ HMCHOJIb30BaHUEM
uHruouTopHoro ananu3za. [Ipu atom B padote Julien et al. (1991) Ob10 MOKa3aHO, YTO
pazBuTHe (a3pl penojspu3alud HE COMPOBOXKIAIOCH H3MEHEHHUEM IPOHMIIAEMOCTU
iazmaTudeckoit MmemOpansl it nonoB Cl- u K. Kpome Toro, o nanusim Stahlberg u
Cosgrove (1996) mpenBaputenbHas oOpaboTka OJIOKATOPOM KalMEBBIX KAHAJIOB HE
BIIWSIJIA HA TTapaMeTpPhl BapuadeTbHOTO TIOTEHIINAJIA y TOpoxa. B To ke BpeMs, B IpyTrux
padotax (Boneneer u ap., 2011; Katicheva et al., 2014) noka3zano, uro npeaoopadoTka
0JIOKaTOPOM aHMOHHBIX KAaHAJIOB CYIIECTBEHHO CHMXaeT amruiutyny BII u ckopocthb
nenonspuzanuu. JlobaBreHue OJOKaTOpa KaMMEBBIX KaHAJOB CHIDKAIO CKOPOCTh
penonsipusaiu MeMOpansl y miienuiisl (Katicheva et al., 2014). Tlpu ananu3se BiusHUSA
aKTUBHOCTM HOHHBIX KaHajioB Ha kojuuectBo  "IIJ[-oOpa3Hbix"  cmalikos,
conpoBoxaaommx ¢aszy penonspusanuu (Rousset et al., 2002) Ob10 MOKa3aHO, YTO
orcyrcTBue noHoB K* u Na* B cpene, oMbIBaroIiell TMIOKOTHIIb IPOPOCTKA TOMATa, HE
BIUSJIO HA TapaMeTphl MEMJICHHON BONHBI Aenoisapusanuu npu BIl m kommdecTtBo
cnaiikoB. Hrubutopsl aHnoHHbIX KaHaoB DIDS u HudmymoBas kuciora Takxke He
OKa3bIBaJIM CYIIECTBEHHOTO BiusHMs Ha mapamerpsl BII. Omnako B TO# ke pabote
OBUIO TOKa3aHO, YTO JI00aBJICHHE B PACTBOP Cyab(aT HMOHOB, MUMEIOIIMX OOJbIlIee
CPOJICTBO K aHHOHHBIM KaHaiaM, ueM HOHbI Cl, MOJHOCTBIO yrHETaso pa3BUTHE
cnaiikoB. O0 yyacTuu XJIOpHBIX KaHalOB B pa3BuTuu BII cBUAETENbCTBYIOT U JaHHBIE
psga paboOT O TOM, YTO TEHepalus BapuaOeILHOTO TOTCHIMAIa COMPOBOXKIACTCS
YBEJIMYCHHEM BHEIIHEW KOHIEHTpAaIMu HOHOB xyopa (Zimmermann, Felle, 2009;
BoneneeB u np., 2011). Takue mpoTuBOpeursi B pe3ysibTaTax HCCIACIOBAHUM MOXKHO
OOBSCHUTH PA3NUUUSIMH B MOHHBIX MEXaHMU3MaxX MEXIy pa3HbIMU KoMmmoHeHTamu BII
(Vodeneev et al., 2015). B ywacTHOCTH, aKTHBalKs aHMOHHBIX W KalHMEBHIX KaHAIIOB
MOXXET BBICTYIIaTh OCHOBHBIM MEXaHHU3MOM HayaJdbHOW OBICTPOH JETOJIIpU3AINH

MemOpanbl ipu BIT u "I1JI-o0pa3HbIX" CITAMKOB; KIOUYEBBIM MEXaHHU3MOM MEIJICHHOM
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BOJIHBI JICTIOJISIPU3AIIMU, CKOpPEEe BCEro, BBICTYINACT TMepexojaHas HHakTtuBanus H'-
AT®a3zer (Sukhov et al.,, 2013; Vodeneev et al., 2015). CymiecTBoBaHHE pPa3HBIX
MEXaHU3MOB Yy pa3IW4yHbIX KOMMNOHEHT BIl MoxeT OOBSICHATh W 3HAYHUTEIbHBIC
pasznuuusi, TMOJY4YEHHBIE MPU aHAIM3€ IMapaMeTpoB BapualOEIbHOTO MOTEHIMaIa Yy
pacTeHui pasHbIX BUIOB. bonee Toro, MmexannsMbel BII MOryT moTeHIIManbHO 3aBUCETH
OT COCTOSIHUS PAcCTEHUs M Ja)k€ OT PACCTOSHUA OT 30HBI MOBPEXKICHUS, KOTOPHIE
CHJIbHO BIIUSIOT Ha (hopMy oTBeTa (Bomenees u np., 2011; Sukhov et al., 2013, 2015).
VYuuTeiBasi KIIOYEBYIO POJb BXOJa MOHOB KallblIMSl B IUTOIUIA3My B pPa3BUTHHU
MHaKTUBalMu NpoToHHOW AT®da3pl n akTHBAIUK AHUOHHBIX KaHaioB npu 111, MoxxHO
IPEIOI0KNTh, YTO ATOT K€ MeXaHn3M MHUImupyet renepamnuto BIT (\VVodeneev et al.,
2015). JlelicTBUTENBHO, aHAIM3 M3MEHEHHMH KoHIeHTpamuu noHoB Ca?’ mokasal, 4To
pazButue BII compoBoxkmaeTcss oOpaTUMbIM CHUXKEHHUEM COJEpKAHUSl Kalbllusi B
anorutacte (Zimmermann, Felle, 2009) u ero yBenuuennem B rutoruiazme (Furch et al.,
2009). Ucnonp3oBanne uHrubutopos Ca®’-KaHaloB, a TaKKe CHIKEHHE BHEIIHEH
KOHLEHTpanuu HoHOB Ca?* cylecTBeHHO cHIKaeT aMIuTyxy BIT BIUIOTE 10 TOJIHOTO
ero noxasnenus (Julien et., 1991; Boxenees u np., 2011; Katicheva et al., 2014, 2015).
Taxke MOKa3aHO, 4TO POCT KoHueHTpanuu Ca®' B muTomiasMe, COIpOBOKIAIOMIMIL
passutue BII, moxxer BbI3biBaTh MHakTHBaIo H™-ATda3sr (Stahlberg and Cosgrove,
1992; BoneneeB u np., 2011), a Takke akTUBUPOBATh XJOpHBbIE KaHalbl (BojeHeeB u
ap., 2011). Hakorern, o maHHbIM OTAEIbHBIX padoT (Katicheva et al., 2015) nokanbHoe
MOBPEXKJCHNUE BbI3BIBAET BPEMEHHYIO aKTUBAILMIO KaJbIIMEBBIX KaHAJIOB (HE MeEHee
JIECATKOB CEKYHJ/I) B HEMOBPEKJCHHBIX YACTAX pacTeHus. BaXHO OTMETUTh, 4YTO
MPEIINONOKEHNE O KIYEBOM pOJM BXOJa HOHOB Kalbliusd B reHepanuu BII
COBMECTHMO C O0OEMMHM THIOTE3aMH O PaclpOCTpaHEHUH BapualOebHOrO MOTEHIHANIA.
Tak, wmexaHouyBcTBHUTENbHbIEe Ca’'-KaHanbl paccCMaTpUBAIOTCS KAaK  ONHA W3
MOTEHIIUAJIBHBIX MUIICHEH EeUCTBUS THAPABIMYECKON BOJIHBI, a aKTUBAIUS JIUTAH]-
3aBucuMbIX Ca’*-KaHanoB — BEPOSATHBI MEXaHM3M BIIMSHHS PAHEBOTO BELIECTBA HA

3JIEKTPHUYECKYI0 aKTUBHOCTD KieTok (Vodeneev et al., 2015).
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Taxum 06pa30M, MNPCAIOIIOXKUTCIIbHAA IIOCICI0OBATCIbHOCTD cOOBITHH Ipu
redeparuu BIT mpencraBnena wa puc. 1.1 (Katicheva et al., 2014; Vodeneev et al.,
2015).

Wheat leaf

out

Burn

Puc. 1.1. CxemMa BO3MOXHOTO MeXaHU3Ma TE€HEpallMu BapuadeIbLHOIO IMOTEHIIHAJA

(Katicheva et al., 2014)

NHayupoBaHHBIA  JIOKAJIBHBIM — TOBPEXKIECHUEM  XUMUYECKUH U (WJIN)
TUAPABINYECKUM CUTHAJI PACIPOCTPAHSETCS M3 30HBI MOBPEXKICHUSA IO PACTEHUIO U
BBI3HIBACT AKTUBALMIO JIMTAH[A-3aBHCHMBIX M (WJIHM) MEXaHOYYBCTBHTENbHBIX Ca’'-

KaHaJIOB IJIa3MaTHYECKOW MeMOpaHbl. YBEJIWUYEHUE KOHIICHTPALUU Ca®* B KieTke
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BBI3BIBACT MHAKTHBALUIO NpOTOHHOM AT®da3pl, 4YTO NPUBOAUT K PaA3BUTHUIO
JenoyiApu3ali  MeMOpaHbl. BbIcOkass KOHUEHTpauMs KajlblUusd B LUTOILIA3MeE
BBI3BIBAET, MO-BUAMMOMY, akTHBaiuioo Ca’*-3aBHCHMBIX XIIOPHBIX KaHAIOB M BBIXOJ
XJIOpa U3 KJIETKH, YTO TAKXKE BHOCHUT BKJIAJl B JACTOJISAPU3ALIMIO MEMOpaHBbI U, BO3MOKHO,
MOXeT UWHAynupoBaTh mnosiBiaeHue "[IJ[-oOpasubix" cmaiikoB. B mampHeiem
IIPOUCXOJNUT WHAKTUBALMS KaJbLIUEBBIX KAHAJIOB W CHIDKECHUE COJEpKAHUS HOHOB
KaJblUsl B IMTOIUIa3ME JI0 MCXOJHOTO YpOBHA. Takoe CHUXKEHHE CIIOCOOCTBYET
peaktuBaiuu npotoHHOW AT®da3sl miasmaruyeckoil MeMOpaHbl U (HOPMHUPOBAHUIO
¢a3zbl penonsgpuzaunu. AKTUBALMS KAJIMEBbIX KAaHAJIOB U BbIXOJ HOHOB KaJMsl SIBJISIETCS,
NO-BUAMMOMY, €I1I€ OAHUM MEXaHU3MOM, BHOCSIIMM BKJIaJ B penossipuzanuto npu BII.

CtouT OTMETUTh, 4YTO OOJbIIAs YacTh PACXOXKIECHUU MEXIYy MEXaHH3MaMu
redepaunn IIJI u BII cBoauTCS K MX KOJMYECTBEHHBIM pa3IM4yusM, B YACTHOCTH,
IPOJOJKATEILHOCTH PA3BUTHS PEAKIMM M BEJIMYMHE KOHIEHTPALMOHHBIX CIBUIOB
noreHuan-popmMupyromux uoHoB. H* m Ca®*, ogHM M3 KIHOYEBBIX HOHOB IIPH
TEHEpALMK 3JEKTPUYECKOM pPEaKUUHu, BBICTYNAIOT B KAadyeCTBE BHYTPUKIETOYHBIX
CUTHAJIOB — BTOPUYHBIX MECCEH/KEPOB. 3HAUMTENIbHBIE IO MPOJODKUTEIBHOCTH U
BEJIMYMHE CIBUIM MX KOHIIEHTpAalMM B KieTKe, ocobeHHo npu BII, BeposiTHO, MoryT
y4acTBOBaTh B PAa3BUTHUHU (PYHKIIMOHAIBHBIX HM3MEHEHUW, B TOM YHCIIE PETYISIUU

AKTHBHOCTH CI)OTOCI/IHTGTI/I‘-IGCKI/IX IMponIcCCOB.

1.2. Bausinue 3J1eKTPUYECKUX CUTHAJIOB HA aKTUBHOCTH (DOTOCHHTE3a

Heob6xonumo ormetuth, uTo DC HE SABISIIOTCS UTOTOBBIM OTBETOM PACTCHHS HA
JEeUCTBUE pa3fpaxaromux (PakTopoB, a UTPAIOT BaAXKHYIO POJIb B PA3BUTHUU CUCTEMHBIX
W3MEHEHUU. DTa PoJib B MEPBYIO OUEpe/lb CBOAUTCS K «MHTETpallUM» pPa3HbIX dacTei
PAaCTUTENBHOTO OPraHU3Ma, YTO MO3BOJISIET KOOPAUHUPOBATH MPOILIECCHl B MEHSIOLIUXCA
YCIOBUSIX OKpY)KarolIen cpenbl. MexaHu3mM TakOd KOOPAMHAIMKA CBSI3aH C
PACIPOCTPAHEHUEM DJICKTPUYECKUX CUTHAJIOB MO PACTCHUIO M PA3BUTHEM Pa3JIUYHBIX
(U3MOIOTHYECKUX OTBETOB HA HUX B MHTAKTHBIX YACTSIX PACTUTEIIBHOTO OpraHU3Ma.

Tak, u3BectHO, uT0 IC CIIOCOOHBI MHIAYIIUPOBATh 3KcIpeccuto Pin2 renos (Pena-Cortes
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et al., 1995; Fisahn et al., 2004), cTuMmynupoBaTh MPOAYKIIMIO CUCTEMHHA, ITUJICHA,
abciu3oBoii M xacMoHoBor kuciaoT (Dziubinska et al., 2003; Fisahn et al., 2004;
Hlavackova et al., 2006; Hlavinka et al., 2012); uarubuposats cunTe3 6enkoB (Fromm,
Lautner, 2007); momaBnsiTh pocT ctebns pactsokenueM (Fromm, Lautner, 2007);
perynupoBath JABWKeHHE JHUCTheB (Sibaoka, 1991; Volkov et al.,, 2008a, b);
perynupoBaTh TpaHCHHUpalnio 1 oTKpbITocTh yeThull (Koziolek et al., 2004; Grams et
al., 2007; Sukhov et al., 2012); axtuBupoBath awsixanue (Filek, Koscielniak, 1997;
Sukhov et al., 2012; Lautner et al., 2014); cHmkath 3arpy3ky metabomutoB (Fromm,
Bauer, 1994) u tpancmopt mo ¢moame (Furch et al., 2010), a Takke MOBBIIIATH
YCTOMYMBOCTD 1I€JIOT0 PACTeHUS K JEUCTBUIO cTpecc-(pakrtopoB (PetuBun u ap., 1997,
Sukhov, 2016). Kpome Toro, B psifie paboT MoKa3aHO, YTO JOKAJIbHBIC pa3/IpaKeHUs U
uHAylnupoBanHele MU OC MOTyT peryidpoBaTh akTUBHOCTH (porocuHTeza (Pena-
Cortes et al., 1995; Koziolek et al., 2004; Hlavackova et al., 2006; Krupenina,
Bulychev, 2007; Grams et al., 2009; Pavlovic et al., 2011; Sukhov et al., 2012, 2014;
Fromm et al., 2013).

Biugane 9C Ha (HOTOCHHTE3 SBISETCA B HACTOSIIEE BPEMSI aKTUBHO M3y4aeMOM
po0JIeMOii, YTO CBSA3aHO KaK C BBICOKOW 3HAYMMOCTBIO ITOTO TMpoIecca ISl >KU3HU
pacTeHusl, TaK U ¢ pa3HOOOpazreM (OTOCHHTETUYECKUX OTBETOB. Tak, B 3aBUCHMOCTH
OT THUIIA Pa3ApakeHus U QYHKIMOHATIHLHOTO COCTOSHUS PACTCHHS B MHTAKTHBIX YaCTIX
pacTeHUN MOTYT HaOMIOAaThCd M3MEHEHHUS (OTOCHMHTETUYECKOM aKTUBHOCTHU
pPa3IUYHOrO XapakTepa. B 4acTHOCTH, B TaKMX yCIIOBHUSX MOYKET Pa3BHBATHCS OBICTpast
unaktuBanusa gorocunresa (Grams et al., 2009; Pavlovic et al., 2011; Sukhov et al.,
2012), nnmutenbHas nHaktuBanus Gortocunteza (Herde et al., 1999; Hlavackova et al.,
2006) u axtuBamms ¢otocunTeza (Grams et al., 2007). Kpome Toro, B oTBeT Ha
JIOKAJBHBIM CTUMYJ MOXET pPa3BUBATHCS MHOTO(MA3HBIM (POTOCHHTETUYECKUN OTBET,
BKJTFOYAIONTUI B ceOs M3MEHEHUs aKTMBHOCTH (DOTOCHMHTE3a Pa3HON HANpaBIICHHOCTH
(Herde et al., 1995; Pena-Cortes et al., 1995; Sukhov et al., 2014).

B psine pabor mokaszaHo, uTo pa3Butue noteHmnuana aeicteus (Pavlovic et al.,
2011; Vredenberg, Pavlovic, 2013) u BapuabensHoro norexmuaia (Lautner et al., 2005;

Grams et al., 2009; Sukhov et al., 2012; Galle et al., 2013; Sukhov et al., 2014) moxer
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COMPOBOXKJAATbCSI ~ OBICTphIMU  (MOpsiAKA ~ MHUHYT)  M3MEHEHUSMH  aKTUBHOCTH
dboTOCHHTE3a, KOTOPBIC MPOSIBISIOTCS B CHIDKCHHH YPoBHS accumusiiuu CO; Ha cBeTy,
pocte HE(HOTOXMMHUYECKOTO TYyImIeHUs (DIyOpecleHIInd, a TakKKe YMEHBIIICHUU
KBAaHTOBBIX BBIXOJI0B (hoTopeakimii potocucteMm | u ll, orpaHndeHnn HEMUKINIECKOTO
MOTOKAa DSJEKTPOHOB U YCUJICHHM IIMKJIMYECKOTO IIOTOKAa BJIEKTPOHOB BOKPYT
dorocuctemsl | (Grams et al., 2009; Pavlovic et al., 2011; Sukhov et al., 2012; Surova
et al., 2016a). B To e Bpems, pa3BHTHE TaKOro OTBETa HAOJIOJACTCS HE BO BCEX
ciyyasx. B yacTHOCTH, B OTHENbHBIX paboTax ObUIO MOKa3aHO OTCYTCTBHE OBICTPOM
WHAKTHBAIMK (OTOCHHTE3a NpU IeHepaluu 3JeKTpudeckux curHajios (Lautner et al.,
2005; Hlavackova et al., 2006; Fromm et al., 2013). CTOUT OTMETUTh Ka4eCTBEHHOE
cxonctBo II/I- wm  BIl-unynupoBaHHBIX  (OTOCMHTETUYECKHMX OTBETOB, YTO
CBUJIETEIBCTBYET B  TOJIb3y OOIIHOCTH MEXaHU3MOB  BIUSHUS  Pa3IUYHBIX
ANEKTPUUYECKUX CUTHAIOB HAa (POTOCUHTETUYECKHUE TTPOLIECCHI.

OTKpBITBIM OCTAaETCS BOMPOC O MEXAaHM3Max Pa3BUTHS OBICTPONl WHAKTUBAIIMU
dboTocuHTE3a TPU TEHEpPAMU JJIEKTPUYECKUX CcUrHasioB. OnHUM U3 Haubojee
BEPOSTHBIX MEXAHU3MOB SIBISICTCS BJIMSIHUE W3MEHEHUM WOHHBIX KOHIEHTpAIUi,
conpoBoxkaaommx paszpute IC, Ha QorocuHTeTnyeckue mnporecchl (Krupenina,
Bulychev, 2007; Grams et al., 2009; Byssraes u np., 2013).

B wactHocTH, cymectByer rumnore3a (Grams et al., 2009) o kirodeBoil posu
n3MeHeHuil pH B KieTke U anoruiacte B pa3BUTHH OBICTPON MHAKTUBALMUA (POTOCHHTE3A
npu OC. Kak yxke ormevanock, pazsutrue IIJ[ u BII compoBoxnaercss oOpaTtumoi
unaktuBanuein H'™-AT®a3er (Boagenees u ap., 2006; Sukhov, Vodeneev, 20009;
Katicheva et al., 2014; Vodeneev et al., 2015), a Takxe cHmkeHrueM pH nuTomnia3Mel
(Grams et al., 2009) u pocrom pH anomnacra (Zimmermann, Felle, 2009; Grams et al.,
2009). Ilpu stoM B psge pabot (Grams et al., 2009; byneraeB u ap., 2013) nokaszaHo
Biusinue casura pH Ha gorocuHTeTMyeckue npouecchl. B yactHocTH, cHkenue pH B
nepdy3MOHHOM pPACTBOPE BBI3BIBATIO YBEIWYEHUE HEPOTOXUMHUYECKOTO TYIICHUS
dbayopeciieHIMu y XapoBbix Bogopocieit (bynbraes u ap., 2013). Kpome Toro, B pabote
Grams et al. (2009) noka3zaHo, 4TO 3aKHCIICHUE CPe/Ibl MHKYOAIIMK BBI3BIBATIO CHUKCHHE

KBaHTOBOTO BbIXO/Aa (oToxummuueckux peakuuii (orocuctemsr |l y xmopormmactoB
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KyKypy3sl. B TO ke Bpems, aHanmu3 JedcTBHs NpoToHO(Opa (HUrepulMH) Ha
dboTocuHTE3 CKOpee HE MOATBEPKAACT ydyacTHE BXOJa MPOTOHOB B KJIETKY B Pa3BUTUU
(OTOCMHTETUYECKOTO OTBETa Y XapoBhIX Bojopociei (Krupenina, Bulychev, 2007).

B cootBerctBumM ¢ npyroi rumnore3oit (Krupenina, Bulychev, 2007), kiroueBbiM
MexaHu3MoM ¢opMupoBaHus BbeI3BaHHOTO JC (HOTOCHHTETHUECKOTO OTBETAa MOXKET
ABIATBECSA 00pPAaTHMOE yBEIMYECHHE KOHLEHTpanuy HoHoB Ca?" B HUTOILIa3Me, KOTOPOE
conpoBoxkaaer pasputrre DC (Vodeneev et al., 2015). Tak, B oTaenbHbIXx paboTax
nokazano (Krupenina, Bulychev, 2007), uro umuramus Bxoga Ca?* B kieTky c
ucrnojs3oBanueM noHodopa (A23187) BeI3bIBaeT pocT HEHOTOXMMUUYECKOTO TYIICHUS
(bIyopecIieHITNN, CXOMHBIA C TaKOBBIM TPH WHAYKIIUH JJICKTPUYECKOW peakiuu. B
COOTBETCTBHH C THIIOTE30i aBTOPOB, YBEIMYECHHE KOHIICHTPAI[MM HWOHOB KalbIUs B
uutonnasme npu resepanun JC crumymupyet Bxon Ca?* B ctpomy. Poct conepixanus
Ca®" B cTpoMe cnocoOeH BHI3HIBATH MHAKTHBaUMIo mukina Kanssuna (Wolosiuk et al.,
1993; Johnson et al.,, 2006), uHayHUpys 3aKuUCIECHUWE JIIOMEHAa W YCUJIMBas
He(OTOXMMHUYECKOE TylIeHHue QuryopecieHInn. B To ke Bpems, oCTaéTcs OTKPHITHIM
BONPOC O MeEXaHW3MaxX BIMSHHUS Kanmbliusi Ha ¢oTocuHTe3. B dacTtHOCTH, poOCT
KOHLEHTpauuu HoHOB Ca* MOKET HanpsAMyI0 HHrHOMPOBaTh paboTy ()epMEHTOB LUKIA
KanpBura (Wolosiuk et al.,, 1993; Johnson et al., 2006). C npyroifi CTOpOHBI,
YBEJIMYECHHE BHYTPHUKJIECTOUYHOTO COJCP)KAaHMUS KaJbIUS MOYKET BBI3BIBATH AKTHUBAIUIO
Ca®*-3aBUCHMMBIX XJIODHBIX KaHAJIOB, a4 TaKXe HMHAKTUBALMIO NPOTOHHOM AT®das3bl
ma3maTrueckoii memopansl (Sukhov, Vodeneev, 2009; Vodeneev et al., 2015), 4uro
NPUBOJAUT K CIABUTY BHYTpU- W BHekjierounoro pH. B pabore Sukhov (2016) Obuto
BBICKA3aHO TMPEIOJIOKEHUE, UYTO TPSAMOE U OMOCPEIOBAaHHOE ICHCTBHE H3MEHEHHIA
KOHIICHTpAIIMU KalmbIus Ha (oTocuHTEe3 mpu pa3BuTuu DC MOTYT peasn30BBIBATHCA
OJIHOBPEMEHHO; MPHU 3TOM BKJIAJ] 3TUX MEXAaHU3MOB B UHAYKIUIO (POTOCUHTETUYECKOTO
OTBETa MOXXET BapbHUPOBATh Yy PAa3HBIX PACTEHUH U 3aBHCETH OT THIMA JIEKTPUIECKOTO
CUTHAJIA.

B psne paGoT mokaszaHo, 4TO MEPBBIM ATANIOM pa3BUTHS BbI3BaHHOW DC OBICTpOM
WHAKTUBAIMKU (POTOCHHTE3a SIBIISIETCS CHIDKEHUE YPOBHS ACCUMMIISIIIUU YTIEKHCIIOTO

ra3za (Koziolek et al., 2004; Lautner et al., 2005); npu 3ToM BeIMYHHA TaKOTO OTBETA
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najaeT B yCJIOBHUSAX HM3KOM akTuBHOCTH lMkia KansBuna (Sukhov et al., 2012, 2014,
2015; Pavlovic et al., 2011). B kauecTBe OAHOrO M3 MEXaHH3MOB, 3aITyCKAIOIIUX
MO/TABJICHHE TEMHOBOHW CcTamnu (DOTOCHHTE3a, PACCMATPUBACTCS BIIUSHHE TTOBBITIICHUS
KOHIIEHTPAI[MU MOHOB KaJbIUsl U IPOTOHOB B CTPOME Ha aKTUBHOCTH (DEPMEHTOB ITUKJIA
KansBuna (Wolosiuk et al., 1993; Krupenina, Bulychev, 2007). C apyroii cTopoHsl,
COMPOBOXKJIAIOIIEE pPa3BUTHE AJIEKTPUUECKOM peakuuu yBenuueHue pH amoracta
MOJKET BBI3BIBATh CHIDKEHHE MPOoBOAMMOCTH Me3opuiuia jucta ais CO, (Galle et al.,
2013). Ilpemmomaraercsi, 9To TakoW A(G(HEKT MOXKET OBITh CBSI3aH C W3MEHEHHEM
akTUBHOCTU KapOoanruapas (Grams et al., 2009), cumxenuem otHomieHus CO2:HCO3
(Sukhov, 2016) u momaBinenuem padbotel akBamopuHoB (Galle et al., 2013), omHako
MEXaHU3M TaKOTO BIMSHUS TPeOyeT MaabHEHIITNX NCCISIOBAHMM.

CompoBoxkaatomue pazputrue IC ObICTpble U3MEHEHHS aKTUBHOCTH CBETOBOM
cTaauu (OTOCHHTE3a MOTYT OBITh OOYCIIOBIICHBI WHaKTHUBamueid Iukia KambBuHa,
KOTOpasi MPUBOJAUT K M3MEHEHHSIM KOHIIEHTpAIMil CyOCTpaTOB CBETOBBIX peakiuil. B
YaCTHOCTH, pocT coorHolneHuss ATD:AJI® moxker moaaBiaTh akTUBHOCTH H'-AT®-
CHUHTa3bl THJIAKOWTHOW MEeMOpaHbI ¥ BBI3BIBAThH 3aKHUCIICHUE JIFOMEHA U, KaK CJICICTBHE,
yBEIMYMBATh  HEPOTOXMMHUYECKOE  TyIIeHHE  (DIyOpeclueHIMU U  TOJABIATh
HELUKINYECKUN TOTOK AJIEKTPOHOB MO (DOTOCHHTETUUECKON AIEKTPOH-TPAHCIIOPTHOM
nermm (Kramer et al., 1999; Maxwell, Johnson, 2000; Muller et al., 2001), urto
CTUMYJIUPYET IUKIMYSCKUI MOTOK 3JCKTPOHOB BOKpyr dorocuctemsl | (Miyake et al.,
2005; Huang et al., 2012; Zivcak et al., 2013; Sukhov, 2016). Kpome Toro, cHuxXecHHE
conepxanns HAJID" Takke momaBisieT HEUMKIMUEKUH MOTOK 3ekTpoHoB (Pavlovic et
al., 2011).

[lopaBneHne akTUBHOCTH CBETOBBIX peakiuil porocunTesa npu IC MOXKET ObITH
0OyCJIOBJIEHO TaK)Xe MPOIIECCaMU, HE 3aBUCSIIUMH OT aKTUBHOCTH ukia Kanbuna. B
YaCTHOCTH, MOKA3aHO, YTO CHMKEHUE KBAHTOBBIX BBIX0A0B (otocucteM | u Il u poct
HEe()OTOXUMHUUYECKOTO TYIICHUS (DIyOPECHEHIIMH MOTYT TPOSBISITHCS B OTCYTCTBHE
W3MEHEHUI Tmoromenust yraekuciaoro rasza (Sukhov et al., 2012, 2014, 2015;
Vredenberg, Pavlovic, 2013). B To xe BpeMsi, OCTalOTCS HEACHBIMH MEXaHU3MbI TaKOTO

Biausaus. C ogHoi croponsl (Sukhov, 2016), camkenne pH cTpombl XJI0pOILITacTOB,
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KOTOPOE, BEPOSATHO, UMEET MECTO MpH 3akuciieHnu nutoriazmel (Werdan et al., 1975),
MOJKET BBI3BIBATH aKKyMmyisinuio (eppenokcuH-HAJ[D-peaykra3sl Ha TUIAKOWIAX B
komiutekcax Tic62 m TROL (Alte et al., 2010; Benz et al., 2010), mapymas TpaacopT
DJIGKTPOHOB Yepe3 aKIENTOPHYI CTOpoHY ¢orocuctembl |. B mons3y maHHOTO
MPENOJIOKEHNSI CBUACTENLCTBYET CHIDKEHHE TIOTOKA 3JIEKTPOHOB Uepe3 aKIEHTOPHYIO
ctopoHy ¢otocucteMsl | y repanu (Sukhov et al., 2012) npu pa3BuTuu BapradeabHOTO
noTeHIMana. B To xe BpeMs, HE HCKIIOYEHO CYIIECTBOBAHUE IPYTMX MEXaHHW3MOB
pa3BUTHS OBICTPOI MHAKTUBAIIMH CBETOBBIX peakiuii potocuntesa mpu IC.

[Tpu pa3BUTHH JIEKTPUUECKOTO CUTHANIA Y PACTEHUH TaK)Ke MOXKET HaOII0IaThCs
nuTenbHas uHaktuBanus gotocunte3a (Herde et al., 1999; Hlavackova et al., 2006;
Sukhov et al., 2014), xotopast iposiBIIIeTCS B CHUKEHUU YpOoBHs accuMusiimu CO2 u
KBaHTOBBIX BBIX0JIOB ¢oTopeakuuii ¢otocucrem | u Il, a Takke Bo3pacTaHuu
HE(POTOXMMHUYECKOTO  TylIeHus (ayopecueHuu. [IpogomKUTeNnbHOCTh — TaKuX
U3MEHCHHUI CHJIbHO BapbUPYET M COCTaBJIsIeT OT JaecsTkoB MUHYT (Sukhov et al., 2014)
1o Heckoabkux yacoB (Herde et al., 1999), npu sToM MakcuMalibHasi BeTMYMHA OTBETA
00bI4HO nocturaercs yepe3 30-40 MUHYT MOCJE€ FeHepaluu MEKTPUUYECKOTO CUrHaja
(Sukhov et al., 2014). dnuTtenbHas nHAKTHBAIMS POTOCHHTE3a Pa3BUBACTCSA B OTBET Ha
neiicreue xak I1/1- (Herde et al., 1995), Tak u BIl-unnynupyrommx (Herde et al., 1995;
Pena-Cortes et al., 1995) ctumysioB, Mo3TOMy HPEIACTABIACTCS BEPOSTHBIM, YTO 00a
THUIIA SJIEKTPHUUCCKUX CUTHAIOB CIIOCOOHBI BBI3bIBAThH Takoit oTBeT (Sukhov, 2016).

B kadecTBe MexaHW3Ma NIIUTENHHON WHAKTHUBAIMU (OTOCHHTE3a B OTBET HA
MOBPEXKJICHUE PACCMAaTPUBACTCS YBEIIMUEHUE COJep>KaHUusi (UTOTOPMOHOB B PACTECHUU
(Herde et al., 1995; Pena-Cortes et al., 1995; Hlavackova et al., 2006; Hlavinka et al.,
2012). B vactHoctu, nokazano (Herde et al., 1995), uro unayuurpoBanHas 1elcTBHEM
MOBPEXKIAIOIIETO CTUMYJIA TPOIYKIIUS U PACTIPOCTPAHEHHUE IO PACTEHUIO a0CIIM30BOM 1
YKaCMOHOBOM KHCJIOT B HEPA3APAKEHHBIX YACTAX PACTCHUS MOXKET BhI3bIBATh CHIKCHUC
akTUBHOCTU (hoTOCHHTE3a. B TO ke Bpems, 3T JaHHBIC HE MPOTUBOPEUAT TUIIOTE3E 00
yuactun DC B 3ToM mporiecce (Sukhov, 2016). B yacTHOCTH, TTOKa3aHO, YTO TeHEPAIHS
OC B Hepa3ApakEHHOM 30HE OMEPEKaeT YBEJIMYEHHUE COJepKaHUs (UTOrOPMOHOB

(Hlavackova et al., 2006; Hlavinka et al., 2012). B cBs3u c 3TuM, mpu pa3BUTHH
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BBI3BAHHOM JIOKAJIBHBIM pa3IpakKeHUEM [JIMTEJbHOW WHAKTUBAIMU (OTOCHUHTE3A
BO3MOXKHA cliefyromas mermodyka coobrtuii  (Sukhov, 2016). HuaynupoBaHHBIHA
pa3IpakeHHEM DJJICKTPUYECKHA CHTHAJI pPACTIPOCTPAHICTCS B HWHTAKTHBIC YacTH
pacTeHuss M MOXET BbI3bIBATh B HUX YBEJIMYCHHE KOHIICHTpAlMU aOCIM30BOM U
»xacMoHoBo# kucaot (Pena-Cortes et al., 1995; Herde et al., 1996, 1999; Hlavackova et
al., 2006; Hlavinka et al., 2012), npu 3ToM Ha4ajl0 TaKUX M3MEHEHHI HAOJIOJAaeTCs B
cpendemM uepe3 10 muHyT mocie pazapaxkenus (Hlavackova et al., 2006). Poct
collep KaHus 3TUX (PUTOTOPMOHOB BBI3bIBAET MHAKTHUBaNMIO Gotocunte3a (Herde et al.,
1997; Lovelli et al., 2012). B yacTHOCTH, aOCIM30Bast KUCIOTA MOXET MHTHOHUPOBATH
TEeMHOBYIO CTaauio (OTOCHMHTE3a, CHIKasi MpoBOAUMOCTh ycrbull st CO,, a
YKACMOHOBAsI KHCJIOTA BBI3BIBAET CHIDKCHHE aKTHMBHOCTH (hepMeHTOB mukia KambBuHa
(Sukhov, 2016). Kpome Toro, B pabore Herde et al. (1999) moka3zaHo ATUTEIBHOE
YBEIMYCHHUE COJCPKAHUS TOPMOHOB (OKOJIO 5 YacoB IMOCJE pa3IpakeHHs), KOTOPOe
COMPOBOXKIAJIOCh CHUKEHUEM (DOTOCMHTETHYECKOM aKTUBHOCTH B TOM K€ BPEMEHHOM
JUarna3oHe, 9TO TaK)Ke CBUJIETEIBCTBYET B MOJIB3Y PacCMaTPUBAEMOTO MEXaHHU3MA.
JIpyruM MOTEHLHMAJIBHBIM MEXAHU3MOM pa3BUTHs BbI3BaHHOM OC IIMTEIbHOU
WHAKTUBAIMU (OTOCHHTE3a MOTYT CIY>KUThb CJIIBUTM HOHHBIX KOHIIGHTpAllud, B
4acTHOCTH, comnpoBoxaatomme renepanuto [1JI u BII uamenenuss pH amnorutacra u
UTOIUIa3Mbl. B psime pabor mokazano (Zimmermann, Felle, 2009), 4to u3meHeHus
BHYTpPH- M BHEKJIIETOYHOro pH mpu pa3BUTHM DIIEKTPUUECKOW pEaKIUH MOTYT
HaONIOAAThCS B TEUEHUE JIOCTATOYHO MPOAOIKUTEIBHOTO BPEMEHHU (IECATKH MHUHYT).
[Ipu >TOM BIMSIHHE TaKWX MU3MEHEHHM HAa (POPMUpOBAHUE JIUTEIHLHON MHAKTHUBAIIMH
dboTOCHHTE3a, BEPOSATHO, MOXKET HMMETh CXOJHBIE MEXaHU3MBbl C HW3MCHCHHSIMHU
(OTOCHHTETHYECKOW aKTHMBHOCTH B MHUHYTHOM muamazoHe (Sukhov, 2016). ITomumo
u3MeHeHuil pH, Takke He MOXXET ObITh MCKJIIOYEHO YyYacTHE B Pa3BUTHH JJIUTEIHLHOM
WHAKTHBAIMd (OTOCHHTE3a HMOHOB KaJIbIIUS, OJHAKO, BCIICJICTBUEC OTHOCHUTEIHHO
HeOOJIBIION TPONOKUTENLHOCTH akTuBHOCTH Ca?'-kananos (mopsaka 30-40 cexyHpn)
1, COOTBETCTBEHHO, Bxoaa Ca?* B kierky npu renepamuu JC (Katicheva et al., 2015),

OHHU MOT'YT UI'paTb, BEPOATHEC BCCTO, CUTHAJIbHYTO POJIb.
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B pabore Sukhov (2016) B kauecTBe OMHOrO M3 MEXAaHHU3MOB JJIMTEIHLHOTO
CHIWKCHHUSI (POTOCHHTETHYECKON akTUBHOCTH mpu OC paccMaTpuBaeTCs TaKkKe
CHI)KCHHE OTTOKA AaCCUMWJISITOB M3 KIETOK Me30(Ula B CHUTOBUIHBIC SJIEMCHTHI
baoamer  (Ainsworth, Bush, 2011), kotopoe wumeeT MecTO TMpuU TeHEpaIuu
anekTpudeckoi peakruu (Fromm, Bauer, 1994; Furch et al., 2010). B wactHOCTH, OBLITO
BBIJIBUHYTO MPEANOJI0KEHNUE, YTO B PA3BUTUH JJIUTEIbHOW MHAKTUBAIIMU (OTOCHHTE3A
MOJKET y4acTBOBaTh compoBoxjatoniece IC nojarineHue aktuBHoctH HY-caxaposHoro
cumrioptepa (Sukhov, 2016). B To ke Bpems, MEXaHW3Mbl Pa3BUTHUS UIUTEIHHOU
uHakThBanuu (QortocunTte3a mnpu OC wu3zydeHsl cinabo U TpeOyrOT AabHEUIINX
HCCJIEIOBAHU.

B psage pador (Grams et al., 2007) moka3aHO, YTO BBI3BaHHBIC Pa3TMYHBIMU
CTUMYJIAaMU DJIEKTPUUECKHE CUTHAIBI MOTYT WHIYIIMPOBATH aKTUBAIUIO (DOTOCHHTE3A.
B uactHOCTH, Takue U3MEHEHHS! (DOTOCMHTETUUECKON aKTMBHOCTH HAOIIOANUCh MPU
[1/], BBI3BAaHHOM PE3KOM CMEHOM BOJHOIO PEXHMMa, Y pacTeHH KykKypy3bl (Grams et
al., 2007), u mocne nokanbHoro HarpeBa jaucta (Herde et al., 1995). ObGparumas
akTUBalus (POTOCHHTE3a TaKXke Ha0IoJanach IMpU  JOKAJIbHOM MOBPEXKICHUH,
BBI3BAHHOM JICHCTBUEM BbICOKOW Temmeparyphl (Pena-Cortes et al., 1995), uyto moxer
CBUJICTEJILCTBOBATH B M0JIb3Y CIIOCOOHOCTH BapuaOEIbHOTO MOTEHIIMaNa, KOTOPBIM, KaK
MPaBUJIO, BOSHUKAET MPU JIEHCTBUM MOBPEKIAIONINX CTUMYJIOB, BBI3BIBATH AKTUBAIIUIO
dorocucaTeTnueckux mpoiueccos (Sukhov, 2016). JlanHble 0 MeXaHHU3Max AKTUBALIUU
¢dotocunresza npu IC BCTpeyaroTcs JUllb B OTAeIbHBIX padorax (Herde et al., 1995;
Pena-Cortes et al., 1995; Grams et al., 2007) u ocratorcs cnab0 H3yYEHHBIMHU.
CymectByer mnpeanoyioxkenue (CyxoB u jap., 2008), YTO CHUKEHHE WOHHOMU
MPOHUIIAEMOCTU THJIAKOUIHON MeMOpaHbl MOXKET OBbITh MOTEHIIMATBHBIM MEXaHU3MOM
aktuBaruu (Gotocunresa mnocie IC, 4YTO, OAHAKO, TPeOyeT IKCIEPUMEHTATIHLHOU
MIPOBEPKH.

B nureparype uMEIOTCA JaHHbIE O BIUSHHUM DIIEKTPUYECKUX CHUTHAJIOB Ha
YCTOMYMBOCTh (DOTOCHMHTETHUYECKOTO ammapaTta K JeWcTBHiO ctpeccopoB (PetuBun u
ap., 1999a; Sukhov et al., 2014; Sukhov, 2016; Surova et al., 2016a). Tak, moka3zaHo

(PetuBun u ap., 1999a), uto I1/] BeI3bIBaeT BO3pacTaHue YCTOMIMBOCTH (POTOCUCTEMBI
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Il x mormwkennon (-8°C) m mosimeHHON (+45°C) TemmepaType W CTUMYJIUPYET €€
pernapanuio mocie ICHCTBHUS CTPECCOPOB Y MPOPOCTKOB THIKBBI. MEXaHU3MbI TaKOTO
BJIMSHHUS HEJIOCTAaTOYHO HWCCIICIOBaHbBI, ojgHaKo mpemanoiaraercs (Sukhov, 2016), gro
OHM CBSI3aHBI € HUMEIOMUMU MecTo Tpu  pazButu  OC  U3MEHEHUAMHU
(OTOCHHTETUYECKON AKTUBHOCTH, B YACTHOCTH, CTUMYJSIUEH HE(HOTOXMMHUECKOTO
TymieHus: (IyOpPECICHIIMU U MOBBIIICHHEM ITUKINYECKOTO MOTOKA 3JIEKTPOHOB BOKPYT
doTocuctemsl 1. YcuiieHne NUKIMYECKOTO MOTOKA MOACPKUBAET TPAHCTUIAKOUIHYIO
pasHocts pH m cuHTe3 AT®D, KOTOPBIM CTUMYIMPYET peHapaliOHHBIE IPOLIECCHI
dbotocuctemsl |l B ctpeccoBbix ycinoBusx (Allakhverdiev et al., 2005, 2008). BII takxke
CIOCOOEH OKa3bIBaTh BIMSHHE Ha YCTOWYMBOCTH (DOTOCHHTETHMYECKOTO ammapara, B
YaCTHOCTH, TOCNIE TEeHEepaluu BapuadeNbHOTO TMOTEHIMAla y MPOPOCTKOB TOpoxa
HAOJII0JJaIOCh  YBEJIMUYEHHUE CTENeHH MOoBpexaeHus Qorocucrembl Il u cHuxeHue
noBpexjeHusa ¢otocucteMbl | mpu BoO3AEMCTBUM BbICOKHMX TeMmriepaTyp (+53°C)
(Sukhov et al., 2014; Surova et al., 2016a). YBenuueHue ycToiunBocT HOTOCHCTEMBI |
MOJKET OBITh CBSI3aHO CO CHIDKEHHEM aKTHBHOCTH Lukia KanbBuna npu rereparuu BII
(Sukhov, 2016), B o3y Yero rOBOPUT CXOJCTBO MEKIY BhI3BAHHBIMHU BaprUaOEITbLHBIM
MOTEHIIMAJIOM M TOJABJICHUEM AaCCUMWISIIUM YTICKUCIOrO raza MyTéM CHIKCHUS
KoHUeHTpauu BHemHero CO; u3MEHEHHs MU (POTOCHMHTE3a U YCTOMYUBOCTH
dotocuctembl | (Sukhov et al., 2014). UaayuupoBannas BIl mHakTuBanus mukia
KanbBuHa MOXKET yCUIIMBATh MUKIMYECKHI MOTOK AJEKTPOHOB BOKPYT (hoTocucTeMBI |
(Sukhov et al., 2015), BrI3bIBaTh TIOBBIICHHE KoHIeHTparuu AT® B nucre (Surova et
al., 2016b) u poct HedoToxumuueckoro tymeHus ¢uyopecueniuu (Pavlovic et al.,
2011; Sukhov et al.,, 2012). Ilpemnonaraercs (Sukhov, 2016), 4ro ycuieHue
noBpexenus Qorocuctemsl |l mocne muaykuumm BII cBs3aHO ¢ compoBoxparonieit
pa3BUTHE DJIEKTPUYECKOM peakiuu HHaKTuBanuend npoTroHHOM ATda3el u, Kak
CIIEICTBUE, 3aKpbITHEM YCTBUIl W CHIDKCHHEM YPOBHS TpaHcmupanuu. llpu
BO3JCHUCTBUM  TMOBBIIMIEHHOW  TEMIEPATypbl HU3KUKA  ypPOBEHb  TPAHCIUPALIMHU
crocoOcTByeT OoJjiee MHTEHCUBHOMY HarpeBy JIMCTa M MOBpexkAeHHIO GoTocuctemsl 1.
Takoe momaBieHue padbotsl horocuctemsbl || MOXKET CIyKUTh OJHUM W3 MEXaHU3MOB

yBenuueHus  ycroiunBoctu  (ortocucrembr | (Surova et al, 2016a), uro
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MOJATBEPKIACTCS BBICOKOM KOppeNslMe MEXIy CHIKEHHEM KBAaHTOBOTO BBIXOJAA
dotocuctems! Il u poctom kBaHTOBOTO BBhIXOMa (hoTocucTemsbl | mocne renepanuu BII
npu nporpese (Surova et al., 2016a). B dyacTHOCTH, B pe3ysibTaTe CHUXCHHS
akTUBHOCTU QoTocuctemsl |l monapsercs Tpancnopt 3MeKTPOHOB Ha poTocuctemy | u
CHIDKACTCS BEPOATHOCTH €€ TOBPEXKICHHUS aKTHBHBIMH (popmamu kuciopoaa (Sukhov,
2016), yto OBLIO MOKA3aHO B psJe pabOT MpU MPSIMOM JEHCTBUU CcTpecc-(hakTOpOB Ha
muct (Sonoike, 2011; Tikkanen et al., 2014).

[loMuMo TIpsAMOTO  JEHCTBHS HA AKTUBHOCTh HELUMKIWYECKOrO TOTOKA
AJIEKTPOHOB, WHAKTUBalUsl LWKiIa KanbBUHA CTUMYIHUPYET NPOAYKIUIO IMEPOKCUIA
Bojopona (Kim, Portis, 2004), 4TO MOXET aKTHUBHUPOBATh 3SKCIPECCUI0 TEHOB,
YYaCTBYIOIIMX B  pa3BUTUM  YCTOMYMBOCTH  pacT€HUs U, B  YaCTHOCTH,
dboTocuHTETUYECKOTO anmapara, Kk ctpeccoBbiM ycioBusiM (Uchida et al., 2002; Hossain
etal., 2015).

B 0030pe Sukhov (2016) ObLI10 BBICKAa3aHO MIPEAIOIOKEHHE, YTO H3MCHCHHE
YCTOMYMBOCTU (hOTOCHMHTETHUECKOro amnmapara mnocie renepauuu [1J] m BII moxer
NpUBOANTh K HaOmoparomemycs npu OC TNOBBILIEHUIO YCTOMYMBOCTH Ha YPOBHE
LIEJIOT0 PACTeHHs. B 4acTHOCTH, OJHUM M3 MEXAaHU3MOB TaKOI'O IOBBILIEHUS MOXKET
CIIy>kuTh yBenuueHue cogepxanusi AT® B pacrenusix (PeruBun u ap., 19996; Surova et
al., 2016b).

Takum oOpazom, DC uMerT OoJblioe 3HaYeHue Il (YHKIMOHUPOBAHUS
pPacCTUTENBHOIO OpraHM3Ma B IEJIOM. B 4acTHOCTM, OHM Y4YacTBYIOT B peEryJsiluu
(OTOCMHTETUYECKUX MPOLECCOB, MpU 3TOM BbI3BaHHbIE DC OTBETH (HOTOCHHTE3A
3HAUYMMBI IS Pa3BUTHUS YCTOMYMBOCTH K JACHCTBUIO HEOJIAronmpusTHBIX (HaKTOPOB.
OpHako ocTaeTcsi OTKPBITBIM Psii BOMPOCOB. B 4YacTHOCTH, HESICEH MEXaHU3M

npeodpazoBanust IC B HOTOCHHTETUUECCKUN OTBET.
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I'/TABA 2. MATEPHUAJIBI U METO/IbI

2.1. O0BLeKTHI HCcCJIe10BAHNUSA

2.1.1. UHTAKTHBIE pacTeHUs

WccnegoBanusi mpoBOAWINCH Ha 2-3-HENIEIbHBIX MHTAKTHBIX MIPOPOCTKAX ropoxa
noceBHoro (Pisum sativum L.) u TeikBbI 0ObIKHOBeHHOM (Cucurbita pepo L.). Pacrenus
BBIPAIIUBAIMCH THAPONOHHBIM crnocobom Ha 50 % cpeme XormHaa-ApHOHa B
ycloBusiX 16-TH 4acoBOTO CBETOBOTO Mepuojaa B kimMatudeckoit kamepe (KBW-240,
«Bindery) npu Temmneparype 24°C.

JUig aHanu3a BIAMSHMS BapuaOENbHOIO NOTEHIHMala Ha (DPOTOCHHTETHYECKYIO
AKTUBHOCTh BBICHIMX PACTEHUWH HCMOJIB30BATNCH HWHTAKTHBIE MPOPOCTKH TOopoxXa M
THIKBbI. B OTAENbHON cepuu 3KCIEPHMEHTOB MCIIONb30BAJIach MOJIEIbHAsl CUCTEMA —

JMCT MHTAKTHOTO pacTeHUs, MOrpyxEHHBIA B BogHbId pactBop (0,1 MM NaCl, 1 MM

KCI, 0,5 MM CaCl,, 20 MM MES-KOH, pH=6,0).

2.1.2. M30/1MpoBaHHbIE MPOTOIJIACTHI

[TpoToruracTel BEIICTSINCH U3 JUCTHEB MHTAKTHBIX MMPOPOCTKOB Tropoxa (puc. 2.1)
B cpene, coaepxkameit 0,4 M copout, 20 MM NaCl, 5 MM CaCl,, 5 MM MgCl,, 30 MM
MES-KOH, pH=5,5 (Haiinos, 2011). Jluctest ropoxa 3 sipyca co CHSTHIM dMHACPMUCOM
WHKYOUpPOBAJIUCH B Cpelie BhiJeIeHUs ¢ 1o0aBkoit 1% memmtonassl, 0,2% nekTUHA3bI U
0,2% BSA B TeueHuwe 2 4HacoB Ha CBETy (MHTEHCHMBHOCTH CBeTa cocTaBisiia 41,7
MKM-m?2-¢t) npu t=28°C. 3arem pacTBOp 3aMeHsUICA Ha Cpely BBIICIEHUS Oe3
dbepmenToB 1 BSA u mporonnacTtsl OTAEISUIMCH OT JUCThEB. lloydeHHas cycneH3us
mporyckanachk depe3 GuibTp ¢ auamerpoM mop S0 MkM) u neHTpudyruponanach 5
muHyT (30g, 4°C), 3areM o0caloK peCyCHEeHAUPOBAICSI B CpPEIE BbIICICHUS.
Ku3HecnocoOHOCTh MOJYYEHHBIX MPOTOILUIACTOB OLIEHMBANIACh C MTOMOIIBIO CBETOBOIO

MUKPOCKOIIA TIPH OKPAITUBAHUU MTPOOBI METHIICHOBBIM CHHUM.
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Jlucths 6e3 amuaepmMuca

10 mn cpenst Beienenus (0,4 M cop6ut, 20 MM
NaCl, 5 mM CaCl,, 5 MM MgCl,, 30 MM MES-
KOH, pH=5,5) ¢ no6aBxoii ¢pepmenTon (1%
nemtonasa, 0,2% nexkrunasa) u BSA (0,2% )

A 4

Nuxy6anus B cpene ¢ pepmentamu (2 daca
Ha ceery npu t=28°C)

3aMeHa pacTBOpa Ha CPeAy BBIICICHUS
6e3 dhepmenToB u BSA

OTtaeneHue NPOTOILIACTOB OT JIUCTHEB,
¢bunBTpanys NoIy4eHHON CyCIIeH3UH

ueHTpupyruponanue 5 muH 309

4 Mmn CpCAbl BBIACIICHU A
v

CycneHsus npoTomniacToB

Puc. 2.1. CxeMa BblJIeJICHUS POTOILIACTOB U3 JIUCTHEB TOpOXa

2.1.3. M30/1MpoBaHHbIE XJIOPOILIACTHI

X70pomnacTsl BbIACISIUCH U3 JTUCTHEB MHTAKTHBIX MPOPOCTKOB rOPOXa U THIKBBI
C ucrnoJb3oBaHueM cra”aaptHoil metoguku (Egorov, Krasnovsky, 1992) (puc. 2.2).
MenkousMenbu€HHbIE JTUCThA (2 T) TOMOTE€HU3UPOBAINCH B 15 MII cpebl BbIIEICHUS
(0,35 M NacCl B 0,06 M dbochataom 6ydepe, pH=6,9). 'omorenat neHtpudyrupoBaics
B TedueHue 5 MuHyT (200g), 3aTeM MOJTYyYEHHBIN CylepHATaHT MOABEPrajIl BTOPUUHOMY
nentpudyrupoBanuto B TedeHue 15 muHyT (2000g). OcaxkaéHHbIE XJIOPOIUIACTHI

peCyCHEHIUPOBAIUCH B 4 MJI CpeAbl BBIACICHUS.
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[{eT0CTHOCTE XJIOPOIUIACTOB, BBIACICHHBIX JaHHBIM CIIOCOOOM, OIICHHMBAJIACh IO
U300paXKCHHSIM, TTOTYICHHBIM C ITOMOIIBI0 onTHaeckol Mukpockormu (Carl Zeiss LSM

510 META, «Carl Zeiss Microscopy GmbH», ['epmanust).

Menkou3Menbu€HHBIC TUCThS (2 T)

15 M1 cpenpr Beiaenenus (0,35 M
NaCl s 0,06 M docparaom

Oydepe, pH=6,9)

A\ 4

T'omoreunar

ueHTpudyruposanue 5 mun 2009

CynepHatanT

ueHTpudyruposanue 15 mun 20009

Ocanok

4 M Cp€abl BEIACIICHUA

CycneH3us XJ10poI1acToB

Puc. 2.2. CxeMa BbIJIETICHUS XJIOPOILIACTOB U3 JINCTHEB TOPOXA U THIKBBI

2.2. MeToabl McCIeI0BAHUSA

2.2.1. Perucrpanus 3J1eKTPUYECKON AKTUBHOCTH PacTeHUI

[ToBepxHocTHbIE ~ moteHiuan  (Vs)  peructpupoBajicsi C  MOMOIIBIO
MaKpOAJIEKTPOJHON TeXHUKH. J[JIs1 3TOTO MCIOJIb30BaNach CTaHJApPTHAS YCTaHOBKA IS
AKCTPAKIIETOYHOTO OTBEACHUs, cocrosimas u3 AByx map Ag/AgCl-MakposiaeKkTpo0B

OBJI-1M3, BeicokoomHoro ycunutesnsa UIIJI-113 u [IK. MHTaKkTHBIE TPOPOCTKH rOpoxa
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U THIKBBI HE MEHee YeM 3a 1,5 yaca 10 pa3apaxeHus 3aKperuistii, Kak OKa3aHo Ha puC.
2.3. DnexTponapl NPHUBOJIWIM B KOHTAaKT C IOBEPXHOCTBIO PACTEHHS YEPE3 Karllio
AIIEKTPOIpOBOIAILEro reis. Ha mpopocTkax ropoxa pasipaxeHue HaHOCHJIOCh Ha OJUH
U3 COCEJHUX K HCCIEAyeMOMY JHCThbeB. [lepBblii m3aMeputelbHblid 1eKTPoa (Ecr)
pacnoJiarajicsi Ha cTe0Jie MEXAY MECTOM pa3IpaXeHHs M PErucTpaluy HapaMmeTpoB
¢dorocuHTe3a, BTOpOil wm3MepuTenbHbI 3ekTpon (E,;) — Ha ywmcTe, mapHOM K
uccienyeMomy. B npeaBapuTenbHON cepyur SKCIEPUMEHTOB MbI IPOBOAWIM CpaBHEHHUE
apamMeTpOB UIEKTPUUECKUX PEAKUUN B MAPHBIX JIUCThSIX y MPOPOCTKOB ropoxa. Ilpu
ATOM OBUIO MOKa3aHOo, YTO DC B MAPHBIX JUCTHSIX MPAKTUUYECKU UICHTUYHBI (3HAUCHUE

ko3 puienTa Koppensiuuu Mexay aMiuTyaaMu BIl mapHbIX JIMCTBEB COCTABIISIIO

0,94).

OXKorT

3oHa perucTpanuu
napamMeTpoB (poTocHUHTE3A

Puc. 2.3. Cxema HaHecEHUs pa3apaXeHUs, PErUCTpalUU SIECKTPUUYECKOTO
MOTEeHIMaNA U (POTOCHHTETHUECKUX MTapaMeTPOB paCTEHUS

Der — DIIEKTPOJ, pACMOArarolIMiicss Ha cTebsie MEXIy 30HOM pa3apakeHus |
perucTpanuu napaMmeTpoB GOTOCUHTE3a; Iy — DIEKTPOJI, HAXOSIIUICS HA TTAPHOM
K HCCJIEYEMOMY JIUCTE; Jep — DNEKTPOJ CPABHEHUS.

[TapameTpbl 27eKTpUuecKOi U (POTOCMHTETUYECKOM aKTMBHOCTU OIICHUBAJIUCH Ha

paccrosiHuM 10 cM OT 30HBI 03K0Tra HA HEMTOBPEKIEHHOM JIUCTE.
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Ha mpopocTkax THIKBBI pa3Apa)KEHUE HAHOCUIIOCh HA OJUH W3 CEMsIOJIbHBIX
JUCTBEB. E; KOHTAaKTHUPOBAJI C MOBEPXHOCTHIO JIMCTA, HA TPAHULIE C 30HOW M3MEPEHUS
dorocunTesza, E;; — ¢ ocHOBaHMEM dYeperika 3TOro K€ JINCTa. DIEKTPOJl CPAaBHEHUS B
0o0OMX BapHaHTax HSKCIEPUMEHTa HaXOAWJICS B JKUJIKOCTH, KOHTAaKTUPOBABILIEH C
KOPHSIMH PACTEHUS.

IIpy wuccienoBaHWM JAVMHAMUKHM KOHIIGHTPAlMM IIPOTOHOB B  WHTAKTHBIX
IIPOPOCTKAX MU3MEPUTEIIBHBIN JIEKTPOJ PACIIOIarajics B 30HE PErUCTPAllMA U3MEHEHUN
pH. Dnextpon cpaBHEHUs HAaxXOIWJICA B KUIKOCTH, KOHTAKTUPOBABLIEH C KOPHIMH
pacTeHusl.

Jnst iHAyKIuY BapuaOeabHOro MOTEHIHMAla Ha JMCT PACTEHUS HAHOCWIIM OKOT

OTKPBITBIM IINIAMCHEM B TCUCHHC 3c.

2.2.2. Perucrpauust GOTOCHHTETHYECKON AKTUBHOCTH PACTEHHUH

@DOTOCUHTETUYECKUE MapaMeTpbl HMHTAKTHBIX PACTEHUN pPETUCTPUPOBAIUCH C
MIOMOIIIBIO CHCTEMBI, BKITIOUaromel B ceds mHdpakpacHsid razoananu3arop GFS-3000,
PAM-dnyopumerp Dual-PAM-100 u wusmepurtenshyto ronoBky Dual-PAM gas-
exchange Cuvette 3010-Dual (Heinz Walz GmbH, I'epmanus). [lannas cucrema
UCTIONb30BajIach JJIA MapauieIbHOW PETHUCTPAIlMU MMapaMeTPOB CBETOBOM M TEMHOBOM
cTaauii poToCHMHTE3a Ha HEemoBpexkAEHHOM nncte (puc. 2.3) (ucciemyeMas IUIONIAb
cocrapmsna 1,3 cm?). HccnemoBanue (OTOCHMHTE3a MOJENBHOM CHCTEMBI — JIUCTA
WHTAaKTHOTO PACTEHUsI, IOTPY>KEHHOTO B BOJIHBIN pacTBOpP, MPOBOAMIOCH MPU TTOMOIIN
usMepurenbHoro 6oka Dual-PAM-100 mis cycrieH3ui, pu 3TOM OIIEHHUBAIACh TOJIBKO
aKTUBHOCTH CBETOBOM CcTanu (POTOCHHTE3A.

[Tapametpsl Fo (TeMHOBOIT ypoBeHb (hyopeciieHInn), Frn (MakCUMaIbHBIN BBIXOJ]
dbnyopecueniuu) u Pn (MakcumanbHoe u3MeHeHue curHaina P700 ¢orocucremsr |,
oTpaxarolmuid MakcuManbHoe okucieHue P700) onpenensuics depe3 20 MUHYT
TEMHOBOM ajanrtauuu. Texkymuid ypoBeHb (iyopecuenunu (F), MakcumManbHbBIN BBIXOJ

bnyopecueniuu Ha cBety (F'm) wm Texkymmit ypoBens curnana P700 (P) wu
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MakcumanbHoe u3MeHeHue curHaina P700 na cBery (P'm) peructpupoBaliuch ¢
MOMOIIIBIO0 HACKIIIAIOIIUX BCIIBIIIEK, TEHEPUPYEMBIX Kaxabie 10 c.

Konnenrpanus saemnero CO, cocrapisana 360 MKMOIb MOJIb ! B KOHTPOJIBHBIX
ycrnoBusax u ~ 10-15 mxmons mMonb™t B ycnoBusx noHmxenHol xonuentpauu COs.
Temneparypa nucra coctanisiia 23°C, OTHOCUTEIbHAS BIAXHOCTh BO3/lyXa B KIOBETE —
60%. VHTEHCMBHOCTh aKTMHUYHOrO cBeTa (460 HM) mJii HMHTAKTHBIX pPAaCTEHUU

2 ¢’l, MHTEHCHMBHOCTB HACHIIAIOIIMX BCIbILEK (635 HM) BO

cocTasisiia 239 MKMOJIb M
BCEX DKcIepuMenTax cocrasisa 10000 mxmons M2 ¢, qurensrOCTS — 300 MC.

[lapameTpsl ~ aKTUBHOCTM  CBETOBOM  cTaguu  (OTOCHMHTE3a  CyCHEH3Hi
W30JMPOBAHHBIX MPOTOIUIACTOB M XJIOPOIJIACTOB PETHCTPUPOBAINUCH C MOMOILBIO
u3MeputenbHoro oOmoka Dual-PAM-100 mist cycnensmii. TemHOBas amanrtaius Jyis
CYCHEH3UH MPOTOILIACTOB ropoxa cocTapiisiia 20 MUH, 3aT€M ONPENEISUINCh MapaMETPhI
Fo, Fm 1 Py, mogaBaMch HachIarOMUe BCIBIMKH (Kakabpie 20 ¢) 1 aKTHHUYHBIM CBET
(239 mxmomb M2 ¢l). 3ammck (POTOCHHTETHYECKOH AKTHBHOCTH HPOM3BOAWIACH B
teuenue 60 wMuHYT. B 3KcnepuMeHTax C H30JIMPOBAHHBIMU  XJIOPOILIACTAMU
JUTUTEILHOCTh TEMHOBOM ajamnTallud cocTaBisia 3 MuH (Ui Topoxa) v 2 MUH ()i
THIKBBI). Jlajiee ompeaensyiuch HaudajabHble mnapameTrpel Fo, Fn u Pp, momaBamuck
HACBIIIAIOIIME BCIBINKK (KaXIble 5 ¢) ¥ akTMHHYHBIA cBeT (108 Mxmoms M2 ¢?) u
MPOU3BOAMIIACH  perucTpanuss  (HOTOCHHTETHUECKHX MapaMeTpoB. Peructparus
napameTpoB ¢GOToCHHTE3a Mpou3BoAWIack B TeueHue 13 munyt. [lapamnensHo ¢
3aMuChl0  (POTOCHHTETUYECKHX  TMapaMeTpoB  MPOTOIUIACTOB M XJIOPOILIACTOB
peructpupoBayics pH cycreH3un ¢ momoIipl0 KOMOMHHUpOBaHHOTO dJekTpona DCK-
10614 u pH-metpa UITJI-113.

KBanTOBBIII BBIXOJ (oToxumuueckux peakuuii Gotocucremsr Il (y(1l)) u
HedoToxumuueckoe TymieHue duyopecueHun (NPQ) paccuuThiBaIuCh C MOMOIIBIO
Dual-PAM-100 u ero mporpammHoro obGecrneueHust mo ¢opmynam: y(1l) = (Fn' —
F)YFn; NPQ = (Fn — Fn)/Fn' (Maxwell, Johnson, 2000). KBaHTOBBIi BBIXO.

dboToxumuueckux peaknuii porocuctemsl | (y(I)) paccuutsiBancs mo Gopmyne y(l) =

(Pm" — P)/Pn (Klughammer, Schreiber, 2008). Vposens accumunsimu CO; (Acoz,
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MKMOIb M?2 ¢?1) paccumteiBanca ¢ nomompbio GFS-3000 M ero mporpaMMHOIO

obecneuenus corimacao Von Caemmerer, Farquhar (1981).

2.2.3. OueHka CKOPOCTH MOTJIOIICHUS KHCJI0POAA MPOTOILIACTAMU

M3mepeHnst CKOPOCTH TMOIJIOIICHHMS] KHUCJIOpOJa Ha CBETY Y CYCIEH3UHU
MPOTOILUIACTOB MPOBOAMINUCH MOJSPOrpaPpUUECKUM METOJOM C MOMOIIBIO YCTaHOBKH,
cocrosield u3 mpudopa I onpenencHus KonmnenTpamun O, B cycneHsusax Oxygraph
Plus System (Hansatech, Benuko6puranus) u I1K.

B KroBeTy, pacrnosio;KeHHYIO HaJl KaTOJOM KHACIOPOAHOIO 3JIEKTPO/IA, 3arpyKaauch
1 M cpenpr m 0,2 M KUIOKOCTH C MpOTOILUIACTAMU. MeEXIy pacTBOPOM M KATOJIOM
pacnoyaranach MeMmMOpaHa, mnpomyckatomas Oz, W nanupocHas Oymara s
PaBHOMEPHOTO pachpeleseHuss d3JeKTponuTta. g TOpenoTBpalleHus OcedaHus
IPOTOIUIACTOB HCMOJIb30BAJIACh MAarHUTHAas MeEIajKa, BCTPOCHHAass B KOHTPOJIbHBIN
onok. IlonnepxaHue NOCTOSIHHOM TeMIEpaTypbl CYCIIEH3UMM BO BpeMs H3MEpPEHUs
(25°C) ocymecTBISUIOCH ITyTEM MTPOTOHKH OOJIBIIOIO 00BhEMa BOIABI BOKPYT KIOBETHI M3
€MKOCTH C 3aJlaHHOM TeMIepaTypoi ¢ MoMoIIbI0 nepuibcTatuueckoro Hacoca HI1-200
(AJIBBEJIO, Poccus).

Bo Bpemsi u3MepeHHil MOJIIEPKUBAJICS CBETOBOM PEXHUM, OJIM3KUNA K YCIOBHIM
OCBEIICHMS PU UCCIEAOBAHUAX CYCIEH3MM MPOTOILIACTOB C MOMOLIBI0 MeToga PAM-
bayopumerpun (mocsie 20 MUH TEMHOBOM ajanTallud BKJIFOYAJICS aKTHUHUYHBIM CBET
470 HM MHTEHCUBHOCTBIO 240 MKMOIb MZ ¢t). KOHTpoNbHAS 3amKMCh IPOM3BOAMIACK
IIOCPEJICTBOM perucrpauuu KoHueHTpanu O, ComepkKaierocss B u3MepsAeMon cpene, u
cKopocTu ero u3MeHeHus. Jlamee cycnensusi, MemOpaHa W Oymara 3aMEHsUIMCh Ha
HOBBIE, Y IPOU3BOJINIACH BTOPAst 3aIUCh (OMBIT).

JInsi OLIEHKM aKTUBHOCTU (DOTOCHMHTE3a HCIOJIb30BaJIach CKOPOCTb W3MEHEHUs
koHueHTpauu O, coaepsainerocs B o0paslie, KoTopasi Onpeaessaach ¢ BpEMEHHbIM

marom 30 c.
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2.2.4. dayopecueHTHbIH aHaau3 n3MmeHenuii pH

Jns oneHkun auHaMuKd pPH B HMHTAKTHBIX MPOPOCTKAX TOpOXa M THIKBBI
ucnosb3oBanuch guryopecueHTHole 30061 FITC-dextran u BCECF,AM.

s onenku pH amorutacta ucnonb3oBaics ¢uryopecuentHbii 3001 FITC-dextran
(piryopecnienn m3otronanar-aexctpan, Sigma-Aldrich, Inc., USA) (Muhling, Lauchli,
2000; BogeneeB u gap., 2010), KOTOpBIH JOKAaIU3yeTCs B aloILUIaCTe PaCTCHHUS
OJlarosiapsi HaJIMYHUIO B €r0 COCTAaBE MOJIEKYJIbI JEKCTpaHa, MPEACTaBISIOMIEr0 co0oi
Pa3BETBIEHHBIN MOJIMCAaXapyJl U HE TO3BOJISIIOIIETO 30HAY MPOXOAUTH BHYTPH KJIETKH
yepe3 MIa3MaTHUCCKyr MeMOpaHy. JIJTMHBI BOJH MaKCHMyMOB BO30YXIEHHUS (AexMax)
u ¢ayopecueHuu (Aemmax) 3onma FITC-dextran coctaBisitor 490 HM u 520 HM,
COOTBETCTBEHHO. JIJis 3arpy3Ku 30H7a JIUCT pacTeHus (y ropoxa) WU y4acTOK CTeOJIs
(1711 THIKBBI) C YaCTUYHO YJANEHHBIM SIHUJICPMHCOM HHKYOUPOBAJIM B TEMHOTE B
teueHue 12-14 wyacoB B pactBope FITC-dextran (50 MkM) npu KOMHATHOM
TEMIIEpAType, MOCJE YETO CMBIBAIIU 30H/I C IOBEPXHOCTU PACTEHUS.

Jns  ouenkn pH 1muTomiasMel  KUCMONB30BaJICH  (IYyOPECLEHTHBIA — 30H]
BCECF,AM (2',7'-6uc-(kapookcuaTrin)-5(6)-kapbokcudryopeciienHa
arnierokcumetnioBeiii 3¢up, Life Technologies Corp., USA) (Dixon et al., 1989),
KOTOpPBI CHOCOOEH MPOHUKATh dYepe3 IUIa3MaTHYECKyl0 MeMOpaHy Onarogaps
BXOJSIIEMY B €ro COCTaB all€TOKCHUMETHIOBOMY KOMIIOHEHTY, KOMIIEHCHUPYIOLIEMY
orpuuarenabHblii 3apsa  uyopodopa BCECF. Ilpu 3TOoM HelTpanbHas MoJEKyJa
BCECF,AM cB00OOJHO MPOXOAUT B KIETKY, TJ€ BHYTPUKJIETOYHBIE OSCTEPa3bl
OTIICTUITIOT AM-KOMITOHEHT, BBICBOOOYK1asi YyBCTBUTEIBHBIN K MpoToOHAM (i1yopodop.
Jnsa npenorBpaiieHuss oTmieniaeHus AM-KOMIIOHEHTa BHEKJIETOYHBIMHU 3CTEpa3aMu
3arpy3ka 30H7a npousBoauiack npu Temneparype 4°C (Zhang et al., 1998) myTtém
WHKyOanuu gucta (y ropoxa) Wi ydacTka cTeOJst (1Sl THIKBbI) MHTAKTHOTO PacTeHUS
C YaCTUYHO yNAJIEHHBIM 3MUIAEPMUCOM B TEMHOTE B TeueHue 12-14 gacoB B pacTtBope
BCECF,AM (20 MxM). Jlanee 30H1 OTMbIBAJIX IMyTEM MHOTOKPATHOW 3aMEHBI pacTBOpA

B TeyeHue 2-3 4acoB. JInMHBI BOJH MakCUMyMOB BO30YXIEHHUS (AexMaX) U
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bayopecueriuu  (Aemmax) 3oxma BCECF,AM cocraBistor 490 amMm u 530 HM,
COOTBETCTBEHHO.

Peructpamust  dyopeceHIIMM  30HAOB  OCYIIECTBISIACh € ITOMOIIBIO
cnexktpoduryopumerpa Shimadzu RF-5301PC (Shimadzu Corp., Japan) u cnenuaibHOTo
BBEIHOCHOTO OJi0Ka A1 TBEPABIX 00pasnoB «Jlarymka» («['panar», Poccus) (puc. 2.4).
K ygacTky pactenus, 3arpyK€HHOMY 30HJIOM, MOJIBOJIUIIOCH ONTOBOJIOKHO BBIHOCHOTO
onoka «Jlgarymka», auaMeTrp HCCIEeIyeMOM 30HBI COCTaBsUl OKOiIo 1 Mm. 30Ha
peructpanu  GIYOPECICHIINN 3aTeMHSIACh C TIOMOIIBI0 HEMPO3PadyHbIX CTEHOK.
[TapamnensHo ¢ peructpaiueit QIyopecleHIM B UCCIeAyeMON 30HE MPOU3BOINIIACH

3aIMCh JNEKTPUUYECKON aKTUBHOCTH.

r===== Tt TS TS T T T T T T T T T T T T T T T 1
1 TIK b————i crnekTpoduayopumerp !
|

[
. I
-I- BO30y KJarolmi cBeT  (uryopecueHiys |
> 1
P=-—L - ey = 490/450 1M Aem = 525uM :
| YCHJIINTEOD | hex = 490/460um dem = 520HM |

I AU, MB

0KOI

Puc. 2.4. Cxema yCTaHOBKM MJi1 PETUCTPALMMU DBJIECKTPUUECKON AaKTUBHOCTH U

(bayopecleHIMN Y TPOPOCTKOB ropoxa

KonmnuectBeHHyro  onenky wu3MeHeHn pH  amomiacrta  mpows3BOIWIA
paTUOMETPUUECKUM METOJOM, JJsi 4Yero OIEHWBaJM W3MEHEHHE OTHOIICHUS
uHTeHcuBHOCTEH (Quryopecuienimu 30HAa FITC-dextran mpu ero Bo30yxkaeHWM Ha
mmHax BoH 490 HM u 460 HM (lago/lseo) (Hedrich et al., 2001); peructparms

bayopeclieHIIMM  OCyIIeCTBIsUIach Ha jymHe BouHbl 520 HM. Kammubposka
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MIPOU3BOIUIIACH C UCTIONIb30BaHueM OydepHbix pactBopoB (Tris-MES, 20 MmM) ¢ pH ot
5,0 no 8,0 (mar 0,5 exn.), B KOTOphIe MOOABISIICS 30HI ¢ KOHEYHOW KOHIICHTpaIuei
2-10° M. IIpu s>tom 3aBucHMOCTh lago/lsso 0T pH pactBOopa mis 3omma FITC-dextran
ONMHMCHhIBAIaCh ypaBHeHHEM (1), KOTOpOe HCIIONB30BAIOCH Jaiee IS OMpPEISIICHUs

a0COMIOTHBIX 3HaYeHHi pH.

y = 0.2757x — 0,7909 (1)

KonuyecTBeHHYI0 OIICHKY HW3MEHEHHMM BHYTpUKJIEeTO4HOoro pH mnpousBoamim
pPaTHOMETPUYECKHM  METOJIOM, JUISI Yero OICHWBAIM HW3MECHCHHE OTHOIICHUS
uHTeHcuBHOCTeH (uyopecuenimn 3ou1a BCECF,AM mpu ero Bo30yXIeHUU Ha
mmHax BodH 490 HM u 450 HM (lago/lsso) (Boens et al.,, 2006); peructparius
(bayopecleHIIuN OCYIIECTBISUIACh Ha JJIMHE BOJHBI 525 HM (JJ11 TPOPOCTKOB THIKBBI —
530 um). KanubpoBka npousBouiachk ¢ UCMoib30BaHueM OydepHbix pacTtBopoB (Tris-
MES, 20 mM) ¢ pH ot 5,5 no 9,0 (mar 0,5 en.), B KoTopble A0OABIISLICS 30HA C
KOHe4HOI KoHueHTpamueil 2-107° M. Ilpu sTom 3aBHCMMOCTB l390/1450 0T pH pactBopa
st 3oua BCECF,AM onuceiBasiack ypaBHeHHEM (2), KOTOPOE MCIIOJIb30BAIOCH J1ajiee

JUISL OTIpeieSIeHHs] aOCOJIFOTHBIX 3HaueHu pH.

y = 0.5329x — 1,1007 )

KonnyecTBEeHHBI aHAINW3 KOHLEHTPAUA ITPOTOHOB OCYLIECTBIISUICS ITYyTEM
CHSITUSI CLIEKTPOB BO30YXACHUS MEPUOAUYHOCTHIO 5 CEKYH/ M MOCIEIYIOIIEro aHalln3a

W3MEHEHUN OTHOIIIEHUH |490/|460 (FITC-dextran) nu |490/|450 (BCECF,AM)
2.2.5. UHruOMTOpHBIN aHAIU3
Jlns ananu3a BnusiHus akTUBHOCTH H'-AT®a3bl Ha MHIYIMPOBAHHBIN 0XKOrOM

ANEKTPUYECKUH M (POTOCHUHTETHYECKHM OTBET HCCIEAYEMbIH JIMCT WHTAKTHOIO

IpOpOCTKA Tropoxa BBIMAYMBAJICS B pacTBope crenupuveckoro uHruomropa H'-
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AT®da3ber mnazmaruueckoit MmemOpansl oproBaHagata HaTpus (NasVOs, 500 MxM) B
teyeHue 120 MuH. B npyroil cepum SKCIEPUMEHTOB JUCT MHTAKTHOTO PACTEHUS
BbIMauuBalcs B pactBope (py3uxokmuHa (1 MxkM), KOTOpBIA MOBBIIIAET AKTUBHOCTD
IPOTOHHOTI'O Hacoca, B Teuenue 120 mun (Marre, 1979; de Boer, de Vries-van Leeuwen,
2012; Camoni et al., 2013). B 06oux ciaydasx mist auddy3un TeiCTBYIOMIETO BEIIECTBA
B NIAPEHXUMY JIMCTOBOW IJIACTUHKHU HA UCCIEAYEMOM JIUCTE MPEABAPUTEIBLHO JIENIAIUCh
HEOOJIbIIINE HACeUKH, MoBpexaatone smuaepmuc. [locie oOpabOTKM JUCT pacTeHUs
MOMEIIAICs B KIOBETYy u3MepuTenbHoro Onoka PAM-dnyopumerpa. [lanbueiinme
UCCJICIOBAHMS TAPAMETPOB  DJEKTPUUYECKOH UM (POTOCHHTETUUYECKON AaKTUBHOCTHU
IIPOBOJAMIIMCH B COOTBETCTBUU CO CXEMOM, IOKa3aHHOW Ha puc. 2.3.

Jlns aHanu3a BAUSHUA MHruOuUTOpa MNpOTOHHOM ATda3pl 1Ia3MaTUYECKON
MeMOpaHbl Ha CBETOBBIE peakui (POTOCUHTE3a CYCIIEH3UU MIPOTOIIACTOB rOpoXa yepes
30 MuH moclie Hayaja 3aluch  (POTOCMHTETUYECKUX MapaMeTpoB B CYCHEH3HUIO
IPOTOILIACTOB JA00ABIISAJICS OPTOBaHAAAT HATpuUs (KOHEYHasi KOHLEHTpalus COCTaBsia
250 MxM). pH cycneH3uu OLEHUBAJICA C MOMOIIbI0 KOMOWHMPOBAHHOTO 3JIEKTPOJIa
OCK-10614 u pH-merpa UILI-113. OOmas AJIMTETLHOCTh 3amUCH cocTaBiisia 60
MuHyT. [Ipu uccnenoBaHuu BIMSHUS OpTOBaHa/laTa HAaTpUs Ha Ta3000MEH CYCIIEH3UU
MPOTOIUIACTOB B YCIOBUAX OCBEIIECHUSA MOJSPOrpaduuecKUM METOIAOM Yepe3 5 MUH
MocJie Hadaja 3almucu B KlOBeTy jgo0aBisioch 30 Mk uHrHOWTOpa (KOHEYHAs
KOHIIEHTpalus cocTaBiisia 250 MkM) ¢ momoiisio Mukpornnpuna (Hamilton,CILA).
JInst BBISBIICHUS BJIMSIHUS OpTOBaHaJaTa HAaTpPUS B aHAJIM3€ HMCMOJb30BAJIM Pa3HOCTU
JUHAMHK W3MEHEHHUs CKOPOCTH MOTJIOLIECHHUS KUCIOpoJa B ombiTe (C A00aBiIeHHEM
NazVVO,) u kouTpose (0e3 modasienus NazsVO,), KOTOpbIe pacCUUTHIBAIN JISI KaXKI0TO
HKCIIEPUMEHTA.

Jlis aHanu3a BIUSHUS UCKYCCTBEHHOTO 3aKHCJICHMS LUTOIIAa3Mbl Ha (POTOCUHTE3
UCIIOJIb30Balach MOJI€NIbHAasg CHUCTEMa — UWHTAKTHOE pacTeHUE, JHUCT KOTOpPOTo
nomemancs B KioBery PAM-¢uyopumerpa ¢ BOAHBIM pPacTBOPOM, HMEIOIIUM
¢bukcupoBannoe 3nauenne pH (cm. mynkr 2.1.1). Yepe3 60 muH mocne Havana 3amucH
(OTOCHHTETUYECKUX TapaMeTpoB B pacTBop naoOamisuiock 100 MK cTaHIapTHOrO

pactBopa wiu NaCOs; (koHeuHass KoHIeHTpaius coctaBiasuia 250 MmxM). [lns
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uMuTanuu corpososxaatomiero BIT Bxona npoToHoB B kieTky depe3 10 MuHyT mocie
storo nmobGamisiock 50 Mk mpotoHodopa KIXDIN (Sigma-Aldrich, Inc., CIIA),
KOHEUYHAsl KOHIICHTpAaIusi KOTOPOro B KioBeTe coctaisiia 25 MKM. Ilocie nobasneHus
KIX®I' peructpanus (POTOCHMHTETHYECKUX MapamMeTpoB Mpou3Boamwiach 30 MUHYT.
[TapannenbHO OCyIECTBISLICS KOHTPOiab pH pacTBopa ¢ mOMOIIbI0 KOMOMHUPOBAHHOTO
pH snekrpona u pH-meTpa.

[Ipu uccnenoBaHWu ydacTusi MPOTOHOB B MHAYKIIMM M3MEHEHMH (POTOCHMHTE3a
UCITI0JIb30BaIach MOJIEJIbHAS CUCTEMA — CYCIIEH3Us XJIOPOIUIACTOB TOPOXa U THIKBBI. J[71s1
MCKYCCTBEHHOT'O 3aKUCJIEHHUsS Cpellbl MHKYOAlMHM XJIOPOIUIaCTOB depe3 8 MUH Tocie
Havajia 3aIucH mapamMeTpoB poTocuHTe3a B cycnen3uto qooasisuiack 0,5 M HCI, 06bém
kotopoit BapsupoBain (50, 80, 100 u 120 mki). Jlyisi OLEeHKK BIUSHUS JOOABJICHUS B
KIOBETY PacTBOpa pa3jM4yHOro o0bEMa Ha PEruCTpUpPYEMbIe MOKa3aTeld 3a 3 MUH JI0
nobasneanss HCl B cycmeH3Wio XJIOPOILIACTOB JO0ABJISUIOCH COOTBETCTBYIOIICE
KOJMYECTBO  cpelabl  WHKyOaruu.  Peructpamuss  mapametpoB  (GOTOCHHTE3a
npousBoawiack B TeueHue 13 muHyT. I[lapamnensHo ¢ 3amuchi0 (POTOCHHTETUUECKUX
napameTpoB peructpupoBaicsi pH cycneH3un ¢ momouibio KoMOuHHpoBaHHOro pH

anektpoaa u pH-metpa.

2.2.6. MaTtemaTu4eckoe MOAeJIMPOBAHNE

JIis  TeopeTHYecKoro aHaiu3a BIUSHUS BapuaOeNbHOTO TMOTEHIMAla Ha
(OTOCMHTETUYECKYIO aKTUBHOCTh ObLIa MCIOJb30BaHAa MareMaruueckas mozenb BII
(Sukhov et al, 2013), yuurbBaromas pabOTy TPAHCIOPTHBIX CUCTEM Ha
ra3MaTudeckoil MemoOpane u OydepHble CBOWMCTBA amoruiacTa M IUTOIUIa3Mbl. JlJis
aHanu3a BiusHusg BIl Ha ¢oToCHHTE3 y BBICHIMX pPacTeHUW B MOJENH YUUTHIBAIUCH
OKCIIEPUMEHTAIbHBIC JaHHBIC, MOJTYYCHHBIEC B XOJI€ BBIMOJHECHUS MPEABLIYIINX JTaroB

HACTOAIIICTO UCCICAO0OBAaHMUA. MOI[GJ'II) dHAJIU3UPOBAJIM YUCICHHO, MCTOAOM Bﬁnepa.
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2.3. CratucTudeckasi 00padoTka pe3yJibTaToB

buonoruueckas MOBTOPHOCTh IKCHEPUMEHTOB cocTaBisiia 5 — 35. J{ns ananmza
pe3yibTaTOB MCIOJIB30BAIMCH METOJABl BAPUALIMOHHOM CTaTUCTUKH. Pe3ynbTaTsl
IIPEACTABICHbl B BUJE THUIMYHBIX 3alMCEH, CPEIHHUX 3HAYEHUUW M MX CTaHIAPTHBIX
OTKJIOHEHHH. [IOCTOBEpHOCTh pa3ivyuil OLICHUBAJAcCh C HCIIOJIb30BAHUEM KPUTEPHS
CrtpIOOeHTA.

JIns KOppEIALMOHHOIO aHalIM3a CBSI3W BBI3BAHHBIX OXKOIOM HM3MeHeHud pH u
(OTOCMHTETUYECKUX MapaMeTpoB JuHamMuKku pH amommactra W OUTOIIa3MBL,
accummwisiiuu CO2 u NPQ ObuIM yCpenHEHbl B MUHYTHOM JUAaNa3oHE B KaXKIOM
OTJIEJIbHOM 3KCIEPUMEHTAIbHOM ToBTOpe. Jlamee ObulM HaWJIEHBl BEJIMYUHBI
U3MEHEHUM WCCIeNyeMbIX IlapaMeTpoB Iipu reHepauuu BII B kaxagom us
HKCIIEPUMEHTAJIbHBIX MOBTOPOB M OBUIM MOCTPOEHBI 3aBUCHUMOCTH ITHX BEIUYHH OT
BpeMeHHU. [lonmyyeHHble TMHAMUKHA YCPEOHSIN 110 BCEW COBOKYIIHOCTH JKCIIEPUMEHTOB
W PACCUMTBHIBAJIM CTAaHIAPTHOE OTKJIOHEHWE B KaXJoW Touke. [lamee paccumThiBamm
KO3 (PUIIMEHT KOppEeNsUud MEXKIy W3MEHEHHSMH BHYTPU- W BHEKJeTouyHoro pH u

napamerpa Acoz 1 NPQ.
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I''TABA 3. HCCIIEAOBAHUE BJIMAHUSA JIOKAJIBHOT'O OKOT'A U
BBI3BAHHOI'O nm BAPUABEJIBHOI'O HOTEHIUAJIA HA
®OTOCHUHTETUYECKHE ITPOIIECCHI ¥ BHICHINX PACTEHUI

UccnenoBanue 3eKTPUYECKOW aKTUBHOCTH MPOPOCTKOB TOpoXa MOKa3alio, 4YTO
OXKOI' JUCTa B OOJBIIMHCTBE CIIy4aeB WHAYLHUPOBAT  PaCHpPOCTPAHSIOMIUNCS
ANEKTPUUECKUI CUTHAN MO TUNy BapuabenbHOTO noTeHiumana (puc. 3.1a). Ilpu stom
aMIUIUTyAa peakuuu B crebne coctaBiasia 66 + 3 MB, a ammmryna BII,
pacIpoCTPaHAIOLIECTOCA B HEpa3IpaXEHHBIN JIUCT, cocTaBisuia 44 £ 6 mMB. Jlunamuka
ANIEKTPUYECKON aKTMBHOCTU BKJIIOYala B ceOs HauyallbHOE€ M3MEHEHHE MOTEHIMala B
CTOPOHY JAenoJisipu3anuu (3—6 MHUH) U MOCIEAYIOUIYIO JIUTEIBHYIO PENospU3alluIio.
JnmurensHocTh pa3Butus BII cunbHO BappupoBana u cocTaBisiia oT 5 A0 60 MUHYT.
Pacnipoctpanenne Bei3BaHHOTO O<oroM jucTta BII pernctpuposamocs B 89% cirydaes
yepe3 1-3 MunyThI nocne pasapaxenus. CkopocTs pactipoctpanenus BII ot anekrpona,
Haxojsmierocs Ha credne  (D¢r), A0  DBIEKTPoJa, pacrlojiaralolierocs Ha
HepaszapaxeénnoM mcte (D,), coctasisna 0.9 £ 0.2 mm ¢ 2.

IIpu mnpoxoxaenuun BIl B wucciaegyemblii JuCT HaOMIOAAINCH HW3MEHEHUS
dborocunTeTHueckux napamerpoB (puc. 3.10). beuio mokazano, yto BII BeI3bIBaN
camkenue ypoBHs accuMuisiiud COz (Acoz). MakcumanbHasi aMIUIMTyia U3MEHEHUN

2 ¢t (73% or HavanbHOrO YpPOBHS

Aco2 cocraBmsuia 2.52 £ 0.30 MKMOIbp M-
accumwisiiiuu CO, Ha cBety). B orBer Ha BII Takxke HaOMI01aI0Ch CHUXKEHUE
aKTUBHOCTH CBETOBOM CTaauM (POTOCHHTE3a, KOTOPOE MPOSBISAIOCH B CHUKEHHUU
KBaHTOBBIX BbIXOAOB (oropeakuuii ¢dotocucrem 1 (y(I)) m II (y(II)) m pocrte
Heoroxumuueckoro tymenust dayopecueHiuu (NPQ). Tlapamerpsr y(I) u y(II)
camxkanuch Ha 0.075 + 0.01 u 0.086 + 0.015, cooTBeTCTBEHHO. AMILTUTYAa U3MEHEHU I
NPQ cocraBnsima 0.73 + 0.09. U3meHeHus: GOTOCHMHTETUYECKUX IMAPAMETPOB HMMEIHU
CIIOKHYIO JHMHAMHUKY: O3KCTpeMyMm u4epe3 5-10 MuH mDocie Hayaia pa3BUTHUS

AIEKTPUUYECKON peakiuu U JaIbHEHIINE MEIJICHHbIE U3BMEHEHUS JUIUTENbHOCTHIO OT 30

MUH.
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Puc. 3.1. UaaynupoBaHHbBIE 0XKOTOM HM3MEHEHHUS 3JEKTPUUYECKOTO MoTeHlHana (a) u
napaMeTpoB (poTocunTesa (0) y ropoxa U cxeMa HaHeCEHUs pa3pa)KeHUsl, perucTpaiu

AIIEKTPUUYECKOTO MOTEHIMAIA U (POTOCHHTETHUECKUX MapaMeTpoB pactenus (B) (N = 11)
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Puc. 3.1. (OxoH4aHue) Jer — AIEKTPOJI, pPACHOJIAraAlOIINICA Ha cTe0ie MEXITy 30HOM
pasIpakeHHs U PETUCTPAIMHA TapaMeTpoB (POTOCHHTE3A; Iy — IIMEKTPOI, HAXOISAIIANCS

Ha apHOM K HCCIIEyEMOMY JIUCTE; Dep — JIEKTPOJ CPABHEHHUS.

[TommyuenHble pe3ynbTaThl COTIACYIOTCA C JaHHBIMH psga pabor (Grams et al.,
2009; Sukhov et al.,, 2012, 2014;), omMCHIBAIOIIUX CBSI3b OJCKTPUYECKUX U
(OTOCUHTETUYECKUX OTBETOB, BBI3BAHHBIX JIOKAJIbHBIM MOBPEXKICHUEM, Y Pa3HBIX
BUJIOB pacTeHHil. B YacTHOCTH, M3MEHEHMsI TaKOro Xapakrepa HaOJIIOAANUCh MpU
redepauuu BII y kykypy3sl (Grams et al., 2009), repanu (Sukhov et al., 2012) u ropoxa
(Sukhov et al., 2014).

B Hexotopbix cnydasx (~21%) BII Bo3Hukan BOJU3M OT 30HBI pa3Ipark€HUs,
OJTHAKO B HCCIIEAYEMbIi JIMCT He mpoxoaui (puc. 3.2a), mpu 3TOM OTCYTCTBOBAIU
BBIpDQKEHHbIE HW3MEHEHHUS (DOTOCHHTETHMUECKUX MapaMmeTpoB (puc. 3.2a). Takoi
pe3ynbTaT corjiacyerca ¢ JaHHbIMU padoThl Sukhov et al. (2012), momydyeHHbBIMU Ha
pacTeHUsiX TepaHu, M CBUIETEIbCTBYET B IIOJIb3y TOIO, YTO PacHpoCTpaHEHUE
ANEKTPUYECKOM pEeaKIMH SBISETCA  00s3aTE€NbHBIM  YCIOBUEM  (DOpMUPOBaHUS
BBI3BAaHHOM JIOKQJIBHBIM TOBPEKICHUEM OBICTpOM HMHAKTUBAIMK (OTOCHHTE3a B
Hepa3apaKEHHBIX YaCTAX PACTCHHUS.

[Ipu ananmuse CBsI3W aMIUIMTYIbI BapuaOENbHOTO TMOTEHIMAIAa C BEIMYMHAMU
U3MEHEHUN (POTOCHHTETHUECKUX MapaMeTpOB y IMPOPOCTKOB ropoxa BCE 3aIllUCU ObUIH
pPaHXMPOBaHbl MO BO3pacTaHuio aMiumtyasl BII m pasgenensl Ha 4 rpynmsl. beuio
nokazaHo (puc. 3.3), yto c yBenmuueHuem amiuMTyabl BIl Benmmumna oTBeTa
HEe()OTOXMMHUYECKOTO TYyIIEHUs (DIyOpeCcUEHIMN BO3pacTalia U JOCTUraja HaCHIICHUS
npu O6onbmux ammutynax BII. Takke mpu Bo3pacTaHUM BEIUYMHBI AJIEKTPUYECKOTO
OTBeTa HaOJII0JaN0Ch ycuieHue nojasieHuss accuMuisaiuu COz, KOTOPOE HECKOJBKO
camwkanocs npu BIl ¢ Oonbmioit ammuutynoi. Takoil pe3ynbTarT —sBISIETCS
JOTIOTHUTEIHHBIM apPTyMEHTOM B TIOJb3y CBS3W BapuaOENbLHOTO TMOTEHIMAala |

(bOTOCHHTCTH‘-I@CKOFO OTBCTA, BEI3BAHHOI'O ITIOBPCIKACHHUCM.
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Puc. 3.2. UaaynupoBaHHBIE 0KOTOM HM3MEHEHHUS 3JIEKTPUUYECKOTO MoTeHIHana (a) u
napameTpoB (QotocuHTteza (0) y Tropoxa B ciydae OTCYTCTBHUS MPOXOXKICHUS

BapHadeIbHOTO MOTEHIMANIA B UCCiIeayeMblii tuct (N = 3)
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Puc. 3.3. 3aBucumoctu usmenenuii accummanun CO; (AAcoz) 1 HEPOTOXUMUYIECKOTO

tymenus (ayopecuenmmu (ANPQ) ot ammmutyasl BapuadbensHOro noreHmana (AVs)
(n=8-9)

BnusHue TOKaTbHOTO MOBPEXACHUS HA AJIEKTPUUYECKYI0 U (POTOCHUHTETUYECKYIO
aKTUBHOCTb OBLIO MCCJIEI0BAHO TAaK)KE€ HA PACTEHUSX JPYroro BHJA — MHPOPOCTKAX
THIKBBI. BBUIO MMOKa3aHO, YTO OXOI CEMSJIOJBHOTO JIUCTA BbI3BIBAI TEHEPALMIO U
pacrpocTpaHeHue BapuabelbHOro notreHiuana (puc. 3.4a). AMIIuTyAa CUrHaiza mpu
ATOM BapbUpOBajia B Auara3one oT 14 no 84 MB u B cpenHeM coctapisiia 67 += 4 mB B
yepemke ucciaenyemoro aucrta u 50 + 6 MB B TMCTOBOM IIIACTUHKE, YTO CYLIECTBEHHO
HE OTVINYAJIOCh OT ITAPAMETPOB IEKTPUUECKUX OTBETOB HA OKOT B IPOPOCTKAX TOPOXa.
JliurensHOCTh (a3l penossipuszanuu coctaBisuia 20 MUHYT U OoJiee, a CKOpPOCTb
pacmpocTpaHEHUsl CUTHala COCTaBiisjia He 0ojiee HECKOJIbKUX MM/c. Bpems mexnay
pazapaxeHueM U HadajgoM paszutus BII B uccnenyemom nrcre cocrapiisiio He Ooee 1
muH. Pa3Butue BII B uccinegyeMoM nucTe BBI3BIBAJIO U3MEHEHUS (POTOCHHTETUYECKON
akTUBHOCTU (puc. 3.40), MpOsBISIIONIMECS, B YACTHOCTHU, B JJIUTEIHLHOM CHI)KCHUU

ypoBHs accummisinuu CO».



48

O T T Bpemit, MH\H T T 1
a 02KOTr
0 ls 10 15 20 25 30
-50
e 1
=
oy
>
-100 — Der
| — 9,
-150
0,45
= i
0 Q w;
Z 0,4 -
= s
= =
- :
=0,35 .
0,3
B [

3o0Ha perucTpanuu
napamMeTpos ¢goTocuHTe3a

Puc. 3.4. UaaynupoBaHHbIE 0XKOTOM HM3MEHEHHUS BJEKTPUUYECKOTO MoTeHnHana (a) u
napameTpoB potocuHTe3a (0) Y THIKBBI U CXE€Ma HAHECEHUS Pa3IpaKeHUs, PETUCTpaIuu
3JIEKTPHUYCCKOTO MOTEHIMAa U (POTOCHHTETHUECKUX MmapaMeTpoB pactenus (B) (N = 15)
Der — DIEKTPOJ, pacloiaraloniuiics Ha creldjie MEeXIy 30HOM pa3fApakeHuss u
perucTpanuy napameTpoB (GOTOCUHTE3a; Dy — DIEKTPOJ, HAXOJANIUINCS HAa MAPHOM K

UCCIIEYEMOMY JIHCTE; Dep — AIEKTPO]] CPABHCHHS.
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Amnutyna orBeta Acoz coctaBisuia 1.0 £ 0.2 MKMOJIb M2 ¢!, uto COOTBETCTBYET

~22% ot HauanbHOrO ypoBHs accumunsmun CO Ha ceery (4.5 £ 0.2 MxMonb M 2 ¢ 3).
N3menenust Aco, HaUMHAIUCh NpUMEpPHO Yepe3 | MuH mocne Havyana pasButusa BII u
JOCTUTAIM MakCMMyMa B cpeaHeM uepe3 12 MuHYT nociie pasapaxkenus. [Tomumo
n3MeHeHuil ypoBHA accumwisiiuu  COj, reHepauus BIl Bei3biBana CHUXEHUE
aKTUBHOCTH CBETOBOM cTaauu (OTOCHHTE3a, KOTOpPOE, OJHAKO ObUIO MeHee
BBIPAKEHHBIM, Y€M B MpopocTkax ropoxa (puc. 3.40). B wactHOCTH, HaOMIOAATIOCH
JUIIb HEOOJBIIOE MEJUICHHOE TOBBIIICHHE YPOBHSA HE(POTOXUMHUYECKOTO TYIICHHUS
bayopecueniuu (0.16 = 0.03). Bpemss Mexay HadaloM AJICKTPUYECKOM peakIiuud U
HayasioM pocta NPQ cocTaBisio B cpeHEM 4yTh Oosiee 2 MHHYT, YTO 3HAYUTEJIbHO
MEJUICHHEE, YeM UHIYKLUS OTBETA Acoz. I3MEHEHN KBaHTOBBIX BBIXOJIOB (DOTOCHCTEM
I u II B OonblIMHCTBE ciayyaeB HE HaOJIOAJIOCh, OJHAKO B psjie ciydaeB (Ipu
CYIIECTBEHHOM HM3MeHeHHHU ypoBHs accumusanuu CO, Ha ~2 MKMOJIb M 2 ¢+ 1 Goiee)
ObLTO 3aperucTpupoBaHo Hebomboe camkenue y(I1) u y(II).

JUiss aHanmu3a CBSI3M MEXKAY aMIUTMTYJOM BapuaOelbHOrO IMOTEHIMaNna U
BeNMYMHOW wu3MeHeHud accummwninu CO; U He(POTOXMMUYECKOrO TYLIEHUS ¥
IIPOPOCTKOB THIKBBI BCE 3alMCH ObUIM pa3/ieleHbl HA TPU PaBHbIE IPYMIbl (C HU3KOM,
cpeaneit u Bbicokoi ammutynoil BII, n = 5). Kak BumHo u3 puc. 3.5a, BenuuuHa
CHWXKEHUS Aco; JMHEWHO 3aBucena or amrmiutynbl BII, mpu stom Habmomanoch
JIOCTOBEPHOE Pa3Iuyne MEKy CHUKEHHEM Acoz B TpyIIe ¢ HU3Kou amrutyaou BIT u
B TPYIINE C BBICOKOM aMIUIMTYIOM. 3aBUCHUMOCTb Bo3pacTtaHuss NPQ OT BeaM4YuHBI
MEKTPUUECKUX U3MEHEHUN TaK)Ke XOpOIIO OMHCHIBACTCS JIMHEWHOW (hyHKIMEH (puc.
3.50), mpu 3TOM pa3nvuus MEXIy TpYNIaMH C HU3KOM M BBICOKOW aMruiuTynoi BII
Tak)ke ObUIM IOCTOBEPHBIMU. Takasi CBSA3b aMIUIUTY/bl U3MEHEHU POTOCUHTETUYECKHUX
napameTpoB ¢ aMruTynoi BII y THIKBBI cornacyercs ¢ JaHHBIMM, IOJyYEHHBIMU Ha
npopocTtkax ropoxa (puc. 3.3). B To e BpeMs, 3aBUCUMOCTb BEJIMYMHBI OTBETa Aoz U
NPQ or ammumryasl BII y TBIKBBI XapakTepHu3yeTcsi OTCYTCTBHEM HACBILIEHUS MpU
OOJBIIMX BETMYMHAX U3MEHEHHs noTeHuuana (puc. 3.5). Takue paznuuus MOTyT OBITH
OOyCJIOBJIEHbI TE€M, UYTO Yy MPOPOCTKOB THIKBBI HE ObLIM 3apeructpupoBanbl BII ¢

aMIUTUTYJIOM, TPU KOTOPOH y Topoxa mocTuraics 3h(EKT HaCHIIEHUS.
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Puc. 3.5. 3aBuUcMMOCTh BE€IMYMHBI W3MEHEHUN ypoBHA accumwsinun CO, (a) u
HeoTOXUMHUUECKOTO TylIeHHus QuyopecieHiuu (0) OT aMIUIUTYAbl BapuaOelbHOIrOo
MOTEHIIMAJIA, HHAYIIMPOBAHHOTO JIOKAIBHBIM 0)KOT'OM Y IIPOPOCTKOB THIKBHI (N = 5).

R? — k0> pHIMEHT IeTepMUHALIMH

Bompoc 0 KiIH04eBOM POJIM 3JIEKTPUYECKUX CHUTHAJIOB B PA3BUTHUH BBI3BAHHBIX
JIOKaJIbHBIM MOBPEXACHUEM (POTOCUHTETUYECKUX OTBETOB OCTAETCA TUCKYCCUOHHBIM. B
yacTHOCTH, B pabore Grams et al. (2009) mokazano, 4To ObICTpas WHAKTHBAIIKS
(dboTOCHHTE3a CBsA3aHa C paclpOCTPAHEHUEM I'MIPABIMYECKOr0 CUTHaja o pacteHuto. C
JPYro# CTOPOHBI, B OTACIbHBIX paboTax mMmeroTcs nanubie (Lautner et al., 2005), uro
MOAABJICHUE  PACIpPOCTPAHEHUsS  DJIEKTPUYECKOIO0  CHTHAJIA  MPUBOJMIIO K
UHTUOMPOBaHUIO (PoTocMHTeTHYeCKOro oTBeta. Kpome Toro, B padore Grams et al.
(2009) moka3zaHo, 4TO (HOTOCHHTETHYECKHUE OTBETHI PA3BUBAIOTCS paHbIIC B 30HAX,
KOTOPBIE PACIIONOKEHBI OJIMKE K JKUIIKE, YTO, IO MHEHHIO aBTOPOB, JOKAa3bIBAET CBA3b
(OTOCHUHTETUYECKHUX OTBETOB C JIEKTPUUYECKUMH CUTHalaMu. Haium pe3ynbTaTsl Takxke
MOATBEPAKAAIOT KIIOUEBYIO POJIb JJIEKTPUUYECKUX CUTHAJIOB B PAa3BUTUM BbI3BAHHBIX
JIOKQJIbHBIM TOBPEXKJIeHUEM (OTOCMHTETUYECKUX OTBETOB Y BBICIIUX pacTeHui. B
MOJIb3y H3TOr0 MPEINOJ0XKEHUS CBUIETEIBCTBYIOT JBa apryMeHTa: BO-IIEPBBIX,

nokasaHo, uto BII sBisercs 00s3aTeIbHBIM YCIOBUEM Pa3BUTHSI POTOCUHTETUUECKOTO
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OTBETA IIPYU NOBPEKICHNUN; BO-BTOPBIX, JIJIs1 FOPOXA M THIKBBI ITOKA3aHa MOJIOKUTEIbHAS
CBA3b Mexay ammumtynoil BII u BemmumHOM oOTBeTa (POTOCHHTE3a, 4YTO TaKXKe
MoKa3bIBaeT KiatoueByio postb JC. [ToTeHIMabHO Takas CBsI3b MOYKET HAOIIOAThCSA U B
IpyTrux ciydasx. B dacTHOCTH, HEKOTOPBIN (PAKTOP MOXKET BBI3BIBATH OJIHOBPEMEHHO
AIIEKTPUYECKYI0O M (POTOCHHTETUYECKYIO PEAKIMI0 Ha moBpexaeHue. OAHAKO MPOTUB
IIOCJIETHEr0 IIPEAIOIOKEHNS CBHUIETEIbCTBYET TO, YTO JJIEKTPUYECKUN CHUTHAI B
UCCIIEyEMON 30HE pa3BUBAETCS paHbllle, YE€M HM3MEHEHUS (POTOCHUHTETUYECKOU

AKTHUBHOCTH.
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I'JIABA 4. BBISIBJIEHUE POJIM H'-AT®A3bl B ®OPMHUPOBAHUU
BBI3BAHHOI'O BAPUABEJIBHBIM HOTEHIUAJIOM
OOTOCUHTETUYECKOI'O OTBETA

[Iporonnass AT®aza nna3zmMaTU4eCKMX MeMOpaH HWrpaeT KIIOUYEBYIO pOJb B
(GYyHKIMOHUPOBAHUM KJIETOK BBICHIMX PACTEHUM, CO3/1aBasi dJICKTPOXUMUYECKUM
IpaJMEeHT TPOTOHOB U TEM CaMbiM oOecreuynBas IMpolecChl TPaHCMEMOPAHHOTO
TpaHCIOpTa MIMPOKOTo Kpyra coemunenuit. Kpome toro, H*-AT®da3za perymupyer
BeNMYMHY PH BHYTpHU KJIETKU U B aloIuiacTe, CO3AaéT U MOIEPKUBACT ONPEEICHHYIO
BEJIMYMHY DJIEKTPUYECKOTO ITOTEHLIHANIA, PETYJIUpys AaKTUBHOCTH LEJIIOr0 psnaa
npoueccoB.  M3BecTHO, 4YTO TeHepalus BapuadENbHOrO IMOTEHUHMalda y pacTEeHUM
COIMPOBOXKIAETCS MEPEXOIHON U JOCTATOYHO INTEIbHON MHakTHBaueii H'-AT®das3kl,
YTO IIO3BOJISIET MPEAINOJOXKUTH €€ ydacTue B pa3BUTHUM  BbI3BaHHOro BII
(OTOCHHTETUYECKOTO OTBETA.

JUIss mpoBEpKH STOr0 MPEANoiOKEHUs ObUl MPOBEAEH aHaIW3 NapamMeTpOB
BapualbENbHOTO TOTEHIMala W (POTOCHMHTETUYECKOIO OTBeTa Ha Hero Ha (oHe
MOHMKEHHOW W TMOBBIIIEHHOW AaKTUBHOCTH MNPOTOHHOM AT®a3pl, I 4Yero JucCT
pacTeHMsI BBIMAUMBAJCA B PAcTBOpPE OpTOBaHAJaTa HATpUs WIM (PY3UKOKIIUHA,
cooTBeTcTBeHHO. Ha puc. 4.1 mnokazaHo, 4TO mpeaBapuTeiabHas 00paboTKa
cnerupuyeckuM uHTHOUTOpOM TpoTOHHOW ATda3el mIazMaTnyeckod MeMOpaHBbI
OpPTOBAaHAIAaTOM  HATpUs  BbI3bIBAJA TEHACHUUIO K CHUKCHUIO  AMIUIATY]IBI
BapuabenbpHOro noteHiumana (¢ 45,7 + 8.7 mB no 18.8 + 4.8 mB). Takoii pe3ynbTar
cornacyerca ¢ JjureparypHbiMu nanHbiMu (Katicheva et al., 2014) u moaTBepkaaer
posib ipoToHHOM AT®a3bl MIazMaTUYecKOd MeMOpaHbl B Pa3BUTHUU BapHaOEIbHOTO
noTteHnuana. [Ipu ananuze BnusHusS 0OpabOTKH OPTOBAHAATOM HATpPHs HA BHI3BAHHBIM
BII ¢oTtocuHTeTHYECKHI OTBET OBUIO TMOKA3aHO JOCTOBEPHOE CHUKEHUE BEIMYWH
OTBETOB CBETOBOW W TEMHOBOW cramuii doTtocunre3a (puc. 4.2). Tak, ammiauTyna
u3MeHeHui ypoBHs accumwiinuu  CO; T1ocie  MpeaBapUTENIbHOW  00pabOTKU
uHruoutopom coctasisia 1.015 + 0.20 mo cpaBuenuto ¢ 1.90 = 0.08 B koHTpoJIE.

Kpome Toro, mpenoOpaboTka opTOBaHAAATOM CHIDKAjda BEIUYMHY OTBETAa KBAHTOBBIX
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BbIx0/10B (hotocucteM | u Il (c 0.055 = 0.008 no 0.024 £ 0.006 nas y(1) u ¢ 0.065 +
0.006 mo 0.029 £+ 0.007 musa y(Il)), a Takke ymeHbIIaNa AMIUIUTYAY BO3PACTAHHUS
HedoTtoxummuueckoro tymeHus (¢ 0.66 = 0.07 B xontpone mo 0.33 £ 0.14 mocne
00pabOTKU UHTUOUTOPOM).

[Tpu 06pabotke aktuBaTopoM H*-ATda3s! Gy3MKOKIIMHOM HE OBLTIO 0OHAPYKEHO
JIOCTOBEPHBIX OTJIMYUNA IMapaMeTpoB BapuabENbHOro IMOTEHIMada B CPaBHEHUU C
koHTposieM (puc. 4.2). Ilpu ananuze BiausHUA (y3UKOKIIMHA Ha BbI3BaHHbIE BII
doTocCMHTETHUYECKHE OTBETHl OBUIO BBISIBICHO JOCTOBEPHOE YBEIWYEHUE OTBETA
accummwisiuu  COp, Takke HaOMoAalach TEHACHIMS K BO3pPAcCTaHUIO aMIUIMTYIbI
msmeHeHnit NPQ. B To ke Bpems, apyrue (OTOCHHTETHUYECKHE IIOKa3aTelIu He

MCHAJINUCH.

60 - Ammuryaa BIT

—t

40 -

AV, MB

20 -

O T T
KonTpoas OproBanagatr ®@y3uKOKUMH

Puc. 4.1. Cpenane W3MEHEHHS TIOBEPXHOCTHOTO TIOTCHIIMAJIA, BEI3BAaHHBIC JIOKAJTLHBIM
0XOroM, B KoHTpoJie (N = 8) u mocje npeaBapuTe/IbHOW 00pabOTKH OpPTOBaHAIATOM

Hatpus (500 MmxM) (n = 8) u ¢py3ukokouuHoM (1 MxM) (N =7)
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Puc. 4.2. Cpennue uzmenenust ypoBHsi accummisainu CO2 (a), HEPOTOXUMUIECKOTO
Tymienust guryopecteHiuu (0) 1 KBaHTOBBIX BBIX0A0B poTopeakiuii porocuctem | (B) u
Il (r), BEI3BaHHBIC JTOKAJIBHBIM 0KOTOM, B KOHTposie (N = 8) u mociie mpeaBapuTeIbHOM
00paboTtku oproBaHazaTtoM Hatpus (500 MkM) (n = 8) u dy3uxokormuaoM (1 MxM) (n
= 7)

[MosydeHHbIe pe3ynbTaThl MOKa3bBalOT, yTo H'-AT®da3a urpaer BaxxHyl pOJb
Py pa3BUTHH (POTOCUHTETHUECKOTO OTBeTa. [Ipu yBeIMYeHMM aKTUBHOCTH MTPOTOHHOM
AT®a3pr HabmromaeTcss 0oyiee BBIPAKEHHBINM OTBET, B TO BpeMs KaK CHUXKEHHUE €€
AKTUBHOCTU  BBI3bIBACT  CYILIECTBEHHOE IIOJABJICHUE HW3MEHECHHM IapaMeTpOB

dorocunTesa mpu BI1. MoxHO TIpeanooKuTh, YTO KMeHHO MHakThBaIms H-ATda3bl
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rIa3MaTUdecko MeMOpaHbl, KOTopor compoBoxkaaercs passutrue BII (Davies, 2006;
Stahlberg et al., 2006; Fromm, Lautner, 2007; Vodeneev et al., 2015), urpaer
KITFOUEBYIO POJIb B mpeoOpazoBanuu BII B poTocuHTETHUECKNI OTBET.

JUIsi TIpOBEpKH 3TOrO  MPEAINOJOKEHHUs ObLJI0O MPOBEIECHO HCCIEI0OBaHUE
JTUHAMUKH TTapaMeTPOB CBETOBOM cTaanu (DOTOCHMHTE3a M Ta3000MEHa MpH JT00aBICHUN
uHruouropa H'-AT®a3el opToBaHamaTa HATPHUsI Ha MOJCIBHON CHCTEME — CYCIICH3UH
M30JMPOBAHHBIX MPOTOILIACTOB ropoxa. belio moka3zaHo, 4To 100aBIeHHE UHTUOUTOPA
B CYCIICH3HMIO BBHI3BIBAJIO CHIDKEHHE CKOPOCTH BBIJICJICHUS KHUCIOpOja Ha CBETYy (puC.
4.3a), 4TO OTpa)XkaeT CHIKEHHE aKTUBHOCTH (POTOCHHTETUYECKHUX MpolieccoB. BaxxHo
OTMETHTh, YTO HM3MCHCHHE KOHIICHTPAIIMU KHCJIOPOJa B CYCIIEH3MH MOXKET OBITh
YaCTUYHO CBS3aHO C HW3MCHCHHEM aKTHBHOCTH [IBIXaHWs, OJHAKO HW3MCHEHUS,
CBsI3aHHBIE C JpIXaHueM (puc. 4.30), mOYTH B JIBa pa3a HUXKE, YEM TAKOBBIC B YCIOBHSIX
ocemieHust (puc. 4.3a), 4TO TOBOPUT O CYIIECTBEHHOM BKJIaJIeé WHAKTHUBAIUU

(bOTOCI/IHTCBa B UIBMCHCHHC KHUCJIOPOAHOI'O oOMeHa.

NaszVOq NaszVOq

a 0

2 2
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Puc. 4.3. Cpennue m3MeHEHHs MOTJIOIIEHUS KHciaopoia Ha ceety (a) (N = 6) u B
YCIOBHSAX OTCYTCTBHUs OcBetieHus (0) (N = 7) mpu g00aBieHHK OpTOBaHaaTa HATPHS B
CYCIICH3UIO HM30JMPOBAHHBIX MPOTOILTACTOB Topoxa. CTpenkoil 0003HAYEH MOMEHT

no0aBJIeHUs OPTOBaHAaIaTa HATPHs (KOHEUHas KoHIeHTpaiusa — 250 MmxM)
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HccnenmoBanue oTBeTa MapaMeTpPOB CBETOBOW cTaawu (POTOCHHTE3a IMOKA3alo,
YTO B OTBET Ha J00aBleHHWE OpTOBaHaJaTa HATpUA MOPOUCXOAMI  POCT
HEe(DOTOXUMHUIECKOTO TYIICHHUS (IyOPECIIEHIIMN W CHUXCHHUE KBAHTOBBIX BBIXOOB
doropeakiuii potocuctem | u 1l (puc. 4.4), npu >tom aunamuka usmenenuii y(I), y(Il)

u NPQ cxonna ¢ nuaHamMukoi naAynupoBaHHbIX BIl m3MeHenwnii 3Tux mapameTpos (puc.

3.1).

03 1 NasVO4 11

0.25 - 1
0.2 - 0.9
o
. —~
éO 15 - - 0.8 =
=
0.1 - - 0.7
0.05 - - 0.6
0 \ \ 0.5
0 10 20 30

BpeMs, MHH
Puc. 4.4. I3meHnenue mapamMeTpoB CBETOBOWM cTaauu (HOTOCHMHTE3a MpuU J00ABICHUU
OpPTOBaHa/aTa HATPUS B CYCICH3MIO M30JUPOBAHHBIX MPOTOILIACTOB ropoxa (N = 7).
Crpenkoil 0003HaueH MOMEHT J00aBlieHHs OpTOBaHajgaTa HaTpus (KOHEYHas

KoHIeHTparus — 250 MkM)

[TokazanHast posib npoToHHOW ATda3bl B pa3BUTUU OTBETA (POTOCUHTE3A JENAET
aKTyaJIbHBIM BOIIPOC, KAKUM 00pa30oM JaHHas MHAKTUBAILUSI MOXET BBI3bIBATh PAa3BUTHE
orBeta ¢oTtocuHrte3a. M3amenenus pH murTomnasmel M anorsiacta SIBJISIOTCS BecbMa
BEPOATHBIM MEXaHU3MOM Pa3BUTHUS TAKOTO OTBETa. B yacTHOCTH, B OTJENBbHBIX paboTax
noka3aHo, 4yto renepauust BII conpoBoxkaaercs 3akucienuem nuromiaasMel (Grams et

al., 2009) u 3amenaunBanuem anorviacta (Grams et al., 2009; Zimmermann, Felle,
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2009; BoneneeB u np., 2011). Kpome Toro, mokazaHo, 4TO 3aBUCHMOCTh CBETOBOM
cramuu ¢oTtocuHTe3a or pH wummeer cioxubni xapakrep (Grams et al., 2009), u
CYIIECTBYIOT IUAIMMAa30HbBI, B KOTOPHIX CHIDKeHHE pH OKpyKaromieit XJI0pOIIacThl CPEIbI
MOKET MPUBOAUTH K HEKOTOPOMY YMEHBIIIEHHUIO KBAHTOBOTO BhIxoAa (orocuctemsl II.
[ToaToMy creayrommM STalmoM HWCCIASAOBAHHWS CTall aHAM3 CBS3W  Pa3BUTHS

BapHa6CJII>HOFO ImorcHouajla ¢ N'SMCHCHUAMU pH
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I')TABA 5. AHAJIA3 POJIM CIBUI'OB BHYTPU- U BHEKJIETOYHOI'O
pH B PASBBUTHUU BbBI3BAHHOI'O BAPUABEJIBHBIM ITOTEHIIUAJIOM
OOTOCUHTETUYECKOI'O OTBETA

5.1. AHa M3 TMHAMMKA BHYTPH- ¥ BHEKJIETOYHOI KOHIEeHTpanun uoHos H*

NpH pa3BUTHH BapuadeJbHOI0 MOTeHIUAIA

KonuuectBenHnas orenka pH 1uToruia3Mbl M amorgiacta OCYHIECTBIISUIACH C
MOMOIIBIO PATHOMETPUYECKOTO aHAIN3a, KOTOPBIN MO3BOJISIET ONPEAEIsATh a0OCOMIOTHBIE
BeJIMurHbI pH, HE yUuThIBasi KOJUYECTBO 30H]1a, 3aTPY3UBIIETOCS B paCTEHUE.

Jna  omnpenenennss pH amomnacrta wumcnons3oBancs  pH-4yBCTBHUTENBHBIN
dbayopecuentHsiii 3081 FITC-dextran. beuto mokazano, uro pH anormiacra B mokoe
cocraBisur 5.7 = 0.1 (puc. 5.1B). Oxor cocemHero JMCTa BBI3BIBAT TECHEPAIUIO M
pacmpocTpaHeHHUE B HCCIEAYEeMbIH JHCT BapuaOeIbHOTO TOTEHIMANA, aMIUIUTYa
Kotoporo cocrtabisuia 44 + 8 wMB. I'enepanusa BapuaOenpbHOro MOTEHIMATA B
UCCJIEIYyEMOM JINCTE CONMPOBOXAAIACh 00paTUMbIM Bo3pacTtanueM pH amnormacra (puc.
5.1a). Casur pH cocraisin 0.22 £ 0.02 ex. (puc. 5.1r), npu 3TOM BeTMYMHA U3MEHEHUIN
pH BapsupoBana ot 0.16 mo 0.30 ex. pH. /LimmrensHocTh M3mMeHennii pH anormutacra
cocTasiisiyia 0koio 10 MUHYT.

Omnpenenénnas ¢ nomoieto dayopeciienTHoro 3ou1a BCECF,AM, crioco6noro
IPOHUKATh 4Yepe3 MeMOpaHy, BennunHa pH nwurommasmel cocrasmsuia 7.1 £ 0.2 en.
(puc. 5.1B). JlokalbHBI OOT BBI3BIBAJ TeHEpaluio W pacnpoctpanenue BIl B
uccienyemelil tuct; ammutyaa BII npu stom coctasmsina 57 + 4 mB. Passutue BII B
UCCIIEyeMOM JIUCTE COMPOBOXKIAAIOCH OOpaTUMbIM CHUXeHUeM pH 1nurtorniasmbl Ha
0.30 = 0.05 (puc. 5.16, r), mpu STOM aMIUIHTyJda H3MeHEeHMH pH 1HTOIIa3MBI
BapbupoBasia oT 0.18 1o 0.6 en. Msmenenust pH muTomiazMel HAOJIIOAAIKUCH B CPETHEM
B TeueHue 20 MUHYT MOCJIE 0KOTa.

bruta moka3zana BbICOKas Koppeisinua Mexay ammutyaon BII B uccinemyemsix

JUCTBAX U BenuuuHou cHmxeHus: pH uuromnasmel (r = 0.80, p < 0.05). Koadpduuuent



59

Koppenssuun mexay ammmrtyaon BIl w amrmumarynont usmenenus pH anmomsacra

cocrasysut 0.61 (p > 0.05).

07KOT BpeMsi, MHH 05K0T  BpeMsi, MHH
O i T T 6 O | T T 7
O‘l’ 10 20 ()l 10 20
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i —LH
) - 638
— m'_
.
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r=0.61 r =0.80*
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7 7 I 02 -
6 - 0.1 -
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. -0.4 -
anomniact HHTOIIA3MA
Puc. 5.1. HHayuupoBaHHBIE JIOKAJIbHBIM OXXOI'OM HM3MEHEHHS JJIEKTPUYECKOTO

norennmaia u pH amorumacra (a) (FITC-dextran, 50mMkM) (n=9) u 1uTorasmer (0)
(BCECF,AM, 20MkM) (n=8) B mucTe ropoxa, a TaKKe cpeaHue 3HadeHus pH
amoruiacta M UUTOIa3Mel B okoe (B) u uamenenuit pH (ApH) npu renepanun BII y
npopocTkoB ropoxa (r). KpacHoil ctpenkoii 0603HaueH MOMEHT oxkora. PaznpaxeHue
HAaHOCWJIOCH Ha paccTostHUU 10 cM OT 30HBI perucTpanuu JIEKTPUIECKOW aKTUBHOCTH U

dbayopecuenmuu. * - p < 0.05.
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KonnyecTBeHHBIN aHAINU3 pH aroriacTa 1 TUTOILIa3MBbl Y TBIKBHEI, HpOBCZIéHHBIfI

C HCIIOJIB30BAHUEM OITMCAHHOM BBIIIIE MCTOJIMKH, ITOKAa3aJl CXOAHBIC PE3YyJIbTAThI (pI/IC

5.2).

a 7 - 6 °
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nuromnjaaimMma
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Puc. 5.2. Usmenenuns pH amomnacra (a) (FITC-dextran, 50MkM) (n = 8) u 1iuToruia3Mel
(06) (BCECF,AM, 20MkM) (n = 12), a Takxe cpeanue 3HaueHus pH amoruiacta u
LATOIJIA3Mbl B MOKOE (B) M M3MEHEHHUM NTaHHBIX napaMeTpoB Ipu rerepanuu BII (1) B
TUTIOKOTHJIC TIPOPOCTKOB THIKBBI. KpacHOW cTpenkoil 0003HAa4YeH MOMEHT OKOra.
Paznpaxxenne HaHOCWIIOCH Ha paccTOSSTHUXA 10 cM OT 30HBI PETUCTPALMU DJIEKTPUUYECKON

aKTUBHOCTHU U (ITyOpECIICHITU Y.
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Tak, pH anomnnacrta B runokoTusiie IpOpPOCTKOB THIKBBI B MOKOE COCTaBIsUI 5.8 *
0.14 en. (puc. 5.2B), mpu 3TOM 3HAUYEHUE €TO CHJIBHO BapbUpoBaio. [Ipu npoxoxxaeHuu
BII B uccnenyemyio 30Hy HaO/I01aI0Cch 00paTuMoe 3aliefladyMBaHKe arnoruiacta (puc.
5.2a), MakcumasibHOe Bo3pactanue pH mpu 3tom cocrtasisuio 0.40 £ 0.07 (puc. 5.2r).
OO01as ImMTenbHOCTh YBennueHus: pH anomnacta BappUpoBajia, COCTABIISIA, B CPEAHEM,
8 MHH.

3nayenue pH muromnasmel B mokoe coctaBisio 6.90 + 0.10 (puc. 5.2B), a
passutre BII B ricciiemyemoii 30He BBI3BIBAIO 3aKUCICHUE ITUTOINIA3MbI (puc. 5.20) Ha
0.30 £ 0.10 ea. pH (puc. 5.2r). OOmas MUTENTLHOCTh, U3MeHeHu pH 1uTomIa3mMbl
COCTaBJISLJIa B CPETHEM 8 MHUH.

Takoi xapakrtep usmeHeHnd pH, BEpOsSITHO, CBA3aH C MEXAaHMW3MOM T€HEpaluu
BapuaOeIbHOTO TOTEHIMAa, KIIOYEBBIM JTallOM KOTOPOW SBJSiETCS oOpaTumas
nHaktuBanuss H'-ATdas3er (Stahlberg et al.,, 2006; Vodenecev et al.,, 2015), gto
oOccrieyrMBaeT CyMMapHBIH  Bxoja WOHOB H' W3 amormacta B KIETKY.
3aperucTpUpOBaHHbBIE  BEJMYMHBI  CIBUTOB BHYTPU- W BHEKJeTouHoro pH
COOTBETCTBYIOT JIMTEPATYPHBIM JIaHHBIM, IOJYYEHHBIM Ha MPOPOCTKAX KYKYpYy3bl
(Grams et al., 2009), sumens (Zimmermann, Felle, 2009) u toikBel (BoaeneeB u np.,
2011). Takue wu3MmeHeHus PH CHOCOOHBI BBINOJHATH CUTHAJIBHYIO (DYHKIIHIO,
UHIYyLIUpYsT pa3BUTUE OTBETa pPacTEHUs Ha cTpecc (M3MEHEHHUE WHTEHCUBHOCTU
OCBEIICHUS, 3aCOJICHUE W WM3MEHEHHE BJIAKHOCTU I0YB, AaHOKCUMU U [Ip.), BBI3BIBAs
M3MEHEHUS] aKTUBHOCTH PaOOThl (PEPMEHTOB, BIIHUSASI HA UMHTEHCUBHOCTh POCTa KJIETOK
pPaCTSKEHHEM, TYPrOpHOE [IaBJIIEHHE B KIIETKaX, TPAHCIOPTHBIE MPOIECCHl Ha
memOpanax (Felle, 2001; Tapuesckuii, 2002) u ap. B Tom umcie, CIBUTH BHYTpH- U
BHEKJIETOYHOM KOHIIEHTPAallUM TPOTOHOB MOTYT WrpaTh KJIIOYEBYIO pOJIb B
dbopmupoBanuu BbI3BaHHBIX BII ¢u3nonornyecknx n3MeHEHUH y BBICIIUX PACTEHUH, B
YaCTHOCTH, M3MEHEHHU (HOTOCHMHTETHMUECKOW aKkTUBHOCTHU. Tak, B pabore Grams c
coanT. (2009) mokazaHa 3aBUCHMOCTH BEJIMYHMHBI KBAHTOBOT'O BbIX0OJ1a (hoTOCHCTEMBI ||
or pH cpenbl WHKyOAMM W30JMPOBAHHBIX XJIOPOIUIACTOB KYKYpy3bl. [lpu sTOM

cHKeHne pH okpyskaroiie XJIOpOIUIacThl CPebl COMPOBOXKIACTCS H3MEHECHUSIMU
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(1)OTOCI/IHT€TI/I‘I€CKOI‘/JI AKTUBHOCTHU KaK B H30JIMPOBAHHBIX XJIOPOILJIACTAX, TaK U B

HHTAKTHBIX PACTCHUAX.

5.2. Ouenka BJHMSIHMSI CABMra BHYTPHKJeTo4HOro pH Ha mnapamerpsl

(l)OTOCI/IHTCSa Ha MOJACJIbHBIX CUCTEMAX PA3/IMYHOI0 YPOBHSA

Jlis uMmuTanuu comnpoBokaaroiero passutue BIl Bxoma moHoB HY B kieTky
UCITOJIB30BaIaCh MOJIEIbHASI CUCTEMA — JIMCT MHTAKTHOTO PACTEHUS, MOTPYKEHHBINH B
BojHbIN pacTBop (I'maBa 2), 3Hauenue pH kotoporo (pH=6.0) Oblio ONMM3KO K
3aperuCTPUPOBAHHOMY Y MPOPOCTKOB ropoxa 3HaueHuto pH amommacra (pH=5.7+£0.1) u
3HAYUTENbHO HIDKE BeMWYMHBI BHyTpukieTtouHoro pH (pH=7.1+0.2). [ns uHayKiun
BXOJIa TIPOTOHOB B PACTBOpP, OMBIBAIOIIMNA HCCIEAYyEMbId JIHCT, J00aBISIICS
npotoHoop KIX®DI' (koHeuHass KOHLEHTpalMs B PacTBOpe cocTaBisuia 25 MKM).
breino nokazano, yto po6aBinenue KIX®I™ unaynuposano camwkenue y(l1) na 0.049 *
0.006 u y(Il) ma 0.058 £ 0.007 u poct NPQ (pmc. 5.3a). BenenctBue TOro, 9TO
COJIEp>KaHUE YTIEKUCIIOTO Ta3a B BOAHOM PacTBOpE HE3HAUUTEIHHO MO CPABHEHUIO C
koHueHntpamueit CO2 B BO3/1yXe, 4TO CYIIECTBEHHO MOJaBisieT padoTy nukia KanpBuHa,
B OT/ACTHHOW CEepUH JKCIEPUMEHTOB Tepes] A00aBieHHeM MpOoTOHO(Opa B pacTBOp
nobasisics NaHCO; (250 mxM), uto Be3biBatio nioBbIeHuE Y(11) u camxkenne NPQ u
cna6o Bimsuto Ha y(l) (puc. 5.36). B Takux ycnousax nob6asienue KI[XDI BbI3bIBaIO
Oosnee BbIpaXEHHBIM (OTOCUHTETHUYECKH OTBET, Ye€M OTBET 0€3 MpelBapUTEIbHOM
nob6asku NaHCQOj3;. B wactnocTh, ammmryna camxenus y(1) u y(11) cocrasnsma 0.081 +
0.005 m 0.084 + 0.005, coorBercTBeHHO. C APYroil CTOPOHBI, 3HAUMMBIX Pa3INYUN
mexay poctom NPQ 6e3 mobaBku NaHCO3 u mocne ero go6aBieHus He HAOIIOAAIOCH.
Crout ormeruth, uto aobasinenue NaHCO; u KIIX®I" e BbI3bIBano msameHenuii pH
pacTBOpa, OMBIBAIOIIETO MCCIAEAYEMbIH JUCT (JaHHble HEe mpuBeaeHbl). Kpome Toro,
no0aBJieHHE CTaHAAPTHOTO pacTBoOpa B 00BEME, paBHOM 00BEMY J00aBISIEMOTO

NaHCOg3, e Bimusio Ha mapameTpsl poTocuHTe3a (puc. 5.3a).
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Puc. 5.3. Ilpumepbl 3amuMcu M3MEHEHHMM mapamMeTpoB (POTOCHMHTE3a B OTBET Ha
nob6asnenue mnpoToHodopa KIXDIT B pacTtBOop, OMBIBAIOIIMA JIMCT HMHTAKTHOIO
pacrenus, pH=6

(a) 6e3 mpensapurenbHoit n006aBku NaHCO;3; (n=11) u () ¢ npeaBapuUTEIIbHON

nobaskoii NaHCOj3; (utorosas koHmentparus 250 MxM, n=8)

Habmromaembiii (hOTOCHHTETHUECKUI OTBET Ha J00aBICHUE MPOTOHO(OpA CXOEH
¢ uHaynupoBaHHbIM BIl (OTOCHMHTETHYECKMM OTBETOM B HMHTAKTHBIX MPOPOCTKAX
ropoxa (puc. 3.1a). bonee toro, ammutyasl camkenus y(I) u y(I1) 6p11M Gonbie pu

BbIcOKOM KoHIeHTparuu CO; (250 MM NaHCOs3), ywem npu Hu3koit (6e3 NaHCO3), B
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TO BpeMsi Kak amruintyaa Bo3pactanuss NPQ He 3aBucena ot xonnentpauuu CO; (puc.
5.3). Takoif xapakTep HW3MEHECHHU CXOJIEH ¢ (HOTOCHHTETHUYECCKUMH OTBETAMH,
BbI3BaHHBIME BII, B ycrmoBusix Hu3Koro cojepxkanus BHenHero CO; y repanu (Sukhov
etal., 2012) u ropoxa (Sukhov et al., 2014).

DOKCnepuMeHThl ¢ Jo0aBlieHHeM TMPOTOHO(GOpa TOKAa3adM BIHUSHUE BXOJa
MPOTOHOB Ha (POTOCUHTE3. {11 KOJMUYECTBEHHOIO aHajIn3a BIUSHUSA u3MeHeHuit pH Ha
(GOTOCHHTE3 UCIOJIB30BANACh Apyras MOJENIbHAsI CUCTEMA — CYCIIEH3HS XJIOPOILIACTOB
ropoxa. Hebombmoe camkenne pH cpensr nakyOaruu (¢ 6.9 mo 6.8) cnabo Bausiio Ha
napameTphl ¢oTocuHTe3a (puc. 5.40, ). B 1o ke Bpems, cunbHbIA caur pH (c 6.9 o
6.1) uagynmpoBan cymectBennoe cHmwxkeHue y(I) u y(II) u poct NPQ (puc. 5.4a,B).
UToOBbl OIIEHUTH BIMSHUE [00aBleHUS Ha (OTOCMHTETUUYECKUE MapaMeTphl, Mepe
n00aBJICHUEM KHUCJIOTHI B CycHeH3uio jaoOaBisiioch 120 Mk cpenbl mHKyOanuu. B
OTBET Ha J0OAaBIIEHHUE CPEbl pa3BUTHSA (DOTOCUHTETHUECKOTO OTBETAa HE HAOJII01aI0Ch,
olHako HaOmomancs apredakT, cBa3aHHBIM c gobOasnenuem, y vy(I), a Taxxke
KpaTKOBpeMeHHOe CHikeHne NPQ, 9ro He mnpuHMManoch BO BHHMAaHHWE IIpU
JajdbHEWIlleM  aHajau3e.  3aBUCUMOCTb  BEJIMYMHBI ~ M3MEHEHUH  pa3lIMyHBIX
(GOTOCUHTETUYECKHX TMapaMeTpoB OT BedW4MHBI pH B HCCIEIOBAaHHOM JHana3oHe
HeoauHakoBa. B wactHocTH, yBenuueHue NPQ nHabOmroganoch B Avamna3oHe 3HAYEHUU
pH c 6.88 10 6.78 en. u amxe (puc. 5.5), a ymensienue y(I) u y(Il), uagynupoBanHoe
CHIKeHHeM pH, mpoucxoauio B ToM ciydae, eciau pH mensuics ¢ 6.88 1o 6.38 en. pH u
HIDKE. 3aBUCUMOCTH aMIUIMTYAbl W3MEHEHUM OSTHUX MNapaMeTpoB OT BHemHero pH
HECKOJIbKO paznuuainck. AMmuntyaa cHmwkenus y(I) pocna cunbHee B AMama3zoHe OT
6.78 mo 6.22 en. pH u ne mensutack npu pH < 6.22. Ammuryaa camkenus y(II) Taxke
BO3pacTajia B Auarna3one ot 6.88 10 6.38 ex. u He meHsutack nipu pH < 6.38. Ammuryna

Bo3pactanuss NPQ pocna Bo Bcém uccinexyemom auamnazone pH (ot 6.88 mo 6.11 en.

pH).
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HEe()OTOXUMHUUYECKOTO TYIICHHS (GIyopecleHInu (B, I') XJIOPOIJIACTOB MPU CHUKEHUU

pH omebIBaromero ux pacreopa (a, 6) (n = 5-7)

Uépnas cTpenka 0003HauYaeT MOMEHT 100aBJICHUS Cpebl MHKYOAIMK, KpacHasl CTpesKa

— momeHT noodasnenus HCI.
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Puc. 5.5. 3aBucuMocts u3MeHEHHH (OTOCHHTETHUECKUX IIapaMeTpoOB (CpeaHue

3HAYEHHUA) OT KOHE4YHOro 3HayeHus pH cpenbl nHKyOauuu npu J0OaBIEHUN KUCIOTHI

(n=5-7)

DKCIEPUMEHTHI Ha M30JIMPOBAHHBIX XJIOPOIUIACTAX MOKA3aIu, 4TO CHUXkeHue pH
Cpellbl MHKyOaluy, UMUTHUPYIOLIEE 3aKucieHue uuroruiasmbel npu BII, muayuupyer
dborocunTeTnueckuit orBetr (puc. 5.4). JlaHHble pe3yabTaThl COTJIACYIOTCS €
pe3ynbpTaTamMu 0oJjiee paHHUX HCCIICTOBAHUMN, MOKA3bIBAIOIIUMHU BIWSHUE 3aKUCICHUS
cpelbl MHKyOaluyu Ha KBaHTOBBIM BbIXof (orocuctemsl |l Xj1opormnacTtoB KyKypys3bl
(Grams et al., 2009). 3apeructpupoBaHHbIC B HACTOAIIEM HMCCIACIOBAHUN H3MEHCHHS
napamMeTpoB CBETOBOM cTaauu (GOTOCHHTE3a HAOMIOJAINCh TIPU BelnunHe casura pH B
nuamnazone ot 0.1 go 0.7 ex. (puc. 5.5). Takue 3HaUEHUS COOTBETCTBYIOT aMIUIUTY/IE
u3MeHeHni pH muromnasmel npu reHepaunu BIl B MHTAKTHBIX ITPOPOCTKAX TOpoXa,
KoTopas BappupoBasia B auamnasone 0.16-0.60 ex. pH. C npyroi cTopoHsl, pa3nuyus B
3aBUCUMOCTSIX IMapaMeTpoB CBETOBOM cTaauu QortocuHTe3a or pH  moryt
CBUJICTEJIbCTBOBATh O  CYIIECTBOBAHUM  PA3JIUYHBIX  MEXAaHU3MOB  Pa3BUTHS

(OTOCHHTETUYECKOTO OTBETA, YTO COIVIACYETCS C PSAJOM JIMTEPATYypPHBIX JIaHHBIX

(Pavlovic et al., 2011; Sukhov et al., 2012).
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9KCHCpI/IMCHTBI Ha HM3O0JIMPOBAHHBIX XJIOPOINIACTaX TbBIKBbI TAKKC IIOKa3alln

BiausiHue casura pH Ha ¢otocuuTe3. Ha puc. 5.6 mokazaHo, 4TO 3aKHCIECHUE CPEIbI

I/IHKY6aI_II/II/I Ipun I[O6aBJICHI/II/I B CYCIICH3HMIO COJITHOM KMCJIOTHI BBI3BIBAJIO JOCTAaTO4YHO

BBIpQKEHHBIH pPOCT HePoTOXuMHUUECKOTO TylIeHus dayopecueHuu (puc. 5.6a, 0),

Npu4YéM BEIMYMHA €r0 M3MEHEHUM JIMHEMHO 3aBuceNia OT BeluuyuHbl ciura pH (puc.

5.6B).
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Puc. 5.6. Vzmenennst (OTOCMHTETUUECKHUX MapaMeTPOB XJIOPOTUIACTOB MPU CHIDKCHHUH

pH omsiBatomiero nx pacreopa (n=11)

a, 0 — nmpuMep 3anucu u3MeHenut pH (a) u mapameTpoB ¢gortocuHTEe3a (0) B OTBET Ha

nobasienre HCI; B — 3aBucumocts Bo3pactanust NPQ ot Benmuunsl cHuxenust pH.

UépHas cTpenka 0003Ha4YaeT MOMEHT J100aBJIEHUS CPe/lbl BbIJICICHUS, KpacHasi CTpeJiKa

— moMeHT nob6asienust HCI.
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B TO ke Bpemsl OTCYTCTBOBA&JIM CYLIECTBEHHBIE M3MEHEHUSI KBAHTOBOTO BBIXOJA
dotocuctemsl |l (puc. 5.60): mpu 106aBIECHUHU B CYCTICH3UIO KUCIOTHI IPOUCXOIUAIIO €TO
KpPaTKOBPEMEHHOE YBEIUYEHHE, MOCIIe YEerO0 OH BO3BpaIlaliCs K HCXOJHOMY YPOBHIO
(~ 2 mun). U3menenus y(I) He npuBeneHbl, Tak Kak J100aBJIE€HHUE PACTBOPOB BbI3BIBAJIO
cylecTBeHHbIN apTredakt. Kak 1 B ciiydae mpopoCTKOB TOpoxa, TMHAMHUKA BBI3BAHHBIX
3aKUCJICHUEM Cpelbl MHKYOaluu W3MEHEHHH (OTOCHHTETUYECKUX IapaMeTpoB
XJOpOIUIaCTOB ~ TBIKBBI ~ COIVIACYETCSI € JWHAMUKOW  BbI3BaHHOro  BII
(OTOCUHTETUYECKOTO OTBETa Y MHTAKTHBIX MPOPOCTKOB, UTO SIBJISETCS apryMEHTOM B
M0JIb3y YHUBEPCAIBLHOCTH MCCIIEyEMOr0 MEXaHU3Ma.

Takum o00Opa3oM, MONY4YEHHBIE PE3yJbTAaThl yOEIUTEIBbHO CBUJIETEIBCTBYIOT O
TOM, 4TO (opMupoBaHue BbI3BaHHOTO BII (oToCMHTETHUYECKOTO OTBETAa CBSI3aHO C
M3MEHEHUsIMU PH LMTOIIa3Mbl U anoIwiacTa, UMEIOIUMHA MECTO Hpu renepauuu BIL
[Tpu sTOM paznuuus B AMHAMHUKAX U3MEHEHUN (POTOCMHTETUYECKUX MapamMeTpoB U B
BBIPQKEHHOCTU (POTOCHHTETUYECKUX OTBETOB y PACTEHUM pa3HBIX BUAOB IO3BOJSET
NPEANOJIOKUTh  CYIIECTBOBAHME  Pa3IUM4HbBIX MeXaHu3MoB BiusHus BIl wu
COIpOBOXAAOIMKX ero u3Menenu pH Ha ¢otocunTes. C 0HON CTOPOHBI, U3MEHEHHE
pH amomnacra u nuToniIa3Msel MOXKET BbI3BIBAaTh CHHKeHUE cooTHOMEeHnuss CO2:HCOs,
a TaKkKe BIHUATh Ha aKTHUBHOCTh KapOOaHTHApa3 W aKBAaINOPUHOB, 3aTpyIHSSA
noctymuesue CO; B KIETKY M BbI3bIBas CHM)KEHHE AKTUBHOCTM TEMHOBOM CTaguu
dorocuntesa (bymerueB u ap., 2001; Grams et al., 2009; Galle et al., 2013). B 1o xe
Bpems, pH-ontumym ¢depmentoB 1ukna KanbBuHa HaxoguTcss B 00JacTH
cnabomenounbix 3HaueHuit (Wolosiuk et al, 1993), u cHmwkenue pH cTpombl
XJIOPOILIACTOB, KOTOPOE, BEPOATHO, UMEET MECTO MPHU 3aKUCIECHUU LUTOTIa3Mbl, MOXKET
MPUBOJIUTh K MojaBieHU0 accuMmiuu CQOj. 3aKUCIEHUE CTPOMBI TAKKE MOMKET
NpPUBOAUTH K akkymyssinuu deppenokcun-HAID-peaykra3sl B kKoMIiekcax [1c62 u
TROL tunakounnueix memOpan (Alte et al., 2010; Benz et al., 2010), napymas moTox
JIIEKTPOHOB M0 AJIEKTPOH-TpaHCcHopTHOW nenu. C JOpyrol CTOPOHBI, CHUKEHUE
aKTUBHOCTH (POTOCHHTE3a MOXKET OBITh OOYCJIOBJIEHO BXOJOM IMPOTOHOB B JIIOMEH U

pPOCTOM TIIOTCPb OHCPITHM B AHTCHHBIX KOMIIICKCAX, PCAIUIYIOINUXCS 34 CUET
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Bo3pacTaHus Hedoroxumuueckoro tymeHus ¢uyopecuenuun (Maxwell, Johnson,

2000).

5.3. AHaau3 nyTeil BJUSIHMSI U3MEHEHU BHYTPHU- M BHeKJIeTO4HOro pH Ha

(l)OTOCI/IHTeTI/I‘leCKl/Ie NMpouecChl NNIPU reHepanumu Bapnaﬁeﬂbnoro NHoTECHIIAJIAa

Jld aHanm3a nmyTeun BIUSAHUS CONpoBOkaaromnx passutue Bl namenenunit pH Ha
dboTocuHTETUYECKHE TPOIlECCHl ObUIO TMPOBEACHO CpaBHEHHME X JAuHaMuK. Kaxk
MOKAa3aHO Ha puc. 5.7, W3MEHEHHs BHEKIETOYHOro pH Xopomo koppenupoBaiu ¢
u3MeHeHusIMU ypoBHA accummwnsinuu COp: BenmmuuHa KO3 (ULIMEHTa KOppessiuuu I
cocraBimsmia —0,72. B TO ke BpeMs IMHaAMMKa W3MEHEHUN BHYTpHUKIETOYHOro pH
CYLIECTBEHHO OTJHMYajach OT JAWHAMUKHU OTBeTa razoobmena (r = 0.31). C nmpyroi
CTOPOHBI, IPU CpaBHEHUU AUHAMUK m3MeHeHui pH u Bo3pactanus NPQ nabmioganach
BBICOKAasi KOPPENSIMS MEXIy CHUXeHHueM BHyTpukietouHoro pH u poctom NPQ
(r =-0.92), B TO BpeMs kak quHamMuku n3MeHenui pH anoriacra  NPQ cymecTBeHHO
pacxoauuch (r = 0.35).

Takue pe3yabTarTsl IO3BOJIAIOT IIPEAIOJIONKUTH CYIIECTBOBAHUE JBYX IIyTEH
BIUsIHUA M3MeHeHul pH Ha (oTOCHHTETMYECKYI0 aKTUBHOCTH Ipu pa3Butuu BII y
IpOpOCTKOB ropoxa. llepBblii MyTh CBsI3aH TIJIaBHBIM O00pa3oM C H3MEHEHUSIMHU
ra3oo0MeHa W pealm3yercs 3a Cu€T yBenuueHus BHekjIeTouHoro pH. Btopoit myTs
OOyCJIOBJIEH CHM)KEHHEM BHYTpHUKJIeTouHOro pH U mposiBiasieTcss B BO3pAaCTaHHUH

HE()OTOXUMHUUECKOTO TYIICHUS (ITyOpECIICHITIH.
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Puc. 5.7. Usmenenust pH npu pazBuTuu BapuaOeIbHOrO MOTEHIMANA, COTTOCTABICHHBIC
C U3MCHEHHSMHU (POTOCMHTETHYECKUX TOKa3zaTreleld B YCIOBHUSX KOHTPOJIHHOM

koHueHntpanuu CO, y mpopocTkoB ropoxa (N = 5-6), * — p < 0.05

st ycTpaHeHWs ydacTWs WHAKTHBAIlMM TEMHOBOW cTamuu (OTOCHHTE3a B
Pa3BUTUM OTBETa MBI CHIKanu KoHuenTpanuro CO, Bokpyr nucra ¢ 360 Mk 1t 10 ~

15 mxn a1t Cormacmo Sukhov et al. (2012, 2014), uHaKTHBaLUs TEMHOBOW CTaaMU
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dboTocuHTe3a, MHIyUUpoBaHHas pa3ButueM BII, He yuacTtByeT B (opmMupoBaHHUH
(OTOCMHTETUYECKOTO OTBETa B TaKUX YCJIOBUAX. bbuio mokazano (puc. 5.8), uro B
YCIIOBUSIX TIOHM)KEHHOM KOHIEeHTpauuu BHemHero CO; auHaMuKa BO3pacTaHUs
BHeksieToyHoro pPH ciabo cBsa3aHa ¢ wu3MeHeHHsIMH YypoBHsA accummisinuu CO;
(r = —=0.45) u NPQ (r = —0.18), B TO BpeMs KaK KOPPEIAIHSI MEXIy U3MCHCHUSIMHU
BHyTpHuKIeTouHOro pH n yBeanuennem NPQ cranoBmiack MmakcuMaiabHoU (I = —0.97).
Kosddumment koppensuuu Mexay IUHAMHUKaMUA BHYTpUKiIeTO4Horo pH u ypoBHs
accummtsiinua CO; octaBancst Hu3kuM (I = 0.33).

UtoOsl yuecTh BKJIAJ AbIXaHUs B MUHAyIHUpoBaHHbINM BII oTBeT razoobmeHna, Ml
aHAIM3UPOBAIA U3MEHEHUSI Acor U UX CBS3b C M3MEHEHUsIMU PH B yCIOBHUSX MOJTHOTO
3aTEMHEHUs UccieayemMoro aucra. Ilpum 3tom BenmumHa BbI3BaHHBIX BII m3meHeHui
ra3oo0OMeHa B TEMHOTE Oblla CXOJHAa C BEJIMYMHOM TaKMX H3MEHEHUH B YCJIOBHSX
HU3KoM koHueHTpauun CO; (puc. 5.9). OgHako KO3(DPUIMEHT KOPPENSIUN MEXIY
Bo3pactanueM pH amomnacta nu uamMeHeHHueM Acor B TEMHOTE OCTaBAJICSA JOCTATOYHO
BBICOKUM (I = 0.72), 4TO TOBOPUT O BO3MO>KHOM y4YacCTUHU CABUTa BHEKJIEeTOYHOro pH B

pPa3BUTUU OTBETA AbIXaHUs, BbI3BaHHOTO BII.
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Puc. 5.8. smenenus pH npu pazputuu BapuaOEIbHOTO MOTEHIMANIA, CONTOCTABIICHHBIC
C U3MEHEHUsIMU (POTOCUHTETUUECKUX TOKa3aTesel B YCIOBUSAX HU3KOW KOHIIEHTpaIUU

CO; y mpopoctkoB ropoxa (N = 5-7), * —p < 0.05
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Puc. 5.9. U3menenus pH npu pazButuu BapuaOeIbHOTO MOTEHIMAIA, COTOCTABICHHbBIC

C U3BMEHEHMSIMM ra3000MeHa B YCIOBUAX OTCYTCTBHUSA OCBCUICHUA Y IIPOPOCTKOB Iropoxa

(N =5-6),* —p <0.05

CpaBHeHHE (OTOCHHTETHUECKMX OTBETOB IMPU KOHTPOJBHOW M  HHU3KOH
koHueHTpauu CO, ¢ nuHamukor pH anmomnacra nokasano, uro yBennuenne NPQ, He
CBSA3aHHOE€ CO CHWXCHHUEM aKTUBHOCTU Iukia KaibBuHA, MOXET OBITH BBI3BAHO
conpoBoxaarommuM pazsutue BII 3akucnennem nuromasmel. Poct pH anormacra npu
BII, BepostrHo, o0OycioBIMBaeT OBICTPYIO HMHAKTUBAIIMIO TEMHOBOW  CTaauu
dboTOoCHHTE3a, YTO MOXET CIOCOOCTBOBaTh (HOPMHUPOBAHUIO OBICTPHIX HAYAIBHBIX
U3MEHEHUI HEPOTOXMMHUYECKOTO TYIIEHUS (PIIyOpeCUEeHIUN.

Jist Toro, 4TtoOBl BBIAEIUTH M3 O00IIEro OTBeTa ()OTOCHHTE3a KOMIIOHEHTY,
CBA3aHHYIO C WHAKTUBAllM€d TEMHOBOH CTaJMU, Mbl PACCUUTAIM PA3HOCTb MEXKIY
U3MEHEHUSIMU (DOTOCUHTETUUECKUX MapaMeTpPOB B YCIOBHUSIX KOHTPOJBHOW WM HU3KON
KoHIeHTpanuu BHemHero CO; (puc. 5.10). beuto moka3zaHo, YTO JUHAMUKHA U3MEHEHUH
Aco2 YW HEPOTOXMMHYECKOTO TYyIICHHUS (IYOPECHEHIIMM WMEIN BbIPAKEHHbBIN
MakcUMyM (~ uepe3 5 MHH mocie oxora). Kpome Ttoro, Habmtomanach BbICOKas
Koppensiusa Mexay pH amomnacta u uamMeHeHussMu razoobmena (I = —0.83), a Takxke

mexnay pH anomnacra m orBetom NPQ (r = 0.84), B TO BpeMsl Kak CBSI3b MEXIY
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U [apaMeTpamu

He3HaunTenbHOM (I = 0.27 11t Acox u I = —0,46 miis NPQ).
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COIIOCTABJICHHBIC C PAa3HOCTAMU W3MCHEHUN (1)OTOCI/IHTGTI/IHCCKI/IX MokasaTejiecd B

KOHTPOJIBHBIX YCIIOBHUSIX M B YCIOBHSX HU3KOM KoHIEeHTpauuu CO; y HpOpOCTKOB

ropoxa (n = 5-7), *—p <0.05
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UToObl UCKITIOUUTH BKJIAJ OTBETA JbIXaHUd B MHAyUupoBaHHble BIl uzMeHnenus
ra3oo0MeHa, Mbl PacCuMTald Pa3HOCTh MEXIYy HU3MEHEHHSIMH Acor B KOHTPOJBHBIX
YCIIOBHUSIX M YCIOBUAX OTCYTCTBHSI OCBELIEHHUS (JJaHHbIE HE MpUBEIEHbI). bbuio
MIOKA3aHO XOpOLIEE COOTBETCTBUE W3MEHEHHMM JaHHOro Tokazarenss u pH
anoruiacta (I = —0.63). B 1o xe BpeMs, KOppeisiusa MKy TUHAMUKON HCCIIeayeMOn
pasHoctd W pH 1mwmrommasmel Obuta Hu3koM (I = —0.27). Takue pe3yabTaThl
MOATBEPAKAAIOT CBA3b MEXKAY M3MEHEHUSIMH BHEKJIeToyHOoro pH u  ypoBH#
accummisinuu CO; ipu pa3sutuu BII.

Takum oOpa3oMm, TIOJNy4EHHbIE pPE3YyIbTaThl IMO3BOJIAIOT  MPEANOJIOXKUTH
CYILIECTBOBAHHME JBYX KOMIIOHEHT BbI3BaHHOro BII QorocunTeTHUeckoro oreera y
IIPOPOCTKOB ropoxa. OxHa HM3 KOMIIOHEHT CBSI3aHA CO CHW)XXEHUEM aKTUBHOCTHU
TEMHOBBIX peakifii (OTOCHHTE3a U 3aBUCUT OT JMHAMHUKU M3MeHeHu# pH anoracra.
Jpyras koMrnoHeHTa oOycioBiieHa conpoBoxaatomuM BII ciBUroM BHYTPUKIETOUHOTO
pH u nposiBisiercs B Bo3pacTaHUU HE(POTOXUMHUECKOTO TYHIECHHS! (PJIyOpPECIICHIINH.

Caa3b BbI3BaHHOTO BII cHmkenusa accumuianuu CO; co casurom pH anoruiacra
B UIEJIOYHYIO CTOPOHY MOXET OBbITh OOYCJIOBJIEHa YMEHBLIEHUEM MPOBOJIMMOCTH
mezopmma gucta s COz. OgHUM W3 BEPOSTHBIX  MEXAHU3MOB  CHIDKCHHS
noctymiuenuss COz B kieTky MoxeT ObITh cHikeHue cootHomenuss CO:HCOs,
OIOCPENOBAHHOE  CONPOBOXAAOIMM TeHepaunto BII 3amenaynBaHueM aroracra.
Tak kak TpaHCHOPT 3apsKEHHBIX BellecTB, B ToMm uuciae uoHoB HCOj3~, uepes
MJ1a3MaTUYECKYI0 MEMOpaHy CHJIBHO 3aTPYIHEH, YTJEKHUCIbIA ra3 MOXET BXOJUThH B
KJICTKYy 10 OoJblieii yactTu B HesapsbkeHHON ¢opme (BymsrueB u ap., 2001; Tholen,
Zhu, 2011). IIpeneOperas oopatHbiM nepeHocoM CO; U3 KIETKH B CPeay, €ro MOTOK

yepes MIa3MaTHuecKylo MeMOpaHy B HUTOIIazMy (Jcoz) MOKHO OMUCAaTh YpaBHEHUEM

(3):

Jcoz = kC (3)

1+10PHa—PK
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rie C — obmas xouuenrpauus CO,, pK = 6,35 — oTpunaTeNbHBIA IECSITUYHBIN
jgorapudmM KoHCTaHTH paBHOBecHs peakiuu CO; + H,O <« HCO; + H' (bynbrue u
ap., 2001), pH, — pH anomnacra, k — KoHCTaHTa PONOPITMOHATBHOCTH, 3aBUCSIINAS OT
MPOHUIIAEMOCTH T1a3MaTuueckor memOpansl st COj. Ilpunumas, uto C u k —
MOCTOSIHHBI, MOKHO OMNKCaTh BeMUMHY CHIKEHUS TOoToKa CO2 (Alcoz) B LIUTOILIA3MY

npu yBenauueHun pH amoriacta ¢ momolnisio ypaBHenus (4):

1 4 10PHa—PK
1 + 10pHa+ApHa—pK/? (4)

AJcog, % =100 - (1 —

rae ApH, — MakcumanbHas BennuuHa casura pH anmomacta npu BIL. Ecnu npuHsATS,
410 U3MeHeHus pHa B yCIIOBUSAX X PETUCTPALIMU U NIPU Pa3BUTHH (POTOCUHTETUYECKOTO
OTBETa MPUOIU3UTEIHHO PaBHBI, TO, IOJACTABUB B ypaBHEHUE (4) 3aperucTpupOBaHHbIC
st ipopoctkoB 3HaueHust (pHa = 5,7; ApH, = 0,22) (puc. 5.2), MOXXHO OICHUTH
cHmkenue noroka CO», CBSI3aHHOTO ¢ 3amiesiaynBaHueM anoruiacta rnpu BlI, koTopoe
cocTasisieT 0K0J0 11%, 3HaYNTENBHO OTIINYAACH OT BEJIMYMHBI NAJEHUS aCCUMUISLUN
CO; (oxo1o 73%) pu BII. Takum oOpa3om, CHM>KEHHE MOCTYIUIEHHS YITIEKUCIIOTO ra3a
yepe3 IIa3MaTHUYECKyl0 MeMOpaHy MOXET OBbITh OJHUM W3 MEXaHU3MOB BIIMSHUS
n3MeHeHus: pH anomiacra Ha PoTOCUHTE3, OTHAKO HE OOYCIIABIMBAET B 3HAUUTEIILHON
CTETeHU U3MEHEHUH Ta3000MeHa B KIIETKE.

C npyroii croponsl, corinacHo Galle ¢ coart. (2013) 3amenaunBanue amnoriacta
MOJKET BIHTHh Ha pabOTy akBamopuHOB, yuacTByromux B Tpancmopte CO, (Uehlein et
al., 2003, 2008) u 3aBucumbix ot pH (Luu, Maurel, 2005), onHako naHHas TUMOTE3a
TpeOyeT AAIbHEUIIINX UCCIIEeI0BAHUN.

MexaHu3Mbl BIUSHUS 3aKUCIEHUS LUTOIUIA3Mbl HA CBETOBYI CTaJUIO
doTtocuHTE3a TaKkKe HeAocTaTouyHO scHbl. CHibkeHue pH nMTOmIa3Mbl, BEPOSTHO,
NPUBOJUT K 3aKuciieHHio cTpombl xjoporutactoB (Werdan et al., 1975), uro moxer
BIUSATh Ha aKTUBHOCTH (peppenokcu-HAJ[D-penykTa3sl U TOTOK JJIEKTPOHOB Yepe3
dorocucremy | (Alte et al., 2010; Benz et al., 2010), Bei3biBast camwkenue y(l). U3

CTPOMBI IIPOTOHBI MOI'YT HIpPOXOJUTL B JIIOMCH, CHHXKAA €ro pH N yBCIHMYHBas
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Hedortoxumuueckoe Tymenue dayopecuennnn (Maxwell, Johnson, 2000; Muller et al.,
2001). B TO ke BpeMs, HE UCKIIOYEHBI U JPYrue NyTH BIMSHUSA M3MeHeHuill pH Ha

CBCTOBLIC pCaKIINN (I)OTOCI/IHTCSa.

5.4. TeopeTnueckuii aHAIHU3 y4ACTUS U3MEHEHUII BHYTPH- U BHEKJIETOYHOT 0
pH B pa3BUTHN BBI3BAHHOT0 BapHalGeJbHbIM NMOTEHIIUAIOM (POTOCHHTETHYECKOT0

0OTB€TA

[lonmy4yeHHble HaMH OSKCIIEPUMEHTAIbHBIE PE3yIbTaThl IMOKA3bIBAIOT, YTO
u3MeHeHus: pH MoOryT urparb KIIOYEBYIO POJb B Pa3BUTUU (DPOTOCMHTETHUECKOTO
orBeta. [lpM 3TOM MNyTHM BIUSHUA BHYTpHU- M BHekjieTouHoro pH Ha akTMBHOCTH
dboTocuHTE3a, MO-BUAUMOMY, pa3iuuHbl. OIHAKO OCTAETCS HEPEUICHHBIM PSIJi BAXKHBIX
BOIIPOCOB. B 4YacTHOCTH, HesiceH XapakTep 3aBUCHUMOCTH MapaMeTpPOB AKTUBHOCTH
CBETOBOM M TEMHOBOW cTaguii ()OTOCHHTE3a OT BEJIMYMHBI U3MeHeHud pH BHyTpu u
CHapyX M KJIETKH.

JIJIst TEOPETUYECKOTO aHaIn3a MEXaHU3MOB BIUSHUA BapraOEIbHOTO MOTEHIAIA
Ha (OTOCHHTE3 ObLTa HCIOJb30BaHa MaTeMaTtudeckas Moaenb BIT (Sukhov et al., 2013)
(puc. 5.1), yuntsiBaromias paboTy MOTEHIMAN- U JIMTAHA-3aBUCUMBIX MOHHBIX KaHaJIOB,
H*- u Ca?*-ATP-a3, 2H*/Cl*-cumnoprepa u H*/K*-autunoprepa Ha mia3sMaTH4ecKOn
MmeMmbOpane, a Taxxke Ca?-omocpenosannyro nHakTuBanuio HY*-ATP-a3bl M aKTUBALMIO
Cl-kananoB. Takke B MOJAETH YYHUTHIBAIUCH Oy(depHbIe CBOWCTBA aroruiacta |
IIUTOTUIa3Mbl  Ha OCHOBe paborel Gradmann (2001) ¢  momaudukanusmu,
npeioxkeHHbiMu B padbote (Sukhov, Vodeneev, 2009). N3BectHo (Grignon, Sentenac,
1991), 4yTo B KJIETOYHOM CTEHKE BBICIIUX PACTEHUU COAEPIKUTCS OOJIBIIOE KOJIUYECTBO
TJIFOKYPOHOBBIX KHUCIIOT, HECYIIUX OTpHUIATeNbHBIA 3apsa. Ha ocHoBe »Toro ObUIO
npunsaTo nonyuenue (Gradmann, 2001), uto anomiact pacTeHus!, BKIIOYAIONIUI B ce0s
KJIETOYHYIO CTEHKY, HeceT (UKCHPOBAHHBIN OTPUIATCIIBHBIA 3apsii W MOXKET

KOHKYPEHTHO CBSI3bIBATh IMOJIOKUTEIIBHO 3apshkeHHbIe noHbl HT 1 KT,



ZFEm[-"]m - [r]omeXp(_ZFEm/RT)
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Puc. 5.11. Dnextpodusznonornyeckass cxema pacTUTEIbHOW KJIETKH, YUYUThIBAIOIAS
muhy3uo0 paHeBOro BEIIECTBA, U OCHOBHBIC YPaBHEHUS, UCIIOJIb30BAHHBIC B MOJEIN

BII (1a ocuose (Sukhov et al., 2013), ¢ HeGoabIIUMU MOAMDHUKALIASIMH).
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Puc. 5.11. (Oxonuanme) Emn — osjekTpudeckuil MOTEHIMAN IJIa3MaTHYECKOM
MeMOpaHbl, Pmax — MakcuMalibHasi MPOHUIIAEMOCTh HOHHOTO KaHala, Po M Pi,

BEPOSITHOCTH HAXOXKJCHUS HWOHHOTO KaHaJa B OTKPHITOM W HWHAKTUBHPOBAHHOM
COCTOSIHUM, COOTBETCTBEHHO, Kio(+i) M Ko(i) — KOHCTaHTBI CKOPOCTEH IEpEeXO/0B
MOHHOTO KaHajla W3 3aKpbhITOIO B OTKPBITOE COCTOSIHUE M 00paTtHO (0) WM H3
OTKPBITOTO B WHAKTHBHUPOBaHHOE U 00paTHO (i), Koy — KOHCTaHTa CKOPOCTH Tepexoja
MEXKTY 3aKPBITBIM U OTKPBITHIM (OTKPBITHIM U WHAKTUBUPOBAHHBIM) COCTOSIHUSIMU TIPH
HyJIeBbIX 3HadeHusax Enm m E°V, C° _ xomcranra, orpaikaromas 3aps; BOPOTHOIA
CTPYKTYpPHl ¥ BEIMYHHY €€ CMEIICHHs, HEOOXOIWMOTO ISl TIEPEXOJIOB 3aKPhITOE—
OTKpBITOE (OTKpHITOe—MHAKTHBHMpOBaHHOE) cocTosnus, E°V — spayenne morennmana,
HEOOXOMMOT0 ISl TIepexoja IOJIOBHHBI KaHAJIOB B OTKPHITOC (MHAKTHUBHUPOBAHHOE)
coctostaue, Act — koapduuuent Ca?*-onocpenopannoil axrupanuu Cl-kananos, Ka —
KOHCTaHTa cBs3biBaHus noHoB Ca?" Cl-xamanamu, Eo — konnentpanus H*- uin Ca?'-
AT®-a3b1, K+1, K1, K+2, B K2 — KOHCTaHTBI CKOPOCTEH MPSIMBIX U OOpPATHBIX MEPEXOJIOB
MEXITy ABYMs coctossHusMU HOHHOW AT®d-a3er, ki m k2 — xoHcTaHTBI CcKOpOCTH
NepPEXOA0B MEXAY COCTOSIHUSIMU MOHHOU AT®d-a3pl npu HyneBoM En U KOHIIEHTpaLusIxX
nonos 1 M, Inact — xo>dpuument unaktupamun H'-AT®-a3b1 nomamu Ca?*, K| —
KOHCTaHTa cBs3bIBaHUA MOHOB Ca’* ¢ H*-AT®-azo0it, V' m VX — o6mme xoHCTAaHTHI
ckopocteit 2H*/Cl-cummoprepa u H'/K*-o0mennuka, cootBeTcTBeHHO, Bin® 1 BHin —
CBOOOJHBIC M CBsi3aHHBIC ¢ WOHamMu H' OydepHble Monekysnbl B uToruiasme, Bout,
BHout, m BKout — cBoOOHBIE, cBsizanHbie ¢ woHamu H' m K' OydepHbie MOeKysbl
B anomiacte, Pcaic™* — MakcHMasbHas NPOHUIIAEMOCTh JIMraHA3aBUcUMbIX Ca?'-
KaHAIOB, Kca.lc — KOHCTaHTa AWCCOIMAIMM JJII KOMIUIEKCAa PAHEBOTO BEIIECTBA M

auranm3asucumoro Cat

kaHaia, [WS] u WSo — KoHIIeHTpalms paHeBOTO BelecTBa U
€ro HayajJbHOE KOJMYECTBO, BBIIACIMBIICECS NMPU TMOBpexkaAcHUU, D — koadduimeHt
TypOynenTHor muddy3un paHeBoro BemiecTBa, I U t — paccTossHUE OT 30HBI
MOBPESXKIICHUS W BpeMsi, TPOIIENANIee C MOMEHTa MOBpexaeHus. I[IyHKTHpHBIMU
CTpeJIKaMHl OTMEUEHA KaJIbIIMEeBAsi PETYIISIUS TPAHCIIOPTHBIX CHCTEM: TIOJIOKHUTEIILHOE

smusinue (+) monoB Ca?* ma Cl-xkamanel m Mx oTpuuarensHoe BiausHue (—) Ha H'—

AT®dazy.
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Jlns onucanus Biausinus pH Ha oTocuHTe3 B MatemaTuueckyro mozenb BII (puc.
5.11) ObpUM BKIIOYEHBI PETPECCHOHHBIE YPABHEHHMs, IIOJYYEHHbIE Ha OCHOBE
DKCIIEPUMEHTAIIBHBIX JTaHHBIX, ONHCAHHBIX B paszaene S5.3. B uwacTtHOCTH, HA OCHOBE
JTAHHBIX KOPPEJSIIIMOHHOTO aHalii3a, MPEJICTABICHHBIX Ha pucC. 5.7, ObUIM BBISBICHBI
3aBUCUMOCTH BEJIMYWH WU3MEHEHHA (POTOCMHTETHYECKUX mapamMeTpoB AAco, m ANPQ
OT BeJWuMH compoBoxaamonux passuthue BII msmenenuit pH — ApHouw u ApHin,
COOTBETCTBEHHO (puc. 5.12). JIns OLEHKH 3aBUCUMOCTEH aHAJIM3UPOBAIM JTUHAMHUKY
ApHout, ApHin, AAco2 1 ANPQ niepen pasznpakeruem (2 MUH), BO BpeMsl pa3IpakeHus: U
nocie wuHaykuuun BII (10 mwuu). 3a HyneBol ypOBEHb MNPUHUMAIIA 3HAYCHUS

nokaszaresieii B MOMEHT, HEOCPEACTBEHHO MPEAIICCTBYIOMIUM MTOBPEKICHHUIO.

a  AAco2=-14.0ApHgy 0 1,5 -
0.5 R2=0.72
' ANPQ = -6.5 ApH;,
R ApH, R2=0.94
[ U T 1
-0,1, 0,1 0,2
c\I|U '0,5 7] OJ
= o
= =
s 1
o
=
S -15 1
< . . . ,
< - -0,2 -0,1 0 0,1
'2 ’ 1 ApHm )
-2,5 - -0,5 -

Puc. 5.12. 3aBucumocts BbI3BaHHOTO BII cHmxenust ypoBHs accumwiaiuu CO;
(AAco2) or yBemuuenus BHekierognoro pH  (ApHowt) (a) w  yBeaMyeHHs
Heporoxumuueckoro  Tymenus — ¢uyopecueHimn - (ANPQ) ot cHmkeHwus

BHyTpHKIeTouHOro pH (ApHin) (6). R? — K03 puuueHT qeTepMuHanum

beino IMIOKa3aHO, YTO AAaHHBIC 3aBUCHMMOCTH XOPOIIO OIMMCBIBAIOTCS JIMHEMHBIMU

bynakuusmu (5) u (6) (kodpdurment nerepmunanuu 6osbie 0.70):
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AA o, = —14.0 ApH, (5)

ANPQ = —6.5 ApH,, (6)

rI€ BCE M3MEHEHHUS pPACCUMTHIBAIOTCS OTHOCHUTEIHHO BEJMYMHBI TOKa3aTels,
npenmectBytomieil pazsutuio BIl. Ypasuenus (5) u (6) Ob1IM MCTIOTB30BaHBI B MOJICIH
JUIsl omucaHus compoBoxaatoumx paszputve BII mamenenmii accummisiiuu COz u
HE(OTOXMMHUYECKOTO TYHICHUS (PITyOPECICHIINN.

Ha nepBom sTane aHanu3a Obla MpPOBEJEHA OLIEHKA CIIOCOOHOCTH MOJENH, B
KOTOPOM YYMUTBIBAJIACH JIMHENHAs CBA3b MEXIy W3MeHeHusmMu pH u mapamerpamu
(doTOCHHTE3a, ONUCHIBATH TUIUYHBIM (POTOCMHTETUYECKUN OTBET BBICIIETO PACTEHHS.
JUis 3TOro MMUTHPOBAaHHBIE MOJENbIO H3MeHeHUus: Acor M NPQ cpaBHuBamu ¢
U3MEHEHUSIMHU 3TUX IapaMeTpOB, HAOJII0JaeMbIMU B SKCIIEPUMEHTE.

Ha puc. 5.13 BHOHO, YTO SKCIEPUMEHTAIBHO IMOJYYEHHBIE W ONMUCAHHBIC
MOJIETbI0 (DOTOCHUHTETHYECKHE OTBEThl IIOKa3ajdM KayeCTBEHHOE CXOJCTBO. Tak,
BbI3BaHHBIE MOBPEKICHUEM HM3MEHEHUST MEMOpPaHHOTrO (MOJENb) M IMOBEPXHOCTHOTO
(9KCTIEpUMEHT) MOTEHLIMajla BKIOYAIM B ce0s HadaJlbHOE MMITYJIbCHOE M3MEHEHHE U
OoJee MEIJICHHYIO U JUTUTEIBHYIO Jenosipusanuio (puc. 5.13a, B), 4TO COOTBETCTBYET
JUTEepaTypHBIM JaHHBIM O (opme BapmabenbHOro norennuaia (Sukhov et al., 2012,
2014).

AHanu3 BbI3BaHHBIX TeHepanueil BIl (oTocMHTETMUECKUX OTBETOB B MOJENH
nokasaJ, yTo npu uMmuTauu pazsutus BIl npoucxoauno ObICTpoe CHUYKEHUE YPOBHS
accumwisinuu CO; U mocieayrouiee MeUIEHHOE MOBBIILIEHUE 10 YPOBHS, OJM3KOro K
ucxogaomy (puc. 5.136). NPQ moxkazano Oojee MeUICHHBI POCT M JalbHEUIee
HE3HAYUTEIbHOE YMEHBIICHHE B TEUEHUE HCCIEIYyeMOro BpeMeHH. Takue Qopmbl
OTBETOB XOPOIIIO COMIACyIOTCs ¢ AaHHbIME uTepatypsl (Pavlovic et al., 2011; Sukhov
et al., 2012, 2014) u kauecTBEHHO MOBTOPSIOT BbI3BaHHBIM BII (hoTocumHTEeTHUCCKMI
OTBET NPOPOCTKOB ropoxa B 3kcnepumente (puc. 5.13r). KauecTBeHHOE CXOICTBO

BBI3BAHHBIX TOBPEXKJICHUEM H3MEHEHHUH JJICKTPUYECKOW U  (POTOCHUHTETUYECKOU
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AKTUBHOCTH B OJKCIIEPUMEHTE U MOJEIU CBUJETEIBCTBYET B MOJb3y aJEKBATHOCTU
UCITOJIb30BAHHOTO JUIsl JAHHOTO aHaJIW3a MPEANOJIOKEHUS O JIUHEHHON CBS3U CIBUTOB
BHYTpu- u BHekierouHoro pH c¢ wusmenenusmu mnapametpoB NPQ u Acox (B

COOTBETCTBHUH ¢ ypaBHeHUsIMH (5) u (6).

— AAco2
a 0 __BpeMsi, MHH | 0 — ANPQ 4
0 6 12 18 24 0 BpeMs, MUH
o 0 6 12 18 244
=
-70 = 8
4] 'é' -2 =
= S 1,3
£ 4
1 =
'140 7 /\ <8 _4 | 1 1
<
-6 - -0
-210 -
— AAco?
B I — ANPQ B
120 | Bperl, MUH | | 4
0 6 12 18 24 % 0 A | Bperla MWH |
‘\-‘E ()'\ 6 12 18 24 3
- : o
=} = -2 - %
= = 2
> ({ §
40 - <<E 4] |,
0 - -6 - L0

Puc. 5.13. Onucanrpie Mojenbio (a, 0) W dKCIEepUMEHTaIbHbIC (B, I') H3MEHCHHS
NIEKTpUUECKOro moTeHimana, accummwisainn COz; U HePOTOXMMHYECKOTO TYIICHUS

dbyopectieniu Ha pacctossHud 10 cM oT 30HbI oBpexacHus (N = 35)
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Takue naHHbIE MOATBEPKAAOT TUNOTE3y O pH-omocpenoBaHHOM pa3BUTUHU
dorocunTeTueckoro oreBera Ha BII, a Takke CBUACTENBCTBYIOT B TMOJB3Y
CYILIECTBOBAHMS JBYX KOMIIOHEHT TAKOTO OTBETA, CBSI3AHHBIX C PA3JUYHBIM BIHSHUEM
pH nurTomiasmel U anoruiacTa Ha CBETOBYIO U TEMHOBYIO cTajguu (doTocuHrtesa. s
JanbHENIIe MNpPOBEPKA B3TOM THUIOTE3bl MBI HCCIEI0BAIM 3aBUCUMOCTb BEIMYHHBI
n3MeHeHnt Acop, 1 NPQ ot ammumuty e BII.

beuto mokazaHo, 4TO mpu yBenIMueHUM aMIudTtyAel BII myTém noBblmeHus
napametpa Monenu Kea /WSy, 4T0 UMUTHPOBAIO POCT HAYAILHOTO BBIXOA PaHEBOTO
BEILIECTBA, HA HAYAJbHBIX ATAMax MPOUCXOINUT YBEJIWYECHHE AMIUIMTY]IBI OTBETAa Acor U
NPQ (puc. 5.14). [Ipu mpoctmwkenun goctaToyHo Ooinbiiol amrmuntyabl BIT BenmudanHb
n3MeHeHnii NPQ BBIXOAST Ha MOCTOSIHHBIM YPOBEHb, 4 W3MEHEHUS Acoz JTOCTUTAOT
MAaKCUMAJIBHBIX 3HAYEHUM, IOCIE YEr0 HECKOJIBKO CHIKAKOTCA. JKCIEPUMEHTAIBHO
MOJIyYeHHBIE OTBETHI 3THX MTAPaMETPOB KAYECTBEHHO HE OTIUYAIOTCSA OT TEOPETUYECKHUX
(puc. 5.136). Tak, c yBenuuenueM amruuty bl BI1 nabmonaercs poct ANPQ, koTopsiit
JIOCTUTAET HACHIIIEHUS TIPU OOJIBIIUX BEJIMYMHAX U3MEHEHUs noTeHIuana. [Ipu Hu3kux
u cpennux ammumrygax BII nabmonmaerca yBenmuenne AAcoz ¢ pOCTOM aMILTUTYIbI
BII, kxoTopoe CMEHSETCS HEAOCTOBEPHBIM CHWXEHUEM JAHHOIO IapaMeTpa IMpu
JOCTHXKEHUH OOJBIIMX BEJIMYMH 3JIEKTPUUYECKOTO OTBeTa. Takas TEHACHIMS OTpa’KaeT
HEKOTOPOE CHIKEHUE aMIUTUTY Ibl M3MeHeHui pH amnoriacta rmpu 60JIBIION aMIUTUTY/IE
BII. B wactHocTu, npu pazsutuu BII ¢ ammurygoit 50 MB pH yBennunBaercs Ha 0.36
en., a npu ammumaryae 80 mB — 0.30 exn. pH, uTo MoXkeT ObITH CBSI3aHO C OOJIBIITUM
BBIXOJIOM MOHOB Kalius W3 KieTku npu Oonbinedt amrmutyae BIL. Tak, passutue BII ¢
ammuutynoi 50 MB  compoBoKmaeTcss yBEIMYCHHEM KOHIEHTparuu HoHoB K¥ B
anoriacte Ha 8 MM, a nipu ammumutyae 80 MB — Ha 10 MM. Poct konmenTpammu K*
MOJKET YMEHbBINATh CBSI3bIBAHHE MPOTOHOB OydepoMm, Tak kKak HOHbI K™ crocoOHBI
KOHKYPEHTHO C HUM CBSI3bIBAThCSl U TEM CaMbIM YBEJIIMUUBATh KOHIIEHTPAIMIO IPOTOHOB

B aIrro1jiactTe.
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Puc. 5.14. Teopernueckas (a) u skcnepuMeHTanbHas (0) (N = 8-9) 3aBuUcHUMOCTH
mameHennii  accummwsiiiud - CO2  (AAco2) ©u  HEOTOXUMHUECKOTO  TYIICHHS

dayopectenuu (ANPQ) ot amminTy bl BapuabeIbHOTO MOTEHITHATA
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Takum  oOpa3oM, TOJyYyeHHBIM  pe3yabTaT IOKa3bIBAET  aJEKBATHOCTH
NpUMEHEHUs1 pa3pabOTaHHOM MOJENW Uil ONWCaHud WHAYyUHpoBaHHbIX  BII
dorocuHTeTHUECKUX OTBETOB. Kpome TOro, maHHas MOJEIb XOPOIIO OMUCHIBAET
3aBHCHUMOCTb BEJIMYMHBI U3MEHEHUN (POTOCMHTETUYECKUX MapaMEeTPOB OT aMILIUTYIbI
BII, B 4acTHOCTM, HaCBIIIEHWE W CHUKEHUE BEJIUYMHBI OTBETAa IPHU BO3PACTAHUU
amruuty sl BIL

Jlanee NPOM3BOAWIOCH CPAaBHEHHE OHKCIIEPUMEHTAIbHBIX M WMHUTHPOBAHHBIX
MOJIEJIBIO ANEKTPUUYECKUX U (POTOCUHTETUUECKUX OTBETOB HA OOJIBIINX PACCTOSHHUAX OT
30HBI NOBpexAeHUS (puc. 5.15). bbu1o mokazaHo, 4TO Ha PaccTOSHUU 22 CM OT 30HBI
MOBPEXJICHUS KaK B MOJIEIH, TAK U B SIKCIIEPUMEHTE HAOII0Jal0TCS HE3HAYUTENIbHbBIE TTO
aMIUTUTYJ€ U3MEHEHHS DJIEKTPUYECKOW akTUBHOCTH (puc. 5.15B). Kpome toro, cnabdas
BBIPQXEHHOCTh ~ M3MEHEHUM  (DOTOCHHTETHMYECKMX  MapaMEeTpOB,  IOJIYYEHHBIX
TeopeTnyecku (puc. 5.150), XOpomO HUMHUTHUPYET MPAKTHYECKH IOJHOE OTCYTCTBUE
TaKWX U3MEHEHMI B SKCTIepUMeHTe (puc. 5.157).

Takum 00pa3zoMm, marematuueckass mojens BII, moauduuupoBanHas ¢ y4yéTom
HKCIIEPUMEHTAJIbHO TOJYYEHHBIX JIMHEWHBIX 3aBHCHUMOCTEH (POTOCHHTETUUECKUX
apamMeTpoB OT M3MEHEHMH BHYTPU- M BHEKJIETOYHOro pH, XOpOIIO KayeCTBEHHO
UMUTHPYET BbI3BAHHBIEC MOBPEKIECHUEM DIEKTPUUECKUNA U (POTOCMHTETUUECKUN OTBETHI
U CYUIECTBEHHOE IOJIaBJIEHME TAKUX OTBETOB Ha OOJBIIOM pPACCTOSHUM OT 30HBI
MOBPEXACHUSA, a TakKe 3aBUCUMOCTHU BEJIMYMHBI H3MEHEHUH (POTOCHUHTETUYECKOU
aKTUBHOCTU OT aMILIUTY/bl BapuaOeIbHOrO MOoTeHIrana. MoXHO PeanoiaokuTh, YTO
KOJIMYECTBEHHBIE HECOOTBETCTBUS TEOPETUUECKUX U IKCIEPUMEHTAIBHBIX PE3YyJIbTaTOB
0OYCJIOBJICHBI T€M, YTO HUCIOJb3yeMas I aHallu3a MareMatudeckas mojenb (Sukhov
et al., 2013) paspaborana kak yHuBepcaibHas Mmojnenb BIl y Beicmux pacteHud, a
OOJBIIMHCTBO HSKCIEPUMEHTOB sl €€ Bepu(UKaIlMK MPOBOAMIOCH Ha IMPOPOCTKAaX
TBHIKBBI. Teoperuuecku MOJIyYeHHbIE pE3yNbTAThI CONOCTABIISIIACH c
DKCIIEPUMEHTAJIbHBIMA  JAHHBIMHM,  IIOJIy4YEHHbIMM HA  IPOPOCTKAX  ropoxa,
KOJIMYECTBEHHBIE XapAKTEPUCTUKN (POTOCUHTETUYECKUX OTBETOB KOTOPHIX OTIMYAIOTCA
OT TaKOBBIX Yy TMPOPOCTKOB THIKBbl. B 4YacTHOCTH, mNpu ONM3KUX BeJIMYMHAX

QJICKTPUYCCKUX OTBCTOB M3MCHCHHA IIapaMCTPOB (bOTOCPIHTGBa Y TBIKBbI 3HAYUTCIILHO
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MeHee BbIpaxkeHbl, yeM Yy ropoxa (I'maBa 3). C npyroil CTOpOHBI, aJEKBATHOE
KAUECTBEHHOE ONMCAHUE BBI3BAHHBIX IMOBPEXKICHHEM HM3MEHEHHH MapaMeTpoB
doTocuHTE3a CBUIETEILCTBYET B TMOJb3y KOPPEKTHOCTH TOJYYEHHBIX B paMKax

HaCTOAIICTO NCCIICOAOBAaHUS 1 BKJIIOUECHHBIX B MOICIIb 3aBUCUMOCTEH.
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Puc. 5.15. Onucanneie mMoaenbio (2, B) W IKCIEPUMEHTalIbHbIE (0, I') U3MECHEHUA
NEKTpUUECKoro moTeHimana, accummwiainn COz; U HEPOTOXMMHYECKOTO TYIICHUS

(ITyopecueHIMK Ha pacCTOSTHUY 22 CM OT 30HBI TToBpexaeHMs (N = 6)
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Takum oOpa3oM, pe3ynbTaTbl TEOPETHYECKOTO aHalu3a C HUCIOJIb30BAaHUEM
MaTeMaTUYECKOW MOJIeNIM BapraOeIbHOTO MOTEHIIMAJIA SABJISIOTCS apPTYMEHTOM B MOJIb3Y
CYILIECTBOBAHMS JIBYX MYTE€H BIMSHUSA COMPOBOXKIAIONIMX Pa3BUTUE BapuaOEIHLHOIO
noTeHIMana u3MeHeHuid pH: olMH W3 HUX CBSI3aH C 3aKUCICHHEM IUTOIUIa3Mbl U
peanu3yercs, TMO-BHIAMMOMY, B BO3pacTaHWM HE(DOTOXUMHYECKOTO  TYIICHUS
dayopeclieHIIMM; JIpyrol MyTh OMOCpenoBaH moBbiieHHeM pH amnomacra, 4ToO,
BEpOSITHO, SBJSIETCS MeXaHu3MOM CHmkeHus accumuwisiiuu CO,. Kpome Toro,
MOJYYEHHBIE PE3yJIbTaThl TMO3BOJIAIOT MPEANOJI0XKUTh, YTO CIABUTA BHYTPU- H
BHeKJIeTOUHOro pH He TOJBKO 3amycKaroT pa3BUTHE (POTOCHHTETUYECKOTO OTBETA MPH
BII, HO U BAMSAIOT Ha JUHAMHUKY (POTOCMHTETUYECKOTO OTBETa HA MPOTSKEHUU BCETO

HCCIICAYCMOT'O BpCMCHHU.
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3AK/IIOYEHUE

Ha ocHoBaHMM moay4deHHBIX B pab0OTe Pe3ysbTaTOB W JAaHHBIX, MPEICTABICHHBIX
B JUTeparype, Oblia paspaboTaHa oOIas cxema ydacTHsl CIABUIOB BHYTPU- H
BHEKJIETOYHOM KOHUEHTPAlMh MPOTOHOB B Pa3BUTUM BbI3BaHHBIX BIl m3meHenun
(dhoTOCUHTETHUYECKOW aKTUBHOCTH (puc. 6.1). B cooTBeTCTBUM ¢ HEH, JOKaJbHOE
MOBPEXJICHNE BBI3BIBAET TEHEpaluio U pacrpocTpaHeHue BIl B uHTakTHBIE YacTH
pacteHus (pe3yabTaThl HacTosMIero uccienopanms; Sukhov et al., 2012,2014; Surova et
al., 2016a). Passutue BII 3amyckaerca otkpbitieM Ca?*-kaHanos u BxonoMm noHos Ca?*
B KIeTky (Zimmermann, Felle, 2009; Furch et al., 2009; Bonenee u np., 2011;
Katicheva et al., 2014, 2015). YBenuueHne KOHIICHTPAIIMHM KaJbIUS B IMTOILIA3ME
BBI3bIBACT IIEpexOaHy0 uHakThBanmuio H'™-AT®da3pl mia3mMaTnyeckoii MeMOpaHbI
(Stahlberg et al., 2006; Vodeneev et al., 2011), 4TO NPUBOAUT K BPEMECHHOMY
3allleJITaYMBAHUIO aIoIUIacTa M 3aKUCJICHUIO IMTOIIa3Mbl (Pe3yibTaThl HACTOSIIETO
uccienoanuss; Grams et al., 2009; Zimmermann, Felle, 2009; Boxenees u ap., 2011).
VYBennuenne pH amomacrta Moxetr BbI3biBaTh cABUT cooTHomeHus CO2:HCOjz , a
TaKKe BJIMATh HAa aKTHBHOCTh KapOOaHTHApa3 M aKBAllOPUHOB, HapyIlas TPaHCIOPT
CO; yepe3 mIa3MaTHIECKYyI0O MEMOpaHy M CHIDKAs €ro BXOJ B KJIETKY, YTO BBI3BIBACT
nojasyieHne akTuBHOCTU 1ukia KanpBuna (bynbraeB u ap., 2001; Grams et al., 2009;
Galle et al., 2013). C apyroii CTOpPOHBI, 3aKHUCICHHE IUTOIIA3MBbI, IO-BHIMMOMY,
npuBoaAUT K cHwxkeHuto pH crpomel xmopormnactoB (Werdan et al.,1975). Takoe
CHIDKEHHE MOXET TIOJIaBJISATh aKTUBHOCTH (pepMeHTOB Inkia KanpBuna, pH-ontumym
KOTOPBIX HaXOAUTCS B o0jacTu ciadomienoyHsix 3HaueHu (Wolosiuk et al., 1993). B
CBOIO OYepeab, YMEHBIIEHNE aKTUBHOCTH TEMHOBOH cTaanu ()OTOCHHTE3a, BEPOSITHO,
npuBoaAuUT K pocty cootHomieHnin AT®:AJI®d u HAJAPH:HAJI®* (Pavlovic et al.,
2011; Sukhov, 2016). Kpome TOTr0, 3aKHUCJICHHUE CTPOMBI CIIOCOOCTBYET aKKyMYJISLIUU
dbeppenokcun-HAJI®D-penykrassl B MEeMOpaHHBIX OCJIKOBBIX KOMILIEKcax Tic62 u
TROL (Alte et al., 2010; Benz et al., 2010), a Taxxe cHmkeHuo €€ cpoactsa k HAJID*
(Lee et al., 2007). Dtu mporecchl BbI3BIBAIOT TOPMOYKEHHE HEIMKIMYECKOTO IOTOKA

3JIEKTPOHOB U YCHJIMBAIOT PabOTy IUKIHUecKoro moroka (Sukhov, 2016).
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JlokanbHOE TIOBPEKACHUE
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Puc. 6.1. IloreHunanpHasg cxema y4acTHsi CABUIOB BHYTPH- M BHEKieToyHoro pH B

peain3anu BJIUAHUA BapHa6eanor0 IIOTCHIMaJIa Ha (1)OTOCI/IHT63 BBICIIHNX paCTeHI/II\/'I
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VYBenuueHue KOHIIEHTpAllMM MPOTOHOB B CTPOME MPUBOAUT K cHMxeHuto ApH Ha
TUJIAKOUAHOW MEMOpaHe, 4TO, B COBOKYNMHOCTU C pocToM cooTHomeHuss ATD:AJ[D
CHIDKaeT akTUBHOCTh H'-AT® cuHTa3sl W BBI3BIBACT MOCIEAYIOIIEE 3aKHCICHHE
momMeHna. CHmwkenne pH roMeHa BBI3BIBAET POCT HE(POTOXMMHUECKOTO TYIICHUS
dbayopectenuu (Maxwell, Johnson, 2000) n cHIKeHHEe TpaHCTIOPTa JICKTPOHOB Yepe3
dorocuctemy II (Tikhonov, 2013), 4To NPUBOANUT K YCHUJICHHIO IIUKIMYECKOIO MOTOKA
BOKpyr (¢otocuctembl |. KoHEYHBIM UTOrOM OINHMCAHHBIX MPOIECCOB SIBISETCS
YBEJIIMYCHUE YCTOMYMBOCTH (POTOCHMHTETHYECKOTO ammapata K TMOCIeAYIOIINM
cTpeccoBbIM BozzeicTBusaM (Sukhov et al., 2014, 2015; Surova et al., 2016a).

OtnenpHO clienyeT OTMETHTh, UYTO CHUXXEHHWE aKTMBHOCTU TEMHOBOW CTauu
(OoTOCHHTE3a MPEUMYIIIECTBEHHO CBS3aHO C NMEPEXOAHBIM yBenumdeHueMm pH amoracra
U CBSI3aHHBIM ¢ HUM HapyuieHneMm Bxoja CO; B kneTky. C Ipyroil CTOpOHBI, CHUKEHHE
BHYTPUKJIETOUHOTO pH OKa3bIBaeT CyIlIECTBEHHOE BIUSHHE Ha MapamMeTphbl CBETOBOM
CTauu, KOTOPOE MOXKET pEaln30BbIBATECS KaK HANPSIMYK Yepe3 HU3MEHEHUE
AKTUBHOCTHU KOMIIOHEHTOB (DOTOCHUHTETHYECKON 3JIEKTPOH-TPAHCIOPTHOM IIEMH, TaK U
OIOCPENOBAHHO BCIEACTBUE MOJaBIeHU paboThl nukia KanbBuHa. JT0 yKa3bIBaeT Ha
BO3MO>XHOCTh CYILECTBOBAHUS OTHOCUTEIBHO HE3aBUCHUMBIX MEXAHU3MOB PEryJSIIUU
(OTOCUHTETUYECKOTO OTBETa, YTO MOXET HMETh 3HAaYeHWe, B YACTHOCTH, IS
dbopmupoBaHus crieuPUUECKMX YepT TaKWX OTBETOB Ha JIOKAJbHBIE CTPECCOPHI B
3aBUCUMOCTH OT BHUJAQ PACTCHHs, €ro (PU3MOJIOTHYECKOTO COCTOSIHUS W y4YacTKa
pacTeHusi, B KOTOPOM pa3BUBAETCS OTBET.

B 1O xe BpeMs, OCTa€rcsi HESCHBIM BKJIAaJ OTMEUEHHBIX MEXaHU3MOB B
dbopmupoBanue portocunTeTndeckoro orsera npu BII. Kpome Toro, mepcrnekTUBHBIM
MPECTABIIACTCS TaKXKE PACKPBITHE MeXxaHW3MOB BiUsSHUS BIl ¥ BBI3BaHHBIX UM
U3MEHEHUN AaKTUBHOCTH (OTOCHHTE3a Ha YCTOMYMBOCTH (DOTOCHHTETHYECKOTO
amnmapara K JCHCTBUIO HEOJaronpusaTHHIX (HakTOpoB. 3HAHHUE STHUX MEXaHU3MOB B
COBOKYITHOCTH C pe3yJIbTaTaMU HACTOAIIETO HCCIICOBAHUS MOXKET OBITh UCIIOJI30BAHO
npu  pa3paboTke METONOB MOAU(DUKAIMKM TMPOAYKTUBHOCTH M yCTOWYUBOCTH

CEJIbCKOXO3SIMCTBEHHBIX PACTCHUM.



91

BbIBO/IbI

1. BbI3BaHHBIN JIOKaIbHBIM Pa3Jpake€HUEM BapuaOeIbHbIA NOTEHIIMAN BbI3bIBAET
ObIcTpoe oOpartuMoe yrHereHue (OTOCHHTE3a B MHTAKTHBIX ydacTKax Yy MPOPOCTKOB
ropoxa U THIKBbI

2. UVHruOutophlii aHamu3 I1OKa3an ydactue wuHakTHBanmu H™-ATdassl
I1a3MaTHYeCKOH MeMOpaHbl B Pa3BUTHM BBI3BAHHOTO BapuaOENbHBIM MOTEHIIHAIOM
(OTOCHHTETUUYECKOTO OTBETA

3. T'enepamust BapuaOenbHOTO TOTEHIMAIA COMPOBOXKAAECTCS OOPATHUMBIM
3allleJJaYMBaHUEM aIoIllacTa M 3aKUCJICHHEM IUTOILIa3Mbl y MPOPOCTKOB ropoxa (Ha
0.22 £ 0.02 ex. u 0.30 = 0.05, coorBercTBeHHO) U ThIKBHI (Ha 0.40 = 0.07 u 0.30 £ 0.10
¢J1., COOTBETCTBCHHO)

4. HUckyccrBeHHOE n3MeHeHue pH, conoctaBumoe no BenmuuHe co casurom pH
npu BII, BbI3bIBaeT (OTOCUHTETHUECKHUI OTBET, CXO/IHBIN C OTBETOM, HHIYIIMPOBAHHBIM
BapuaOeNbHBIM MOTEHLHUAIOM; BEJIIMYMHA OTBETAa MPU HCKYCCTBEHHOM 3aKUCIECHUU
3aBUCHT OT BEJIMYMHBI caBura pH

5. BbISBIEHO JBE KOMIIOHEHTHI BBI3BAHHOTO BapHaOEIbHBIM TMOTEHIIUAIOM
(OTOCHUHTETUYECKOTO OTBETa, OJHA W3 KOTOPBIX OOYyCIOBJI€HA W3MEHEHHUSIMU
BHeKJIeTouHOoro pH u cBsi3aHa ¢ M3MEHEHMsIMM ra3oo0MeHa, a Jpyras cCBs3aHa C
u3MeHeHUsIMU pH BHYTpHU KJIETKU W MPOSBIIAETCS B BO3PACTAHMHM HEPOTOXHUMHUYECKOTO
TyLIEHUs PIIyOpECLICHIINH

6. Pa3paborana cxema y4yacTusi MU3MEHEHW BHYTpU- U BHEKJeTouHoro pH B

pa3BuTuU (poTocuHTETHYECKOTrO OTBeTa npu BII
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