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OBIIIASA XAPAKTEPUCTUKA PABOTbBI

AKTYaJIbHOCTb HCCJIEIOBAHUS

Poct m pa3BuTuMe pacTeHHUH pEryiMpyrOTCS BHYTPEHHHUMH CHUTHaJaMH ¥ BHEITHUMHU
YCIOBUSAMM  OKpy’Karolled  cpefpl. PacTeHuss  moaBepraroTcs  BIMSHUIO — Pa3IMYHBIX
HEOMaronpusTHEIX (PaKTOPOB, ACHCTBHE KOTOPBHIX MOXXET OBITh JIOKAJIBHBIM WM CHCTEMHBIM.
MHorue 10KanbHbIE€ CTPECCOPBI, TAKME KaK MEXaHUUECKOE ITOBPEXKIEHNE, N30BITOYHOE OCBEILIEHNUE,
BBICOKME U HU3KHE TEMIIEPATyphl BbI3bIBAIOT aKTUBALIMIO 3AIUTHBIX PEAKIUI HE TOJBKO B MECTE
NeICTBUS, HO Y Ha 3HAYUTEIILHOM y/JAJIEHUU B HEpa3IpaKEHHBIX YacTAX pacTeHus. /[ pa3Butus
CUCTEMHOW aJanTaluuud HEOoOXOIMMbI TE€Hepaluss U paclHpOCTPAHEHHE CTPECCOBBIX CUTHAJIOB
(Hilleary et al., 2018), cpeau KOTOPBIX y PaCTEHUH BBIACIAIOT XUMHUYECKHE, THAPABINIECKHE U
anektpuueckue (Huber, Bauerle, 2016).

MexaHu3Mbl paclpoCTpaHEHUs] UM UHAYKIUM JUCTaHLHMOHHBIX CTPECCOBBIX CHUTHAJIOB
pacTeHUil B OTBET Ha JCHCTBUE JIOKAJIBHOIO pPa3gpakKUTENsl Ha JaHHBIH MOMEHT HW3Yy4E€HbI
HezoctaTouHo. IIpennonaraercs B3aMMOAEHCTBUE EKTPUUECKUX U THJIPABIMYECKUX CHUTHAJIOB,
BonH kanbiusa (Ca’?") m axrtuBHBIX (Qopm kucnopona (ADPK) npu mepenade QMCTaHIMOHHOTO
crpeccoBoro curaana (Choi et al., 2016; Gilroy et al., 2016). PacnpocTtpaneHue Takoro
KOMIUIEKCHOTO CHUTHaja MOXET PEeryJHpoBaTh COICPKAHHE CTPECCOBBIX (DUTOTOPMOHOB B
Hepa3ApaKEHHBIX YaCTSIX PACTEHUN NpH IEHCTBUM JTOKaIbHOTO ctuMyna (Xia et al., 2015; Farmer
et al., 2020; Vega-Muioz et al., 2020). MexaHU3MBI PETYISIUN TOPMOHAIBHOTO CTAaTyCa PaCTCHUI
IIPU JIEHCTBUH JIOKAJIbHBIX CTUMYJIOB Ha JIaHHBI MOMEHT HEU3BECTHBI. B 4acTHOCTH, HEOOXOAMMO
BBISICHUTD, KAKME KOMIIOHEHTHI JUCTAHIIMOHHOI'O CTPECCOBOIO CUTHAJIA UTPAIOT KIIFOUEBYIO POJIb B
M3MEHEHUH KOHIEHTPAIUN (PUTOTOPMOHOB, BEI3BAHHBIX JIOKAIBHBIMH CTUMYJIAMH.

Nmerotcst paboThI, MOKA3BIBAIOLINE BO3MOKHOCTh PETYJIATOPHOIO BIMSHUS BapuaOeIbHOIO
noreHuuana (BII), onHOro u3 THUIOB 3JEKTPUYECKUX CUTHAJIOB, HA TOPMOHAJBHBIN CTaTyc
pactenuii (Farmer et al., 2020), Takxe B psiie pabOT OTMEUEHO U3MEHEHHE YPOBHS (PUTOrOPMOHOB
U TpeecTByomee uM pacnpoctpanenue BII B orBer Ha mokanbubiii ctumyn (Hlavackova et al.,
2006; Hlavinka et al., 2012; Paulman et al., 2018), gto ga€r ocHoBanue mpemnoinarath BII B
Ka4yecTBe MHAYKTOPa U3MEHEHU coep kaHus (PUTOTOPMOHOB.

BrI3BaHHBIE JTOKATBHBIMUA CTUMYJIAMH 3JEKTPUYECKHE CUTHAIBI CIIOCOOHBI MHAYIUPOBATH
CUCTEMHBIA OTBET, BKIIIOYAIOIIUA HM3MEHEHUE AaKTUBHOCTU (POTOCHHTE3a W TpaHCHHMpaLUU,
aKTUBALIMIO AbIXaHUs, yBelnueHue KoHueHTpauuu AT®, akTuBanuio 3KCpeccuu 3alllUTHBIX T€HOB
u 1. 1. (Huber, Bauerle, 2016; Sukhov et al., 2019). [Ipu paccMOTpeHHH CUCTEMHBIX U3MEHEHUN
aKTUBHOCTH (DOTOCHHTE3a NPEIIOJIAraeTcsi, 4YTO AJIEKTPUYECKUE CHUTHAIbl HE SBIISIOTCS
€IMHCTBEHHBIMU MHIYKTOPaMH OTBETa, (DUTOTOPMOHBI TAK)KE€ MOTYT yYacTBOBATh B WHIYKIIHU
orBeta (ortocunTeza (Sukhov et al, 2019). OtnenpHble pabOTBl  JEMOHCTPHUPYIOT
JKCIIEpUMEHTANIbHBIE JOoKa3aTenbcTBa Takoro ydactusi (Hlavackova et al., 2006; Hlavinka et al.,
2012), oqHAaKO CTOMT OTMETUTh HEJOCTATOYHOCTh MCCIIEIOBAaHUM MPOCTPAHCTBEHHO-BPEMEHHOM
IMHAMUAKA W3MEHEHHS COACpKaHWA (PUTOrOPMOHOB M aKTUBHOCTH (DOTOCHMHTE3a B OTBET Ha
JIOKaJbHBIN CTUMYJI, KOTOPBIE UIPAIOT BAXKHYIO POJIb B YCTAHOBJIEHUU CBS3€M JaHHBIX IIPOLIECCOB.

Bompocel B3aMMOJEHCTBHS DJIEKTPUYECKOM M TOPMOHAJIBHOM CHCTEM pAaCTCHUM H
WHAYIUPYEMBIX UMH CHUCTEMHBIX OTBETOB NPH JIOKATHHOM pa3ApaXCHWW HA JaHHBIA MOMEHT
OCTAalOTCSd BO MHOTOM HEHCCIIeIOBaHHBIMU. B ocoOeHHOcTH Oouiblive NpoOeabl HAXOISATCA B
00JTaCcTH PEryJSIIHA YPOBHS CTPECCOBBIX (PMTOTOPMOHOB MpH pacnpocTpaneHnu BII.



Heas 1 3axa4u McCIe0BAHUSA

[lenpto paboThl ABJIAETCSA AaHAIW3 POJM  BBI3BAHHOIO JIOKAJIBHBIM  pa3lipakKeHUEM
BapraleIbHOTO MOTEHIIMAIA B CHCTEMHOM U3MEHEHHH COJIEPKaHuUsI CTPECCOBBIX (DUTOTOPMOHOB H
W3YYECHHE MEXaHU3MOB HHIYKIIMU TAKUX U3MEHEHUMN.

B cooTBeTcTBUM € LIETBIO OBLIM MOCTABJIEHBI CIEAYIOLINE 3aJaUH.

1. U3yuenne BpEeMEHHON IWHAMHKH KOHIEHTpAUH (UTOTOPMOHOB M AKTUBHOCTHU
doTocuHTE3a B HEpA3APaXCHHBIX YaCTAX PACTEHUS TPH PACIPOCTPAHEHWU BapuabEITHLHOTO
IIOTEHINAJIA, BEI3BAHHOTO JIOKAJIbHBIM CTUMYJIOM.

2. BoisBieHne CBSI3M MEXIy BapHaOelIbHBIM IOTCHIMAJIOM, M3MEHEHHEM COJCpKaHHS
(GUTOrOPMOHOB W OTBETOM (POTOCHMHTE3a HAa OCHOBE aHalIHM3a NPOCTPAHCTBEHHO-BPEMEHHOU
JUHAMHUKHU.

3. AHanu3 MexXaHU3MOB MHAYKIMM HM3MEHEHUH COJepKaHHs (PUTOTOPMOHOB IpHU
pacupoCcTpaHEeHUH BapuadeIbHOIO NOTEHIINANIA.

Hayunast HoBu3Ha

W3ydyena BpeMmMeHHas [AWHAMUKAa KOHLEHTPAUH (UTOTOPMOHOB, WHAYIMPOBAHHAS
JIOKAJIbHBIM PAa3IpakKeHUEM, B PACTEHMX rOpoxa U MIIEHNLBI. BriepBbie I0Ka3aHo, 4YTO B KA4eCTBE
BO3MOXXHOTO HHIYKTOpa IOBBIIICHHUS COJEPKaHMsS »KaCMOHATOB, BBI3BAHHOI'O BapualeIbHBIM
IIOTEHIIAAJIOM, MOXET BBICTYIIATh M3MEHEHHE BHYTPHUKIECTOYHOro pH, kKoTOopoe compoBoxaacT
reHepanuio BapuadbeIbHOro NoTeHINAaa.

Hay4yHo-npakrnyeckas 3Ha4YMMOCTh

[TomyueHsl HOBBIE 3HAHHS O MEXaHU3MaxX PETYIALUN COACpX)aHUS (PUTOrOPMOHOB
BapraleNbHBIM TOTCHIHUATIOM, MEXaHu3Me (OPMHPOBAHHMS CHUCTEMHOTO OTBETa PACTeHHs Ha
NEICTBUE CTPECCOBBIX (PAKTOPOB, KOTOPHIE PpACIIUPSIIOT M JIONOJHSIOT TEOPETUYECKUE
MPEICTABICHUSI B COOTBETCTBYIOLIEH OOJACTH M MOTYT OBITh HCIIOJIB30BAaHBI B NEPCIIEKTHBE B
pa3paboTKe palMOHAIBHBIX CTPAaTErWid BEIEHHUS CEJIBCKOIO XO03sicTBa € MCIOJIb30BaHUEM
pPacTeHHl ¢ MOBBILIEHHONW YCTOMYMBOCTBIO K HEOIArONPUATHBIM YCIOBHSIM OKPY’KaOIIEH Cpebl.
B nenoM nonydeHHbIe 3HaHUSA TOMOTYT YJIYYIIWTh IOHMMaHUE IIPOLIECCOB aanTaluy PaCTEHUN K
JIEMCTBUIO HEOMAronpusaTHBIX (PakTopoB. OCHOBHBIE BBIBOJABI W PE3YIbTaTHl PAaOOTHI OyayT
HCIIOJIb30BaHbl B y4eOHOM IIpolLlecce B paMKax KypcoB [UIsl CTYJEHTOB, OOyYaroluxcs IO
OMOJIOTUYECKUM CTIEHUATBHOCTSIM.

OcHOBHBIE I0JI0KEHUS, BBIHOCHMbIE HA 3aLUTY

BapuaOenbHblii  NOTEHIMAJ  MHAYLUUPYET  CHUCTEMHbIE  U3MEHEHUS  COJEp KaHUS
(GUTOTOPMOHOB TIpU  JIOKAJIBHOM  pA3ApaXEHHH, YTO MOATBEPKIACTCA COTIACOBAHHBIMU
M3MEHEHMSIMU [1apaMEeTPOB BapHaOEIbHOr0 MOTEHIMAIa U KOHLIEHTPALM TOPMOHOB. M3MeHeHune
BHYTPHUKJIETOYHOTO pH, compoBokiaroiiee TreHepanuio BapuadenbHOro TMOTEHIHANa, MOXKET
BBICTyNIaTh B KadecTBe (PakTopa, MHAYLUMPYIOLIETO MOBBIIMIEHHE KOHIIEHTPAIUMK XAaCMOHATOB B
Hepa3IpaXXEHHBIX 001aCTsIX pacTeHHUS.

JInuHbIi BKJIAJ aBTOpPA

ABTOp JIMYHO Yy4acTBOBAJ B MPOBEICHUH HKCIEPUMEHTAIBHBIX HCCIEIOBaHMi, 00padoTKe
MOJTyYEHHBIX PE3yJIbTaTOB, aHAIN3E U OOCYKIECHUH PE3yJIbTaTOB, a TaKXKe MPUHUMAJ y4acTHE B
HaNMCAHWU HAyYHBIX CTATe COBMECTHO C COABTOPAaMH U ampoOanuy pe3ybTaTOB HCCIIeI0BAHUMA
Ha Hay4YHBIX KOH(EepEeHIUAX.

JLOCTOBEPHOCTH HAYYHBIX Pe3yJ1bTATOB

JIOCTOBEpPHOCTh ~ HAy4YHBIX  PE3YJIbTATOB  IOATBEPKAAECTCS  BOCHPOU3BOIUMOCTHIO
AKCIIEPUMEHTAIBHBIX JIAHHBIX W OOyCIIOBJIEHA IIHUPOKOW ampoOauueidl U HaAEKHOCTBIO
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WCIIOJIb30BAHHBIX JKCIIEPUMEHTAIIBHBIX METOJOB HCCIEIOBAaHUSA, a TaKK€ KaueCTBEHHOW U
KOJMYECTBEHHOM COIVIACOBAHHOCTBIO IOJYYEHHBIX JaHHBIX C pe3yjibTaTaMH HE3aBUCUMBIX
UCCIIEI0BaHUI APYTUX aBTOPOB.

AnpobGauus padoTbl

OcHOBHBIE pe3yNabTaThl Pa0OTHI MPEACTABISUIMCH HA MEXKIYHAPOAHBIX U BCEPOCCHICKUX
mepomnpusitusax: 45th FEBS Congress «Molecules of Life: Towards New Horizons» (BupTyanbHbIHA
dopmat, 2021), Beepoccuiickasi ¢ MEXIyHApPOAHBIM Y4YacTHEM MIKOJA-KOH()EPEHIIMS MOJOABIX
yu€HbIX «bUocucTeMbl: opranusanus, noseaenue, ynpasienue» (Huwxkuuit Hosropon, 2021, 2020,
2019), VI cwe3n 6uodusuxos Poccun (Coun, 2019), 111 Beepoccuiickuii MOIOI€KHBINA HAYIHBIH
dopym «Hayka Oymymero — Hayka mononeix» (Hwxauit Hosropon, 2017), MexmayHapoaHas
[lymumHckas mkosa-koH(pepeHus Mosioablx YuéHblx «buonorus — Hayka XXI Bekay» (Ilymiuno,
2017).

Hyb6aukanun

[lo wmartepuanam guccepraunun onyOnukoBaHo 12 pabor, Bkiouas 4 CcTaTbu B
peneH3upyembix HaydHbIX m3ganusx (Web of Science, Scopus), Bxoasimux B ciucok BAK.

CTpykTypa u 00beM quccepTaluu

PaGora coctouT M3 BBeAeHMs, 0030pa JIUTEpPATyphl, ONMCAHHUS MaTEPUATIOB U METO/OB
UCCJIEIOBaHUM, pe3yJbTaTOB U MX OOCYKJIEHHS, 3aKIIIOUYEHHUS, BBIBOJIOB, CIHMCKA JIUTEPATYpBHI.
Ob6mwem cocraBmisier 115 cTpaHu MaITMHONUCHOTO TEKCTA, WIUTFOCTPHUPOBAHHOTO 28 pUCYHKaMH.
Crnucok autepatypsbl BKItoyaeT 145 ncrounuka, B ToM uncie 143 paboTbl HHOCTPAHHBIX aBTOPOB.

baarogapHocTu

JluccepTaninoOHHOE MCCIIeI0BaHKE BBIIOIHEHO MPH (PUHAHCOBOH mojaep:kke MUHOOpHAYKH
P®, cornamenue Ne 075-15-2020-808 (3agaua 1) u PODU, npoekt Ne 19-34-90179 (3apauu 2-3).

OCHOBHOE COAEPKXAHUE PABOTHI

B rnaBe 1 mpexncraBieHn o0030p JUTEpaTyphl, MOCBSIIEHHBIA SJIEKTPUYECKOW |
TOPMOHAJIBHON CHTHAJIBHBIM CHCTEMaM PACTeHHH, JUHAMHUKE COAEpKaHUA (PUTOTOPMOHOB IpH
NEHCTBUY JIOKAJIBHBIX CTUMYJIOB B HEPA3APAKEHHBIX YACTAX PACTEHUMN, BIUSIHUIO AIEKTPUUECKHUX
CUTHAJIOB Ha U3MEHEHHE COJIep>KaHUs (PUTOrOPMOHOB M BOZMOXKHBIM MEXaHU3MaM UHAYKIIUHU 3TUX
M3MEHEHHH, TaK)Ke paCCMaTPUBACTCS POJIb MIEKTPUIECKUX CUTHAJIOB M (DUTOTOPMOHOB B Pa3BUTHH
CUCTEMHOI'O OTBETA.

B ruiaBe 2 nepeunciieHbl HCIIOJIb30BaHHBIE B pab0TE 00BEKTHI UCCIEA0BAHMS, MaTEpHAIIbI U
00opyI0OBaHME, ONMCAHBI METOJUKHU HCCIIETOBAHMIM.

Oobvekmamu uccnedoeanusn CIy>XUid pacTeHUs NIIeHUIbl Markou (Triticum aestivum L.)
1 ropoxa noceBHoro (Pisum sativum L.), BeIpamuBaeMble B Kiiumatudeckoit kamepe Binder KBW
720 (Binder GmbH, I'epmanus) npu 24°C u doronepuone 16/8 1 (cBer/TeMHOTA). AanTanuio
PaCTEHHH K YCIOBHASM U3MEPEHHMsI IPOBOAUIMN B TeyeHue 1,5 4.

Jlokanenaa cmumynayua BBIIOJIHAJIACH C HCIIOJIB30BAHUEM IIOCTENIEHHOIO HAarpeBa o
60°C B K10BeTE C BOJIOI B T€UEHUE 7 MUHYT, a TAK)KE 05KOI'a OTKPBITHIM IUIAMEHEM B T€YEHHE 3 C.

Hzmepenue nekmpuueckon akmugHocmu. JIEKTPUUECKUE CUTHAIIBI PErMCTPUPOBAIIUCH
BHEKJIETOYHO C MOMOIIIbI0 MHOTOKaHAJIbHON MaKpO3JIEKTPOAHON YCTAHOBKU U BHYTPUKIIETOUHO C
UCIIOJIb30BAHUEM  MMKPOIJIEKTPOJHOM TEXHUKHM HU3MEPEHUs MEMOPAaHHOIo IOTEHIHMAaIA.
Peructpaiiusi HOBEPXHOCTHBIX MOTEHIIMAIOB BhIMOIHEHA ¢ moMotbio Ag'/AgCl anextpoaos DBJI-
IM3  («I'omenbckuil 3aBOJ HM3MEpPUTENbHBIX NpHOOPOB», benopyccus), COEAMHEHHBIX C
yeunutenem UIJI-113 («Cemuko», Poccus). KoHTakT 371€KTpOAOB ¢ pacTEHHUEM OCYIIECTBIISICS
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Yyepe3 XJIONKOBbIE HUTH, CMOYeHHbIe cTanaapTHRIM pacTBopoM (KCI— 1 MM, CaClz — 0,5 MM, NaCl
— 0,1 MM). M3MepuTtenbHble 31€KTPObI pa3MEIIATUCH HA PACTEHUH B COOTBETCTBHM CO CXEMAMM
Ha PUCYHKAaX TJIaBbl 3. DIEKTPOJ CPABHEHUS] KOHTAKTUPOBAJI C KOPHAMH PACTEHUS.

MemOpaHHBIIT TOTEHIMA PETUCTPUPOBAICS C TOMOULIBIO AIIEKTPO(YHU3HOIOTHIECKOM
YCTaHOBKH, cocTosiei n3 ycunurens MultiClamp 700B u cucremsr coopa ganabix Axon Digidata
1550 (Molecular Devices, CIIA), mukpockona SliceScope Pro 2000 u MOTOpHU30BaHHBIX
manumyisatopoB PatchStar (Scientifica, BenmukoOputanus) /uisi BBEICHHUS MHUKPODJIEKTPOIA B
KJIETKY, KOTOPBIM COCTOSUI U3 MUKPOIMIIETKH € conpoTuBieHueM 12-15 MOw, 3anonnensoi 0,1 M
pactBopom KCl u norpyxéunnoit 8 Hero Ag'/AgCl-ipoBosiokoit. MUKPONUIIETKH C JHAMETPOM
KOHYHMKA OKOJIO | MKM HM3rOTaBIMBAINCH U3 OOPOCUIUKATHOTO CTEKJIAa C MOMOIIbI0 Iyiuiepa P-97
Micropipette Puller (Sutter Instrument, CILIA). Dnexktpos cpaBHeHHs momemntaics B pactsop UIIB,
OMBIBAIOLINN HUCCIEAYEMBIN yUaCTOK PACTCHUS.

Hnzubumopnsiii ananus ObUT BBHINOTHEH ¢ uCHoib3oBanuem uHrubOuropa H'-ATdasb
ma3marudeckoil membpansl (5 MM Na3VOs) u 6okatopa Ca®* kananos (5 MM LaCls). PactBopsl
MHTUOUTOPOB OBLIM TPUTOTOBIICHHl HA CTAaHAAPTHOM pacTBope. J[Isi KOHTPOJBHON TPYMIIEI
MCII0JIb30BAJICA CTaHAAPTHBIM pacTBOp 0€3 MHrMOUTOPOB. PacTBOpHI 3arpyxaiuch B OTCEYEHHBIN
JUCT MIICHUIBI METOJIOM BaKyyMHON HH()HIBTPALIUH.

Dayopecuenmuwlii UMUONCURZ T UCCIENOBanMs nuHaMuku pH, konnenTpanumit Ca** u
H>0: B nucre mieHUIb! OPOBOAWICA C IOMOIIBIO YCTAHOBKHM HMOBEPXHOCTHOI'O ONTHYECKOIO
umupkuara DVS-03 (MOT PAH, Poccust) n uyBcTBUTENnbHBIX (uryopectieHTHRIX 30H10B BCECF,
AM, fluo-4, AM (Molecular Probes, CIIIA), Ampliflu Red (Sigma-Aldrich, CIIIA), kotopsie
3arpy>kajich B OTCEUEHHBIN JINCT MIIEHHUIIBI C TOMOUIBIO BAKYYMHOW WH(UIBTPAIIHH.

Onpedenenue cooeprcanus Gumozo0pmMonoe Memooom MHCUOKOCHMHOU XPOMAMOMACC-
cnekmpomempuu. OlpeneeHue ypoBHS T'OPMOHOB OCYIIECTBIISJIOCh B HEPa3ApaXKEHHBIX
y4acTKax pacTeHUH B COOTBETCTBUU CO CXEMaMH PHCYHKOB TIJIaBbl 3, uepe3 omnpeneiac¢HHbIE
BPEMEHHBIE HMHTEpBaJbl IOCIE JIOKaJbHOU cTUMyIsiniuu. OOpaser B3BELIMBAIU, (UKCHPOBAIIN
KUJKUM a30TOM, TOMOT€HU3UPOBAIU B 3KCTPATMPYIOIIEM pacTBOpe (METAHOI:BOJA:MypaBbUHAs
kuciora = 80:19:1), comepxkaniemM BHyTpEeHHUE CTAHAAPTHI UCCIEAYEMBIX TOPMOHOB. DKCTPAKILIUIO
npoBoawsid B ABa dtana npu 4°C Ha porarope, ueHtpudyrupoanu 25 mun npu 20040 g,
KOHIIEHTpUpoBain cynepHatant npu 40°C Ha wucmapurene-KOHIEHTpATope, (UIBTPAIHIO
OpoBOJWIIM  yepe3 wmmpuieBol  ¢uiubtp. [lodyyeHHBIE AIKCTpakThl aHAJIU3UPOBAIM €
MCTIOJIB30BAaHUEM JKHIKOCTHOTO Xpomartorpada Prominence n macc-cnekrpomerpa LCMS-8040
(Shimadzu, SAnonus). KonndecTBeHHBIH aHANNU3 coaep)kaHus (UTOTOPMOHOB OCYIIECTBIISIICS HA
OCHOBaHHMH KaJTHMOPOBOYHBIX 3aBUCUMOCTEH MO TUIOMIASM MMMKOB XPOMATOTPaMM, MOJYYEHHBIX C
MCII0JIb30BAHUEM AHAJIMTUYECKUX CTaHJAPTOB, C KOPPEKLIMUEN 110 BHYyTPEHHEMY CTaHJAPTY.

Hzmepenue @omocunmemuueckoii aKmueHOCMU BBIIOIHEHO NYTEM PpErUCTpaLluu
muHaMuKn ¢uryopectennnu xjopodumia gorocuctemsr 11 (PSII) ¢ mucnonmszoBanmem Imaging
pulse-amplitude modulation (PAM) na ¢uryopumerpax Open FluorCam FC 800-O/1010 (Photon
Systems Instruments, Yexusi) u IMAGING-PAM M-Series (Heinz Walz GmbH, T'epmanus).
PeructpupoBanuce Takpe mapaMeTpbl Kak KBAaHTOBBIM BBIXOJ (DOTOXMMHUYECKUX pEaKIUid
dorocucremsr Il (Prpsn) u HEPOTOXUMHUUECKOE TymieHue Gryopecternnn (NPQ).

Ouenxka uHmeHcueHocmu  mpancnupayuu. JI1s OLEHKM INPOCTPAHCTBEHHOI'O
pacnpeleleHus] M3MEHEHUN TpaHCIHMpPALUMU  PETUCTPUPOBAIM  HM3MEHEHHUs TeMIepaTypbl
MIOBEPXHOCTH JIMCThEB, KOTOpas OIpenaessiach ¢ Momolpio TeroBu3opa Testo 885 (Testo,
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I'epmanns). CbéMKa Beslach MOKAAPOBO, OCYIIECTBISATIACH OJHOBPEMEHHAsI PErUCTPaLlis B OAHOM
KaJIp€ KOHTPOJIbHOTO ¥ CTUMYJMPOBAHHOI'O PACTEHU, KOTOpPbIE ObLIN YCTAHOBJIEHBI PSAIOM.

Anamomuueckoe uccnedoganue cmebnn 20poxa. llornepednsie cpessl y3710B U MEKA0Y3ITHN
cTeOist Topoxa ObuUTH TOTy4YeHbl Ha poTopHOM Mukporome HM 325 (Thermo Fisher Scientific,
CIA), 3aTemM OKpamieHbl aKpUAWHOBBIM OPAH)KEBBIM, BBIIACISAA JTUTHUPUIIMPOBAHHBIE TKAHH.
N300pakeHnss TOJIY4YeHBI C MOMOIIBIO (DIyOpEeCHEeHTHOH MHKPOCKONHU C HCIOJIb30BaHUEM
uHBepTUpoBaHHOr0 MuKpockona Olympus X71 m ob6vektumBa CPlanFN L 10%/0,3 (Olympus,
Snonus).

Cmamucmuueckuii ananu3. Kaxnas cepusi 3KCIEPUMEHTOB COCTOsIa HE MEHEE YeM U3 5
MIOBTOPOB, Ka)k/1asl IOBTOPHOCTH BBIMOJIHSUIACH HA OTAEIBHOM PAaCTEHUH, I ONPEEIICHNS YPOBHS
(GUTOrOPMOHOB KaXKAass TMOBTOPHOCTh BKJIIOYaja 5 pacTeHWid. B pesynbprarax mpencTaBieHBI
TUOUYHBIE 3aliCH  OTHCNIBHBIX HM3MEPEHUH, CpEeJAHHWE 3HAYCHHS W OMMOKH CpenHero,
oroOpakaeMble B (hOopMe IUTAHOK MOTPEHIHOCTeH. AHaIM3HpyeMble TaHHBIE COOTBETCTBOBAIIU
HOPMAJIbHOMY pAaclpeleIeHHI0. 3HAYMMOCTh pA3JIMUMi  OIpeAesachk C IOMOIIbI0 t-TecTa
CTproIecHTa W METOJOM OJHO(MAKTOPHOTO IUCIEPCHOHHOTO aHanmm3a (kputepuii JlanHera).
VYpoBeHb CTAaTUCTUYECKON 3HAYMMOCTH Obl1 ycTanoBieH mpu p<0,05. Koaddunuent xoppensauu
ITupcoHa OBl UCIOIB30BaH Il KOPPEISLMOHHOTO aHAIU3A.

I'maBa 3 coepxkuT u3noxxeHue u o0Cyx JaeHuEe Pe3yabTaTOB UCCIEAOBAHUSI.
Hnoyyuposannvie J10KATbHBIM CMUMYIOM INEKMPUUECKUE CUSHAbL, U3MEHEHUe
cooeprcanusn humozopmoHoe u aKkmMueHOCMU homocunmesa
JIoKaJIbHBIN MOBPEXKIAIOMIMNA CTUMYJ BBI3BIBAET T'E€HEPALMIO PACIPOCTPAHSIOMIETOCA
AJIEKTPUYECKOr0 CUTHaNa B BUje BapuabenbHoro noreninuana (BII) B Hepa3apakEHHBIX TKaHSIX
pacTeHuil MieHuIbl U ropoxa (puc. 1).
a 100 - 6 100 ~ Ozxor
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Pucynok 1. Tunnunsle 3anucu BapuadenpHoro noreniuana (BIT) B pacrenusx mmeHuIsl (a) u ropoxa (0).
BIl wunayunupoBaH JOKajdbHBIM HAarpeBOM KOHYMKA JIMCTAa TIICHWII (MOMEHT Hayajda HarpeBa
COOTBETCTBYET TOUKe ) MUH) U JTIOKAJIbHBIM 05KOTOM KOHYMKA JincTa (JIc) ropoxa (MOMEHT HAaHECEHHUSI 03KOra
obo3HaueH crpenkoif). [lpuBeaensl cxemsl peructpaunu BIl B pacTeHHsX MIIEHUIB! U TOpoxa, rae O —
HW3MEPUTEIIbHBIN BHEKJIETOUHBIA MaKpPOAJIEKTPOL

JlokanpHbIE pa3gpakuTeNnu NOMUMO pacnpoctpaHeHus BIl BbI3bIBalOT HU3MEHEHHE
akTUBHOCTM  (oTocuHTE3a. MMeeT MecTo BpeMeHHas WHAKTHBAIMs (POTOCHHTE3a B
Hepa3ApaKEHHBIX YaCTAX PaCTEHUH MILIEHULIBI U TOpOXa MOCIE JIOKAJIbHOrO paszapaxeHus (puc. 2).
CHmKeHHe aKTUBHOCTH (OTOCHHTE3a NPOSBISIETCS B TOHWKEHUU YPOBHA 3(P(HEKTUBHOCTU
doroxumuyeckux peaxiuii porocuctemsl I (Ppsi) 1 pocte ypoBHS HEHOTOXUMHYECKOTO TYIICHHUS
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(NPQ). ®oTocuHTETHYECKHN OTBET BKIIFOYAET OBICTPYIO W JUIUTEIbHYIO (a3bl. [lepBas ObicTpas
BOJIHA CHIDKCHHSI AKTUBHOCTH (DOTOCHHTE3a HAYMHAETCS dYepe3 HECKOJIbKO MHHYT TMOCTe
Bo3HMKHOBeHMs BII B 30He perucrpanuu u pqiaurcs okoiao 10 muH y nmenunst 1 10 — 20 muH y
ropoxa, BTopas 6ojee mpoA0KUTENbHAS BOJTHA, Pa3BUBAIOIASICS TIOCTIE IEPBOM, TUTCS OKOI0 30
MUH Y MIIEHUIBI U OKOJIO Yaca y ropoxa.

1,2 A
a > : I E
I - | I3
o W w
3 l S
2 0,8 1 ! 2
= 1
=} 1 .)_
0,6 A : w NPQ
% ! = (0 PSII
0,4 T 1 H
|
0.2 : : : , 0.5 . . . .
-10 0 10 20 30 -10 0 10 20 30
Bpems, mun Bpemsi, Mmun
r O:xor
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| |
0’9 T : :
) | o |
084 ! S 0,45 1
= =
E 0.7 : £ : \& PSII
-~ 1 - I
o = |
& 0,6 1 . )
z : & : ‘
054 | : ,
| | =
0,4 T T T T T T 1 0735 T T T T T T 1
-10 0 10 20 30 40 50 60 -10 0 10 20 30 40 50 60 ‘
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Pucynox 2. VI3MeHeHHUs akTHBHOCTH (DOTOCHHTE3a, HHIYLHMPOBAHHBIC JIOKAJIBHBIM pPa3IpaKeHHEM:
TUIIMYHBIC 3alUCH U3MeHeHHH Hedoroxumuueckoro tymeHus (NPQ) (a,B) u ypoBHS 3p(HEKTHBHOCTH
doroxumuueckux peakuuit porocucteMs! 11 (Ppsi) (0,r) B HEpa3ApaKEHHON YACTH JUCTA MIICHULBI TIPH
JIOKaJbHOM HarpeBe (a,0) U B HepazapaXEHHOM JIMUCTE TOpoXa IMPH JIOKAIBHOM OXOre (B,I'); MOMEHT
rerepauuu BIl 0603HaueH MyHKTUPHOW JIMHUEH; MPEICTaBICHBI CXEMbl U3MEPEHHS (POTOCHHTETHUECKUX
apaMeTpPOB B PACTEHUSX MIIEHHUIIBI U TOPOXa

Pa3Butne (OTOCHHTETHYECKOTO OTBETa B  HEPA3APAKEHHBIX YACTAX  PACTCHHS,
MIPEMOIOKUTENBHO, SIBICTCS CIIEJCTBUEM PACIPOCTPAHCHHS AWCTAHIIMOHHOTO CTPECCOBOTO
curnana (Koziolek et al., 2004). B To e Bpemsi, MeXaHU3Mbl UHAYKLIUU OBICTPON U JATUTEIHHOU
¢a3 orBeTa GOTOCHHTE3a MOTYT OBITh pa3IMYHBL. beIcTpas mepexoHas HHaKTHBAIUs POTOCHHTE3a
oOyciioBneHa casuramMd pH — BpEMEHHBIM 3aKHUCICHUEM IMTOIUIA3MBI U 3alllelladYBaHUEM
aroruIacTa, MPOMCXOSIIAMHM H3-332 BPEMEHHOTO CHWKEeHHS akTuBHOCTH H'-AT®aszer mpu
redepanuu BII (Grams et al., 2009; Sukhov et al., 2014). JInutenbraas ¢ga3a GOTOCHHTETUYECKOTO
OTBETa, MO-BUIMMOMY, HIMEET MHON MEXaHW3M UHAYKIMHA. B 4acTHOCTH, IPEAIoIaraeTcsi yuacTue
ctpeccoBbix putoropmonos (Hlavackova et al., 2006; Hlavinka et al., 2012). Oqnako B iutrepaType
MPE/ICTAaBIICHbl TMPOTHUBOPEUYMBBLIC JIAHHBIE O HANPABICHHOCTH W3MEHEHWH KOHIICHTpaIun
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TOPMOHOB M XapaKTEPHBIX BPEMEHAX IPOLIECCOB Y PA3JIMYHBIX PACTEHUI MTPH JTOKAJIILHOM JIEHCTBUU
ctpeccopoB (Hlavackova et al., 2006; Hlavinka et al., 2012; Krausko et al., 2017). ITosTomy
CIICIYIOIUM 3TaloM pabOThl CTAJIO HCCIEAOBAHUE NWHAMHUKU KOHIICHTpAIMH (PUTOTOPMOHOB
1ocJie AeMCTBUS JIOKAJIbHOTO CTUMY/JIA.

JlokanpHBIN CTUMYJT BBI3BIBAET U3MEHEHHE COJIEpKaHMs (PUTOTOPMOHOB B HEPA3IPAKEHHBIX
TKaHSAX pacTeHuW mnmeHuisl (puc. 3) u ropoxa (puc. 4). beuin wuccienoBaHbl MU3MEHEHHS
COJIEpPI)KaHMsSI TAKUX CTPECCOBBIX (PUTOrOPMOHOB Kak abciu3oBas kuciota (ABK), cammnmmoBas
kucnora (CK) u xxacmonatsl (3)kacmonoBast kuciora (JKK) u xxacmonun-uzoneiuun (JKK-une)). B
NIIeHnIe TuHaMuKa KoHnenTpanuu ABK MoxeT ObITh 0xXxapakTepr3oBaHa Kak OqHO(a3Has KpuBast
¢ makcumyMmoM mipu 60 muH nocne ctumyssinnd. Junamuka CK xapakrtepusyercst AByxga3Hou
KpUBOH C MEPBbIM MakcUMyMoM IIpH 40 MUH U BTOPBIM MakcuMyMoM ipu 120 MuH. YBenuueHue
koHueHTpauuu KK HaunHaeTcs yxe yepe3 S MUH [TOCJIe CTUMYJISIUU U JOCTUTaeT MaKCUMYyMa Py
10 MuH, a 3aT€EM IOCTENIEHHO CHUYKAETCS JJO KOHTPOJIBHOI'O YPOBHSI. 3aMETHBIN POCT KOHLIEHTPALUU
KK-uie takxe HaUMHAETCs Yepe3 S MUH, IOCTUraeT Makcumyma uepes3 20 MuH. B neinom nuHaMuky
’KACMOHATOB MOKHO OTHCATh KaK 0AHO(A3HYIO KPUBYIO C OBICTPBIM pocTOoM. B pactenusix ropoxa
Ha BpeMeHHOM mpomexyTke oT 0 mo 120 mMuH nocie aeicTBusi ctumyna koHueHTpanus ABK
JIOCTOBEPHO HE OTJIMYAETCSI OT YpOoBHs B mokoe (0 MuH), HAOFOMAF0TCS TOJIBKO HE3HAYUTEIIHHBIC
konebanus. Konnenrpamus KK ObicTpo Bo3pacTaeT mocie AeicTBHS 05KOTa 4epe3 5 MUH Hocie
CTUMYJISILIMU, U IOCTUTaeT MaKCUMyMa 4epe3 15 MUH, 3aTeM CHUKAETCsl K UCXOJHOMY YPOBHIO.
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Pucynok 3. JluHamuka koHueHTpanuu adcim3oBoii kucnotel (ABK) (a), canummnosoii kucnotsl (CK) (0),
wacMoHoBoi kucnotrel (JKK) (B), sxacMonumi-uzoneinnna (JKK-une) (r), MHAyUHpOBaHHASL JIOKAJIbHBIM
HarpeBoM, B HEpa3ApaXKEHHON YacTH JIMCTA MIIEHUIbI; MOMEHT reHepanuu BII coorBercTByeT Touke 0 MuH;
IIPUBE/IEHA CXEMA ONPEEIICHUS COIEPKaHNsl TOPMOHOB B PACTEHUSAX MIIEHULIBI

* — CTaTUCTUYECKH 3HAYUMBIE Pa3IMyusl OT KOHTposibHOTrO 3HavyeHus (0 mun), p<0,05
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Pucynok 4. lunamuka xoHmeHTparuu adciu3oBoii kucnotsl (ABK) (a) u xacmonooii kucnotsl (JKK) (0),
MHAYLHMPOBAaHHAs JIOKAIBbHBIM 0)KOIOM, B Hepazapak€HHoM sucte (JI1) ropoxa; MomeHT renepauuu BII
COOTBETCTBYET TOuke () MMH; IPUBEAECHA CXEMA OIPEIEIICHUS COJIEpP’)KaHNsl TOPMOHOB B PACTEHUAX rOpoxa
* — CTaTUCTUYECKH 3HAYUMBIC Pa3IMyusl OT KOHTposibHOTrO 3HavyeHus (0 mun), p<0,05

Jlnnamuka cofiepkaHusi TOPMOHOB IPU IEHCTBUHU JIOKATBHOTO CTUMYJIa UMEET OOLIUE YEPTHI
B PAa3JMYHBIX pacTeHUAX. VICXONHBI YypPOBEHb »ACMOHATOB B MCCIEIYyEMBIX pAcTEHHUSIX B
COCTOSIHUU ITOKOSI IOCTATOYHO HU3KHi1, HO OBICTPO ¥ MHOI'OKPATHO YBEIMYHUBAETCS IPH JIOKAJTIbHOM
pazapaxenun. g ABK xapakTepHO OTCYTCTBME HW3MEHEHMH Ha KOPOTKMX BpPEMEHHBIX
pOMEXKyTKax 10 60 MHMH, CTATUCTUYECKH 3HAYUMOE YBEJIIMYEHUE KOHUEHTPALUU MPOUCXOAUT Y
neHusl 1pu 60 muH 1 120 MUH, HO HE BBIpaXXEHO y ropoxa. B nmucTe mimeHuIbl coaepkaHue
ABK B MakcumyMe MpeBbIIIa€T YpPOBEHb A0 pa3apakeHus npumepHo B 1,5 pasa. Ilo gaHHBIM
JUTEPATypPbl IUHAMHUKA KOHIIEHTPALMHU ’KaCMOHATOB B HEpa3Jpa)kaeMbIX YacCTSAX PACTEHHUH 4acTo
umeeT (HopMy KOMITAKTHOTO MUKa C OBICTPOM POCTOM B IEPBBIE HECKOIBKO JECITKOB MUHYT MOCTIE
crumyisinuu (Koo et al., 2009; Sato et al., 2011; Matsuura et al., 2012). lns ABK u CK u3menenus
COJIEp>KaHUsI 110CJIE€ JEHUCTBUS JOKAJIBHOTIO PAa3ApaXUTENsl UMEIOT MEHEE NHTEHCUBHBIN XapakTep
1o cpaBHeHHUIO ¢ xxacmonaramu (Hlavackova et al., 2006; Devireddy et al., 2018).

O06006mmast pe3ysabTaThl NEPBOro OJI0KA HMCCIEAOBAHMM, MOYKHO BBICTPOUTH BPEMEHHYIO
MOCTIEI0OBATENILHOCTD COOBITHI B OTBET Ha JEHCTBHE JIOKAIBHOTO cTiMya. BII Bo3HHKaeT B 30He
JIOKAJIbHOM CTUMYJILIMM U PACHPOCTPAHSIETCSI B HEPA3ApPaXEHHYIO 00JaCTh, I/I€ NMPOUCXOAUT
YBEJIMYEHHE COJIEPKAHMSI )KACMOHATOB 4epe3 5 — 15 muH, yBenuuenue coaepxanusa CK —uepes 40
MuH U 120 muH, ABK Bo3pacraer Bo BpeMeHHOM auanasone 60 — 120 mun. B HepaznpaxEénHon
30HE pa3BHUBAETCS JBYyX(a3HOE CHIDKEHHE aKTHBHOCTH (poTocHHTE3a: mepBas (aza HaAuWHACTCS
MPAKTUIECKU cpasy nociie Bo3HukHOBeHus BII u gmurces 10 — 20 muH, Bropas ¢a3a HaunHAETCs
yepe3 10 — 20 mun nocne BII u aiures 30 — 60 muH.

BIl mnpenmecTByeT yBENIWYEHHIO COAEPKAaHUS (PUTOTOPMOHOB, HYTO COOTBETCTBYET
MPEANONIOKEHUIO O BO3MOXKHOM pOJIM AJIEKTPUYECKUX CHUTHAJOB B KadyeCTBE peryssTopa
TOPMOHAJIBHOTO CTaTyca PacTeHUs MPH JOKATBHBIX MOBpEeXaatonmx Bo3aeicTeusax (Farmer et al.,
2020), a Takke corjacyercsi ¢ pe3yJibTaramMu paloT, IJe M3MEHEHUE COAEp>KaHHsI TOPMOHOB
pa3BHBAETCs MOCJIE TIEHEpalUu 3JIEKTPUYECKOrO0 CHUTHala B OTBET Ha JIOKAJIbHBIA CTUMYII
(Hlavackova et al., 2006; Hlavinka et al., 2012; Mousavi et al., 2013). YBenuueHue KOHIIEHTPAITUU
’KACMOHATOB TMPEANIECTBYET PAa3BUTHIO JIUTENbHOW (a3sl (HOTOCHHTETHYECKOTO OTBETa,
CJIEIOBATENIBHO KACMOHATHI MOTYT SIBJIATHCS €€ MHIYKTOPOM, YTO TAK)KE MIPEAINOIarajJoch paHee B
paborax apyrux aBropoB (Krausko et al., 2017). Konnenrpamus takux ropmoHoB kak CK u ABK
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U3MEHSIETCSl YXKE IOcle pa3BUTHS (POTOCHHTETHYECKOTO OTBETA, CIIEJOBATEILHO YyKa3aHHBIC
TOPMOHBI HE MOTYT ITPETEHI0BATH Ha POJIb €r0 MHIYKTOpa, X0Ts Uit ABK panee npemioxkeHa rakas
pons (Hlavackova et al., 2006).

CrnenyrommM maroM paOoThl CTaja OICHKAa INPOCTPAHCTBEHHO-BPEMEHHON JIHHAMHKH
AIIEKTPUIECKON aKTHBHOCTH, KOHIEHTPAUU (PUTOTOPMOHOB M (DOTOCHHTETHUECKONW aKTHBHOCTH
NP JICHCTBHU JIOKATBHOTO Pa3IpaXKUTEIIS JIJIsl OTIPEICIICHUS CBSI3H MEXTy JaHHBIMU ITPOIECCAMHU.

Ilpocmpancmeenno-epemennans OUHAMUKA IJIEKMPUYLECKOU AKMUBHOCMU, COOEPHCAHUA
¢umozopmonos u akmuenocmu pomocunmesa npu 0elcmMeun 10KAIbHO20 CIUMYNA

JIns  aHanm3a NPOCTPAaHCTBEHHO-BPEMEHHOW JMHAMHUKHM PETMCTPAlUI0 HW3MEHEHUH
OCYLIECTBJISIIA B HECKOJIBKUX JINCTBSAX, PA3HOYAAJIEHHBIX OT pa3pakaeMoro.

Oxor KOHYMKa JIMCTa ropoxa BbI3bIBaeT pacnpoctpaHeHue BIl B cocegHue smcThs.
Awmmutyna BII B nepBoMm Jincre, paciosio;KeHHOM HUXKE pa3/ipa)kaeMoro JucTa, coctaBisier 5714
MB, Bo Bropom scre — 6515 MB, B TpetbeM nucte — 266 MB (puc. 5a). Heobxonumo oTMeTUTS,
YTO pPeakuusi BO BTOPOM OoJiee yJad€HHOM OT 30HBI JIOKAJbHOIO pa3/IpakKeHUsl JTUCTE BO3HUKAET
paHbIlle, YeM B MEPBOM JIUCTE, PACIOIOXKEHHOM OJMKEe K MECTy pasapaxkeHus (puc. 50).
Bpemennoi nHTEpBAI MEXK Y pa3apakeHUEM U BO3HUKHOBeHHeM BII B nepBom, BTOpOM U TpeTbeM
JTUCTBSX cocTaBisieT — 47, 13 u 64 cekyH1 COOTBETCTBEHHO.
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Pucynok 5. Ammnutyna BapuabenpHOro moteHmnuana (BII) B mepBoMm, BTOPOM H TPEThEM JIHCTHIX,
PacIoOIOKEHHBIX HWXKE pa3Jpa)kaeMoro JMcTa (a) U BPEMEHHOH HMHTEpBal MEXIy pa3ipakeHHEM U
BO3HUKHOBeHHEM BII B mepBoM, BTOpOM U TpeTbeM JIMCThsIX (0); B — cxema peructpanuu Bl B pacrenusix
ropoxa (91, 92, 93 — U3MEPUTEIbHBIE MAKPOIJIEKTPObl, Pa3MEIIEHHBIE HA YEPEIIKAX IEPBOrO, BTOPOTO U
TPETHEro JIMCTHEB, COOTBETCTBEHHO). Pa3Hble OykBbI 0003HAYAIOT CTATHCTUYECKHU 3HAYMMBIC Pa3IAYHs
Mexay JucTbaMu, p<0,05

Taxke ObUTa MCClleZlOBaHA MPOCTPAHCTBEHHO-BpEMEHHAsi JUHaMuKa conepkanusi ABK u
KK B pacteHussx ropoxa Ipu AEHCTBUM JIOKaJbHOTO cTumyia (puc. 6). HMmeroT wmecto
HE3HauuTeNnbHble KosneOaHusa KoHueHTpauuu ABK, aumbs uepes 120 MuHYT mnocie oxora
MIPOUCXOJUT CTAaTUCTUUYECKH 3HAYMMOeE NoBblIeHHE KoHueHTpauuun ABK Bo BTOpoMm mucre. B
MIEPBOM U TPEThEM JINCThsIX KOoHLIeHTpanusi ABK ocTaércst oTHOCHTENBHO MOCTOSIHHON. I3MeHeHus
koHneHTpauuu JKK wuMeT MecTo BO BTOPOM JIMCTE, MEHbBINAS aMIUIMTYyJa W3MEHEHUHN
koHneHTpauuu KK XxapakTepHa Ui NHEpBOrO JINCTA, B TPETbEM JIUCTE HE IIPOUCXOAUT
CTATUCTUYECKU 3HAaYMMOro yBenndeHus KonueHrpaunu JKK. Hagano pocra konuentpanun XK Bo
BTOPOM JINCTE HECKOJIBKO orepeskaeT pocT koHueHTpauuu JKK B mepsom.
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Pucynok 6. IIpocTpaHCTBEHHO-BpEeMEHHAsI AMHAMHKA CoJepkaHus abciu3oBoil kuciotel (ABK) (a) u
xacMoHoBo# kucnotel (OKK) (6), mHAynIHMpOBaHHAS JIOKAIBHBIM OKOTOM, B HEpPa3IpaXEHHBIX JIUCThSIX
ropoxa; MoMeHT rerepauuu BII coorBercTByeT Touke (0 MUH; B — CXeMa ONPEIEIICHUS COAEpPKAHUS
(UTOrOpMOHOB B PACTEHUSAX rOpoOXa

* — CTATUCTHYECKHU 3HAUYUMBIE PA3IHyus OT KOHTposibHOTro 3HadeHus (0 mun), p<0,05

JlokanmpHBIN 0XKOT JIFCTa TOPOXa BHI3BIBAET BPEMEHHOE CHI)KEHNE AKTHBHOCTH (DOTOCHHTE3a
B HEpa3ApaXEHHBIX JUCTHSIX HapsAy C W3MEHEHHEM KOHIICHTpaluu TOpMOHOB. CHIDKEHHE
aKTUBHOCTH ()OTOCHHTE3a pa3BHBAeTCs B JABE (azbl. AMIIUTYABI nepBoit ¢azel NPQ u ®psi HE
OOHApPY>KMBAIOT 3HAYMMBIX PA3IUYUNA MEXAY MEPBBIM M BTOPHIM JINCTOM, JIMIIb HPOSBISIETCS
TEHJCHIUS K OOJbIIeH aMIUIUTyA€ BO BTOPOM JIUCTE, B TPETHEM JIMUCTE 3TOT IOKa3aTeib
CTAaTHCTHYECKH 3HAUUMO HIDKe (puc. 7). AMmmutyna NPQ BTopoit BOJTHBI OTBETa (OTOCHHTE3A BO
BTOPOM HIKE CTHMYJHMPOBAHHOTO JIMCTE TOpOXa MPEBHIIIAET TAKOBBIE B MEPBOM U TPETHEM
JTUCTHAX. B menom, He00X0AMMO OTMETHTH OOJBIIYIO aMIUTUTYTy (POTOCHHTETHYECKOTO OTBETA BO
BTOPOM JIMCTE, CHJIbHEE BHIPAKEHHYIO JUIS JUTUTEIBHON BOJHBI.

Ozxor
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Pucynox 7. MHaynupoBaHHBIE JIOKAIBHBIM OXXOI'OM HM3MEHEHHUS aKTUBHOCTU (DOTOCHMHTE3a B TIEPBOM,

BTOPOM U TPETbEM HIKE CTUMYJIMPOBAHHOTO JIMCTBIX TOpOXa: a — aMIUIMTYAbl W3MEHEHHH
Heporoxumuueckoro Tymenuss (NPQ); 6 — ammauTyasl W3MEHEHMH YpoBHA 3(PQeKTHUBHOCTH
¢doroxummueckux peakiuii portocucremsr II (®Ppsp); B — cxema u3MepeHUs (OTOCHUHTETUUYECKHX

napaMeTpoB B pacTeHUsIX ropoxa. Pa3znuynele nmponucHble OyKBbI 0003HAYAIOT CTATUCTUYECKH 3HAYUMBIE
pasnu4uus MEXAY CTONOIaMu ObICTpOi (pa3bl, pa3nHyuHbIC CTPOYHBbIC OYKBBI 0003HAUYAIOT CTATUCTHUYECKU
3HAYMMBbIE Pa3InYMs MEXy CTOJIOIAMH JuIUTeNNbHOM (azbl, p<0,05
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AHanu3upyss ~ JAQHHbIE  NPOCTPAaHCTBEHHO-BPEMEHHOW  JUHAMHMKU  DJIEKTPUYECKOHN
aKTUBHOCTH, KOHLIEHTPAUU (PUTOrOPMOHOB U AKTUBHOCTH (DOTOCHHTE3a B COBOKYITHOCTH, MOYKHO
BUJIETh, YTO HanboJIee BbIPAKEHHbIE CUTHAJIBI U OTBETHI XapaKTEPHbI JIs1 BTOPOTO JINCTA paCTEHUI
ropoxa, HaMMEHbIIME — B TPETHEM JIMCTE, U3MEHEHUSI B MEPBOM JIMCTE HOCIT IPOMEKYTOUHBIN
xapakrep. Pacipoctpanenne BII u cBsi3anHOE ¢ 3TM n3MeHeHue conepxkanus /KK, mo-suaumomy,
JIe)KaT B OCHOBE OTBETOB (DOTOCHHTE3a, UMEIOUINX ABYX(ha3Hyto AMHaMUKY. CBs3b ObIcTpoi (ha3bl
(OTOCHHTETHYECKOTO OTBETAa HEMOCPEICTBEHHO C mpomeccoMm reHepanuu BIl moarBepxmaror
3Ha4eHHUs K03 (OUIIMEHTOB Koppesiuu Mexay amrunty o BIl u ammmutynoit nsmenenuiit ®@psi
(I daza 0,64, P=0,01; II daza 0,40, P=0,05) u NPQ (I ¢aza 0,66, P=0,01; II ¢paza 0,44, P=0,03) —
KOppesnus BbIIe i epBoi (as3bl oTBeTa. bonee HU3KME 3HAUYECHUST KOPPENALNN IJII BTOPOM
¢a3br 0TBETa MOTYT yKa3bIBaTh Ha TO, 4To BII He sBnsieTcs e€ HEMOCPEACTBEHHBIM HHAYKTOPOM,
OoHa 0OyCIIOBJIEHA, MTO-BUAUMOMY, NoBblieHneM ypoBHs JKK. B mosb3y 3TOro mpenrnosnoxeHus
BBICTYNIa€T  BBISIBJIEHHAss HaMHU  COIVIACOBAHHOCTh  NPOCTPAHCTBEHHOM  JIMHAMUKU U
npornopuroHanbHocT n3MeHeHuil ypoBHs KK n aktuBHOCTH (hoTOocuHTE3a (pHcC. 6,7), a TAKKE TOT
¢dakt, uro poct ypoBHs KK mpeamecTByeT BTOpOW BOJHE WHAKTUBAIMH (POTOCHHTE3d. ITO
MOJITBEPKIACTCA M BBICOKUMH 3HAYCHUSIMH KO3(D(PHUIIMEHTOB AETEPMHUHALIMN MEXIY aMIUTATYI0H
n3menennit KK n ammmuty o namenennii napamerpoB ¢orocunresa (ams Opsn — 0,98, mast NPQ
—0,83). B cBoto ouepenib u3meHeHus: KoHeHTpauuu KK MoryT ObITh BbI3BaHbI IPEIIECTBYHOIIUM
pacnpoctpanenueM BII, s KOTOpBIX TakXke MOKa3aHa COrJaCOBAHHOCTh IPOCTPAHCTBEHHOM
TUHAMUKA ¥ TPOMOPIMOHATBLHOCTH W3MEHeHuW (puc. 5,6), 3HadueHme Kodd¢uIreHTa
nerepMuHanuu Mexay amrutyaou BIT u ammmutynoi usmenenuii KK cocrasmnsier 0,86.

BblIsiBIeHHBIE 3aKOHOMEPHOCTH PACIPOCTPAHEHUS 3JIEKTPUUECKOIO0 WU TOPMOHAIBHOIO
CUTHAJIOB, a TAaK)K€ M3MEHEHHs aKTUBHOCTU (POTOCHHTE3a JAIOT OCHOBAHWE MOJaraTh O HAJMYHU
CTPYKTYPHBIX OCOOEHHOCTEW B cTeOJie TrOpoxa, KOTOpPbIE ONPENEISIOT pas3jIndMe BO BPEMEHAX
HayaJla OTBETOB M aMILJIUTY/IaX OTBETOB MEXAY JIUCThIMU. [To3TOMY crienyroiei 3anaueii SsBUI0Ch
UCCJIEIOBaHUE IyTEH paclpoCTpaHEHUs [HWCTAHLUMOHHBIX CHUTHAJIOB B cTebne ropoxa. s
WCCIIEI0BAaHUs CTPOEHUs CTEOs ropoxa ObUIM IMPUTOTOBIIEHBI CPE3bl PA3IMYHbBIX €0 YYacTKOB B
00acTAX y3JI0B ¥ MeXA0Yy3muid. Ha 0CHOBE MOTy4eHHBIX H300paXeHHI OKPAIIEHHBIX CPE30B ObLIA
MOCTPOCHA TPEXMEpPHAsi CXeMa NPOBOJAIIMX IYYKOB B cTebie ropoxa (puc. 8a). Jlucrtss,
PacIOJIOKEHHBIE HAa OJIHOM CTOpOHE CTEOJIs, UMEIOT NPSIMYI0 COCYIUCTYIO CBs3b. lIpoBoasiuue
MyYKH JIMCTHEB, PACIIONIOKEHHBIE HAa Pa3HBIX CTOPOHAX CTEOJs CBS3aHBI MEXAY COOOH uepes
MEX0Yy3JIMe HIDKeNexalero aucra. Mcexoas u3 cBg3eil IpoBOASIINX MyYKOB MEXKIY JIMCTBIMU,
ObLTa MOCTPOEHA MpEAToIaraeMasi CxeMa IyTel pacpOCTPaHEHHSI JUCTAHIIMOHHOTO CUTHAIa (PHC.
8a), U paccuMTaHbl PACCTOSIHUS, KOTOPbIM OH MPOXOJAUT IO MPOBOJALIMM IyukaMm (puc. 8r).
[Toka3aHo, YTO BEpPOSITHOE PACIPOCTPAHEHUE IUCTAHIMOHHOIO CTPECCOBOTO CHUTHANIA MEXIY
ctumynupyeMbiM iuctoM (JIc Ha cxeme) u Onkaiiium auctoMm (JI1) mpoucxoauT He HAPSIMYIO 10
KOPOTKOMY TIyTH, a uepe3 y3ei jucta (JI2) Ha MpOTHUBOMOJIOAKHON CTOPOHE MO 0oJiee TITUHHOMY
nytd. Takum oOpa3oMm, H3MepsSeMO€ BHEIIHEE PACCTOSTHUE MEXKAY JHUCThSIMU CYIIECTBEHHO
OTJIMYAETCSI OT PEANbHOI0 PACCTOSIHUS, MPOXOJUMOr0 CUTHAJIOM IO MNPOBOJASILKM ITyYKaM.
CpaBHuBas 3aBucuMocTH aMIuTysbl BII ot BHemHero paccrosiHus (puc. 5) U paccTosiHuS,
KOTOPBII MPOXOJUT CUTHAI MO MPOBOASILUM IyYKaM, MOKHO 3aMETHUTh, YTO BO BTOPOM Cllydae
(puc. 8r) mpuCyTCTBYET CTaHJIApTHAsl 3aBUCUMOCTh JleKpeMeHTa amiuntyasl BII ¢ yBennuenuem
paccrostaust (Vodeneev et al., 2015).



14

a
05 A-A
A | ‘ A Oxor
rd
N Q
N ,,_{—_c
1\ /I/':" 45\ 200 MKM 200 MKM
H B-B
Ik
|
A i S r120 4 —=— A KK - 08
B HE
N | 100 - == Ammutyna BII
* | -
\ 1
N t*.—,f\ B-B & § —— A NPQ Grictpas dazal 0,6
r \ H r s .
\ I = 80 A =
\ :: Q = 5 =O= A NPQ giurensHas @
10N - Paza =
L 22 60 - | 04
| I rr 5= g
| = 5 40 - z
R S & <
g < % Jucr 1 - 02
/A, >
b 11 20 4 JImer 2
| Jlucer 3
0 T T T 0,0
/ 10 15 20 25 30

Paccrosinme, cM

Pucynok 8. Ilpennonaraemas cxema pacrpOCTpaHEHHs TUCTAHIIMOHHBIX CHTHAJIOB B cTebiie ropoxa (a);
MOTIepeYHbIE Cpe3bl CTeOs Topoxa, cooTBeTCTByromue ceueHusMm B — B (6) u ' — ' (B) Ha cxewme;
3aBUCUMOCTh aMIuMTyAbl BII, amnnuTy el nsmenenust konueHtpanuu JKK n aMmmnty nepBoii u BTOpoi
BOoJIH NPQ 0T paccTosiHUs 10 30HBI JIOKAIBHOTO Pa3Apa)KeH!sl B COOTBETCTBHUHU € IIPEII0JIaraéMoi CXeMOM
(r). TpéxmepHas auarpamMma MPOBOASALIMX IYYKOB B CTeOJe ropoxa M CXEeMaTW4YeCKHe Cpe3bl Y3JIOB U
MEXJ0Y3JIMiA: BCE U3MEHEHUS B CUCTEME MTPOBOJIAIIMNX ITyYKOB ITPOUCXOAT B 00JIaCTH y371a, YTO SBISETCS
NPUYMHON TPOIYCKOB MOAPOOHOT0 H300paXKeHUsT MeXI0y3uil Ha cxeme. [IyHKTHpHAs TUHUS (KOPOTKHE
IITPUXHU) 00O3HAYaeT MyTh NUCTAHLMOHHOTO CHUTHajla OT CTUMYJIHpoBaHHOro sucta (JIc) Ko BTOpOMY
HepazapaxEHaomMy nucty (JI2). [lyHkTupHas nuHUS (JTMHHBIE IITPUXH) 0003HAYAET My Th TUCTAHITHOHHOTO
CUTHaja OT cTUMyJHpoBaHHoOro jaucrta (JIc) k nepBomy Hepaszapax€HHoMy aucty (JI)

AHanu3upysli NPOCTPAHCTBEHHBIE 3aKOHOMEPHOCTH OTHEJBbHBIX 3TallOB BPEMEHHOMU
MIOCJIEOBATEILHOCTU COOBITHI, ONPEAEIEHHON B IPEABLAYIIEM pa3felie, MOKHO BUIETh, YTO YEM
cuibHee BbipakeH BII (Oosbiie ammuintyaa), rem 6ospiine n3meHeHus konueHtpanuii ABK u KK
MIPOUCXOJAT B 3THX ke JUCThsIX. Ha OCHOBE COrnacoBaHHOCTU MPOCTPAHCTBEHHON AMHAMHUKHU U
IIPONOPLUUOHATIBHOCTH U3MEHEHUN 3JIEKTPUYECKON aKTUBHOCTH U IMHAMMKH KoHIeHTpanuu KK
(puc. 5, 6), a Takxke npeamecTByromero nimeHenuto coaepxanus KK pacnpocrpanenus BII
MOXXHO MPEANOJIOKUTh HAIMYUE CBA3U MEXAY AIIEKTPUYECKUMM CHUTHAJIAMH M HM3MEHEHUSIMU
koHueHTpauuu KK B Hepa3apakEHHBIX JINCTHSIX IIPU JEHCTBUH JIOKAJIIBHOTO CTUMYJIA. [IJ1sl OLeHKH
y4acTHUs DSJEKTPUYECKUMX CUTHAJIOB B MHIYKUMHM HW3MEHEHHMH cojepKaHus (UTOrOPMOHOB
HEOOXOAMMO MPOBECTH AaHAU3 MEXaHW3MOB HM3MEHEHHUS COACp)KaHUS (PUTOTOPMOHOB IIPH
NENCTBUM JIOKAJIBHOTO CTUMYJIA.
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Ananu3 MexaHusmMo6 USMEHEHUA CO0ePIHCAHUA PUMOOPMOHOE npu Oelcmeuu
JIOKAJIbHO20 CIUMY/IA

HecMoTps Ha BbICKa3aHHBIE paHee B psle padboT npeanooxenus o poiau BII B unaykumu
ropmoranibHOTO O0TBeTa (Koo et al., 2009; Mousavi et al., 2013; Farmer et al., 2020), ocratorcs
HEBBISICHEHHBIMH MEXaHU3MBI TaKOTO BIusiHUsA. B pabote Farmer et al. (2020) mpenmonaraercs, 4To
IpU JIOKAJIbHOM THOBpexJaeHun OblcTpelii cuHTe3 KK mnpoucxomutr npu  yuactum 13-
JIMIIOKCHMIEHA3bl, aKTMBHOCTH KOTOpol 3aBucur ot Ca?’. Tarxke mnpemnonaraercs Bkman H'-
AT®da3pl miazManeMMbl B CTPeCC-UHIYLUPOBAHHOE TOBBIIeHHE KoHUeHTpauuu KK Hapsamy c
reHepanuen JJIEKTPUYECKUX CUTHAJIOB, KOTOPBIE B CBOK OYEPEAb 3aBUCAT OT AKTHUBHOCTH
npoayuupytouieit AOK HAJI®H-okcunassl. B To ke BpeMs 0CTa€Tcsi OTKPBITBIM BOIIPOC O MYTAX
MOBBIIICHUS COACPKAHUI TOPMOHOB: MX TPAHCTIOPT M3 30HBI JIOKAJIHHOTO pazapaxenus (Sato et al.,
2011; Matsuura et al., 2012) wim cunTe3 B HepazapaxEéHHon obnactu. C 1Enbl0 ONpeaeeHus
BO3MOKHOI'O0 BKJIaJa TPAHCIIOPTAa T'OPMOHOB W3 30HBI JIOKAJIbHOTO PA3APAKEHUS B CUCTEMHOE
MOBBIILIEHUE UX COAEPKAHUS MPOU3BOJWIM OLIEHKY M3MEHEHHH KOHLEHTpalUl Yyepe3 KOPOTKHE
BpEMEHHBIE IPOMEXYTKH (2,5 1 5 MUHYT) Ha pazIu4HbIX paccTOsHUAX. Pasnuuuii B JuHamMuke
KOHLEHTpALMI MEKy yIaJEHHBIMU Ha PA3JIMYHbIE PACCTOSHMSI OT 30HBI Pa3ApaXKEHUS yUaCTKaMU
BBISIBJIEHO HE ObLIO, YTO YKa3bIBA€T HAa CHMHTE3 FOPMOHOB B HEpa3[pa’KEHHOU 30HE BCIIEJICTBUE
pacnpoctpanenusa BII. M3ydenue noTeHUHaIbHBIX MeXaHU3MOB BiausHusA BII Ha coxep:xanue
TOPMOHOB, B YaCTHOCTH aHaIM3 Bo3MOxkHOM poiu Ca?’, H u A®K, crano cneayromuM marom
paboTHI.

I'enepanus BII compoBoxkpaeTcss NEpexOOHBIM CHUXKEHUEM BHYTPUKIETOYHOTO pH,
perucTpanusi KOTOPOTO B JIMCThbSIX IIIEHUIBl OblIa OCYLIECTBIEHA C HCIONb30BaHuEM pH-
qyBCTBUTENBHOTO (piryopecuentHoro 30H1a BCECF,AM (puc. 9a). CHukeHrne BHYTPUKJIETOYHOTO
pH mpu renepanuu BII cBs3piBatoT ¢ yraeteHnem akTuBHOCTH H'-AT®a3pl mia3ManieMMBbl
(Katicheva et al., 2014; Kumari et al., 2019). B namux skcnepruMeHTax NPUMEHEHHE HHTHOUTOpA
H'-AT®a3b1 opTOBaHa aTa HATPUS BBI3BIBAIIO KAK YMEHbIIeHHE aMIUTUTyAbl BII, Tak u cCHUXKEHHE
pH (puc. 96). BaxxHo otmetuth, uT0 3ddekt naruouropa H'-ATDa3s1 Ha Benuuuny pH B mokoe
MPOSABIIUICS B KOHCTUTYTMBHOM 3aKHMCJIEHUM BHYTPUKIETOUHON Cpeibl: 3HaYEHUE OTHOILIEHUS
L490/1420 BCECF,AM, npsimo miponopiioHaibHoe Bennurae pH, B mpucyTcTBUU HHrHOUTOpa OBLITO
HUKE 110 CPABHEHUIO C TAKOBBIM B KOHTPOJIE.

Takoxe 6611 3yueH d3ddext unruduropa H'-ATDa3w! Ha uHAypOBaHHbIe BII n3meneHus
coziepkanus sxkacMoHaToB (puc. 10). JlokanbHOE pa3apa)keHue BbI3bIBaeT pacnpocTpanenue Bl u
YBEJIMYCHUE COJCPIKAHUS KACMOHATOB B OTCYTCTBUE wuHruOuTopa. MHruburop H'-ATDa3sr
OPTOBAaHANAT HATPHUsl 3HAYUTEIBHO YBEJIMYMBAECT KOHLEHTPALUIO >XaCMOHATOB B IIOKOE.
Pa3npaxenue Ha QoHe nelicTBUSI MHTMOUTOpPA HE MPUBOAUT K U3MeHeHUsAM KoHueHTpauui KK n
KK-ne.
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Pucynok 9. Jlunamuka pH, uHAynupoBaHHas JIOKaJIbHBIM HAarpeBOM, B HEpasApaXEHHOW YacTu
OTCEYEHHOTI'O JIMCTA NIIIEHULIbI, IPYU OAHOBpEMEHHOMU peructpaiuu BII, B KOHTPOJIbHBIX YCIOBHSAX (a) ¥ IIPU
uaruoupoBannu H'-AT®a3s! oproBaHagaTtoM Hatpus (0); MOMEHT Hayaja HarpeBa COOTBETCTBYET TOUKE
0 MMH; B — cXeMa OJHOBPEMEHHOH pErucTpaluyd MOBEPXHOCTHBIX MOTEHIMAIOB U (payopecreHunu
3arpykeHHoro pH-uyBctBuTEensHOro 3ouma BCECF,AM B orceuéHHOM mmcre mnmeHUnsl (O —
M3MEPUTEINIbHBIN BHEKJIETOUHBIN MaKpO3JIEKTPO.)
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Pucynok 10. /lunamuka KoHUeHTpanuu xxacMoHOBOM kuciioThl (XKK) (a) u xacmonmin-uzoneiinuna (KK-
wie) (0), WHAYLIHpPOBAHHAS JIOKAJbHBIM HArpeBOM, B Hepa3ApaXEHHOM YacCTH OTCEUYEHHOIO JIUCTA
MIICHHUIIBI, B KOHTPOJIBHBIX YCIOBHSX U Ipu HHrHOupoBanuu H'-AT®da3b1 OpTOBaHAAaTOM HATPHST; MOMCHT
renepaunu BII cooTBeTcTByeT Touke 0 MHH; B — CXeMa ONpeAETCHUs COAEp)KaHHs (UTOTOPMOHOB B
OTCEYEHHOM JINCTE MIICHHUILIBI (D — H3MEPUTEITHHBINA BHEKICTOUYHBIA MAKPOIJIEKTPO.)

* — CTATUCTHYECKHU 3HAUYMMBIC PA3IMuusl OT KOHLIEHTpauu A0 pazapaxenus (0 mun), p<0,05

# — CTaTHCTUYECKU 3HAUMMBbIC PAa3JInyMs OT KOHTPOJIBHOTO 3HaueHus (6e3 nuurudutopa), p<0,05
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JlaHHbIEe AUTEpPATypPbl CBUAETEILCTBYIOT O TOM, YTO BHYTPUKJIETOUHBIA pH MOXET BIUATH
Ha npoayknuro xacmMoHatoB (Kumari et al., 2019). IloreHnuansHOM TOukoW BimsHUsS pH Ha
OMOCHHTE3 KaCMOHATOB SIBJISIETCA M3MEHEHHE JOCTYIMHOCTH CcyOcTpara — mpeAmecTBeHHuKa 12-
okco-putoarenoBoit kuciaotel (OD/IK), koTopas TpaHCHOPTHUPYETCS W3 XJIOPOIUIACTOB B
nepokcucoMsl 1iist mpoosnkenus cuntesa JXKK. 3akucnenne nuurosons npu renepanuu BIT qomkHo
BBI3bIBAaTh YyBEIWMYEHHE cTeneHu npoToHupoBanus ODJIK, uyTo m0mMKHO crnocoOCTBOBAThH
CBOOOJHOMY IMEPEMEIICHHUIO Yepe3 MEMOpaHy NEPOKCHCOMBI, T. €. YCUJIEHHIO TpaHCIopTa M
noseimeHnto  goctynHoctd  ODJK  mist  mepokcucoMubix  (epmenTtoB Ouocmnreza JKK.
DKcrnepuMeHTaIbHas MPOBEPKA JTaHHOM rMNoTe3bl IoKa3ajia, YTO OPTOBAHA/IAT CHUXKAET YPOBEHb
O®/IK B cocrostanu mokosi ¢ 29 + 3 1o 13 £ 3 HI/T CBIpO MACCHI, T. €. IPEANOI0KEHHBII MEXaHU3M
MOJKET OOBSICHATH MHAYIIMPOBAHHOE 3aKHUCICHUEM YBEITUYCHUE )KaCMOHATOB.

JpyruM  NOTEHUUAIbHBIM  PETYISTOPOM  CTUMYJI-MHIYLMPOBAaHHBIX  W3MEHEHMM
KOHLIEHTPAIUKM TOPMOHOB siBysietcst Ca®’, yBennueHne KOHIEHTPALUMH KOTOPOrO UMEET MECTO TIPH
renepanuu BI1 B pactennsx mmenuip (puc. 11). Veennuenune konnentpanuu Ca’” npu renepanyn
BII Ttaxxe ObUIO 3aperMCTPUPOBAHO B HAIIMX AKCIEPUMEHTaX Ha pacTEeHUSIX Tropoxa, U B
OTIENBHBIX padoTax MOKa3aHo Ha Apyrux Bunpax pactenuii (Nguyen et al., 2018; Kumari et al.,

2019). a
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Pucynok 11. Jlunamuka BHyTpuKIeTOYHON KoHueHtpaiuu Ca?" ([Ca?']i), uHayMpOBaHHas JOKAIbHBIM
HarpeBoM, B Hepa3IpaXEHHOM 4aCTH OTCEYEHHOIO JIMCTA IIICHULBI, IPU OJHOBPEMEHHOW pErucTpanuu
BII (a); MOMeHT Havaja HarpeBa COOTBETCTBYeT Touke () MHH; 6 — cXemMa OJTHOBPEMEHHOM perucTpanuu
MOBEPXHOCTHBIX MIOTEHIUMAJIOB U (iIyopecieHiuu 3arpykeanoro Ca? -qysctBurensHoro 3ou1a Fluo-4,AM
B OTCEYEHHOM JIMCTE MIIECHUIBI (D — U3MEPUTENbHBIN BHEKJIETOYHBIM MaKPO3JIEKTPO1)

BrokupoBanne Ca’’ KaHaIOB NPUBOJWT K yBEIMYEHUIO KOHIIEHTPALMU JKACMOHATOB B
nokoe, Ho nojasisieT poct koHueHTpanuu KK n XK-une yepes 15 mun nocie crumynsuuu (puc.
12). I3MeHeHune copepxKaHus KACMOHATOB MOXKET IPOUCXOJUTH 33 CUET PETYISITOPHOTO BIMSIHUS
Ca’" na nponecc cuntesa. IlogaBnenue CTUMYJI-MHYIIMPOBAHHOTO MOBBIIIEHHS )KaCMOHATOB MPH
neiicteun  Onokatopa Ca’" KaHanoB, IO-BHAMMOMY, CBS3aHO C OTCYTCTBMEM IIOBBINIEHHS
aktuBHOCTH Ca**-3aBUCMMBIX (DEPMEHTOB OMOCHHTE3a KACMOHATOB, B 4aCTHOCTH (pocdonmmnassl D
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(Ryu, Wang, 1996; Wang et al., 2000) u 13-nmunokcurenasst LOX6 (Chauvin et al., 2013), B
pe3yibTaTe YMEHBIICHU BHYTPUKIETOYHOM KoHuenTpanuu Ca’*,

a 30 A 0. 7 -
& *
- =
¥ 725 1 N = 367  #
%3 , # 2 25 ]
= 5 20 1 E s A *
= 1 %
2315 - * =%
= E-l < s 93 T #
T 2 & 3
5210 # =3
= S =2 -
= == #
Z = 5 - |_]:_| # = E ]
2 [T
B
0 =l= 0
0 muH 15 Mun 60 MuH 0 MuH 15 Mun 60 MuH
B Kontpoms M La’* BKontpons M La’*
Harpes AHAIIHS CTaHIAapTHBIN pacTBOp /
7 LaCls

; (UTOrOpMOHOB CTaHIAPTHBIN pacTBOp +

i ‘*-:

! ScMm ' ScMm '

Pucynoxk 12. Jlunamuka KoHUEHTpanuu xxacMoHOBOM kuciioThl (XKK) (a) u xacmonmin-uzonennnna (KK-
wie) (0), MHAYLHUpPOBAHHAS JIOKAJBHBIM HArpeBOM, B Hepa3ApaXEHHOM YacCTH OTCEUYEHHOIO JIUCTA
MLICHUIIBI, B KOHTPOJIBHBIX YCIOBUSAX U npu OnokupoBannu Ca’" kananos La*'; moment renepaunu BIT
COOTBETCTBYET Touke () MUH; B — CXeMa OIpeNeNIeHUs] COAepKaHusl (PUTOrOPMOHOB B OTCEYEHHOM JIMCTE
neHuIs! (O — U3MEPUTEIbHBIN BHEKJIETOYHBIM MAaKpPOAJIEKTPO.)

* — CTATUCTHYECKHU 3HAUYMMBIE PA3JIMUusl OT KOHLUEHTpauu A0 pazapaxenus (0 mun), p<0,05

# — cTaTHCTUYECKU 3HAUMMBbIE PAa3JInMs OT KOHTPOJIBHOTO 3HaueHus (6e3 nuuruodutopa), p<0,05

Brusune Ca’’ Ha M3MEHEHHE KOHIEHTPALMHA TOPMOHOB TAKKE MOYKET MPOMCXOAUTH YEPE3
Ca’"-unnynupoBannbie m3menenus pH B pesynbrate momyssiuuu aktuHOCcTH H'-AT®ase ¢
MTOMOIIBI0 KaNbIIUH-3aBUCUMBIX ITpoTenHkrHa3 (Ookura et al., 2005). B cBoto ouepeb akTUBHOCTh
Ca’" kananos Moxer peryauposarbest AOK (Demidchik, 2018; Marcec et al., 2019).

UccnenoBanue nuHamuku nepokcuaa Boaopoaa (H2O2) mpu renepanuu BII mokaszano
yBenuueHnue koHuentpauuu H»O: (puc. 13), uro cornacyercs ¢ pesyibTaTaMu APYrux padboT
(Miller et al., 2009; Devireddy et al., 2018).
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Pucynok 13. Jlunamuka nepokcuga Bopopona (H20:2), umHaynupoBaHHas JOKaJbHBIM HarpeBoM, B
Hepa3ApaXEHHON YaCTH OTCEYEHHOTO JIMCTA MILIEHUIIBL, IPU 0HOBpeMEeHHOH peructpaunu BII (a); MoMeHT
Hayaja HarpeBa COOTBETCTBYeT Touke 0 MUH; O — cXeMa OJHOBPEMEHHON PErucTpaluu MOBEPXHOCTHBIX
NOTEHIMANIOB U (uyopecueHun 3arpyxkenHoro H>Oz-uyBctBuTEensHOro 3ouma Ampliflu Red B
OTCEYEHHOM JINCTE MIICHUIIBI (D — H3MEPUTEITHHBINA BHEKIETOUYHBIA MAKPOIJIEKTPO.)

Jns anamu3za Bo3MokHOM ponu H>Oz kKak MHAYKTOpa HM3MEHEHUH KOHLEHTpALMii
’KaCMOHATOB NPOBOJWIN HCCICIOBAHUE BIUSHHS HMCKYCCTBEHHOI'O IOBBIIICHWS KOHILICHTPALUU
H>0: Ha ux copepxanue. [lunamuka xacmoHatoB npu jneictsun H>O2 nMeer cxoaHble 4epThl €
TAKOBOW TpHU JOKATBbHOM pasfpaxeHuu (puc. 14): >KaCMOHATBHI MOKA3bIBAIOT OBICTPHINH POCT C
MakcuMyMoM uepe3 15 muH. Takum o0pa3om, nossinieHHe KoHueHTpauu H>O2 MoxxeT BbICTyIaTh
IIOTEHIIMAJIbHBIM HHIYKTOpOM n3meHeHni coaepsxanus JKK u XXKK-wite npu neiictBum 10KanbHOro
ctuMysa. BO3MOXHBIM MEXaHU3MOM IIOBBIIIEHUS COAEP)KAHMUSA KACMOHATOB IIPU YBEJIIMYECHHUH
xoHuenTpanuu H,O> Moxker sBisaThes cHmkenne pH murosons B pesynsrare Ca?’-3aBucuMoit
uHaktuBanun H'-AT®da3pl, KOTOpOE, B CBOIO OYEpEllb, MOXKET OBITh BHI3BAHO MOBBIMICHUEM
BHYTPHMKJIETO4HOM KonueHtpauuu Ca?’, omocpenoBannbiM aktuBamueiit HoOr-3aBucumeix Ca®*
KaHaJIOB.
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Pucynoxk 14. Jlunamuka koHueHTpauuu xacMoHoBoi kuciotsl (XKK) (a) u sxacmonuin-uzoneiiuna (2KK-
une) (0), manynupoBanHas sk3oreHHBIM 10 MM H>0», B 0TCeu€HHOM JIHCTE MIIEHUIIBI; MOMEHT 3arpy3Ku
H>O: cootBercTByeT TOUKEe 0 MUH
* — CTaTUCTUYECKH 3HAYUMBIE Pa3IMyusl OT KOHTposibHOTro 3HavyeHus (0 mun), p<0,05

Konnentpanus KK-uie,
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3AK/IIOYEHHUE

DnekTpudeckass 1 TOpPMOHAJIbHASI CUCTEMbI PACTEHUI WIPAIOT Ba)KHYIO POJb B Pa3BUTHU
CUCTEMHOI'0 OTBETa IPHU JIOKAJIBHOM pa3lpaX€HWH, CKOOPAMHHUPOBAHHBIA BKJIAJ KOTOPBIX
perynupyeTr (pu3HoJIOrHUecKre MpoIecchl, o0ycnaBiauBaromue GOpMUPOBAHUE YCTOHYMBOCTH K
HEOIaronpusaTHEIM (HPaKTOpaM OKpPY>KaOIIEH Cpebl.

Pacnipoctpanenune BII B HepaszmpaXEHHblE 4acTH pPACTEHUMM HMHAYLHPYET CHCTEMHBIE
M3MEHEHHUS] CcoAepXaHusi (PUTOTOPMOHOB W aKTUBHOCTH (oTocuHTe3a. (OCOOEHHOCTHIO
(OTOCHHTETHYECKOTO OTBETAa B PACTCHHMAX TOpOXa M IIICHHIBI SBISAETCS €ro IBYX(})a3HOCTb.
Wupykropom mepBoi OBICTpOi (ha3bl CHIKEHHSI AaKTUBHOCTH (DOTOCHHTE3a, MO-BUIUMOMY,
SBIISIFOTCS] U3MEHEHUS! MOHHBIX KOHIIeHTpanuii npu reHepanuu BI1, Bropas nmpogomkuTenbHas (asza
CHIDKEHUS (POTOCHHTETUYECKON aKTUBHOCTH, BEPOSTHO, HHIYIIUPYETCS M3MEHEHUEM COACP KaHUS
¢uToropmonoB. Cpean mpoaHaTu3upoOBaHHBIX B Hactosmien padore ropmonoB (ABK, CK, XK u
KK-une) Hanbosee BblpaK€HHbIE U3MEHEHUS XapaKTEPHBI JJI )KaCMOHATOB, POCT KOHLEHTPALUU
KOTOPBIX MpenuiecTByeT (HOPMHUPOBAHMIO TPOAODKUTENBHON (a3el oTBeTa (hoTocHHTE3A.
Wmerommecs OaHHbIE JUTEpaTypsl W TOJNYyYeHHbIE B padoTe pe3yiabTaTbl IO3BOJISIIOT
peanonoxuTh cxemy (puc. 15) BII-uH1ynupoBaHHOTO yBEIUYEHHUS COAEPKAHUS KaCMOHATOB U
MOCTIEYIOMIETO CHMYKEHUSI aKTUBHOCTH (DOTOCHHTE3a MPH JIOKATEHOM Pa3ApakeHUN.

JloxanpHOE pazgpakeHue mHAyHupyer pacupocrpanenue BII, kotopoe compoBoxpaercs
usMeHenusmu Kounenrpaiuit H', Ca?*, H2O,. TIpoucxoquT cHukeHre BHYTpUKIeTo4HOro pH u
POCT BHYTPHMKIIETOUHOM KOHIeHTpanuu Ca’’, a Tak)ke HMEET MECTO YBEJIHYEHHE KOHIIEHTPAIMH
H>0,. BeposiTHO, uTO ITpoLiecchl U3MEHEHMS KOHLIEHTpaluil noHOB U H2O2 SBISIOTCS CBA3aHHBIMU:
yBenuuenne Kounentpanuu HoO:» aktusupyer Ca*' kanansl, npoucxoaut nputok Ca’' B KieTky,
yBenuuenne Koumentpauuun Ca’' BeispiBaer mHakTuBanuio H'-AT®a3pl, YTO NPUBOAMT K
CHIDKEHMIO BHyTpHKierouHoro pH. Hsmenenwe xonuentpammii HY, Ca?’, H,O, wmoxer
MHIyLUPOBAaTh H3MEHEHHE CONEPIKAHUs KACMOHATOB. B OTBET Ha yBenn4YeHNE BHYTPUKIETOUYHON
xoHnenTpanuu Ca’’ MOKET IOBBILIATHCA KATAJIUTUYECKAs AKTUBHOCTH (PEPMEHTOB OMOCHHTE3A
’KacMoHaToB, 13-nmunokcurenassl LOX6 u ¢pocdonumaszsr D (PLD), uTo nmpuBenéT K MOBBIIIEHHOM
npoaykuuu kacmonartoB. Ca®" taxke mHaktuBupyeT H'-AT®a3y, uTO BBI3BIBAET 3aKHMCIEHHE
nuTo30i4. B orBeT Ha CHMKeHME pH IpPOMCXOOUT yCHIIEHHE TPaHCIOKalUUU IPEAIECTBEHHUKA
xacmoHaroB O®JIK wu3 nuro3zons B mnepokcucoMel B pesynbrare nepexona ODJK B
IIPOTOHUPOBAaHHYIO (OpPMY M Kak CIEJICTBUE CBOOOIHOrO IEPEMELICHHS] 4Yepe3 MeMOpaHy
MEePOKCUCOMBI, Tre menounod pH oOycnasnuBaer auccormanuio ODJK u e€ HakorieHue 1o
NPUHLUITY «@HUOHHOM JIOBYIIKWY». Takum o0pa3oMm Oorpliiee KoaudecTBo cyocTpaTa B Bujne OD K
CTAHOBMUTCSI [JOCTYIIHBIM JUISl TNEPOKCUCOMHBIX (EpPMEHTOB, KoTopble cuHTe3upytrorT KK.
VYBenuueHne KOHLEHTpAIMK KaCMOHATOB B pe3yjbTaTe yCuJeHHs] OnocuHTe3a npuBoauT K JKK-
VHIyLUUPOBAaHHOMY 3aKPBITHIO YCTBUIl, B PE3YyJIbTATE YErO IIPOUCXOAUT CHUKEHHUE JTOCTYITHOCTH
YTIIEKUCIIOTO Ta3a U Pa3BUBACTCS MPOAODKUTEIIEHOE CHUKEHNE aKTUBHOCTH (POTOCHHTE3A.
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Pucynok 15. Ilpeanonaraemas cxema BII-mHIynupoBaHHOrO yBEIMUYEHHUS COJEP)KaHUS YKACMOHATOB U
MOCTIEIYIOIIET0 CHUKECHUSI aKTUBHOCTH (DOTOCHHTE32a IPH JIOKAIBHOM Pa3IpaskeHUH
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