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CIIUCOK COKPAIIEHUM

ABK — abcun3zoBast Kkucinora

ABK-I"3 - ratoko3usnoBblit 3¢up aOCIU30BON KUCIOTHI

A®K — akTtuBHBIE HOPMBI KUCTOPOA

AT® — anenozuntpudocdar

BII — BapuaGenbHbIi TOTEHIIUAT

JIMCO — numeTuncyiabpoKcu

KK — xacmoHOBas KUCHOTA

KK-uie — )xacCMOHHII-U30JIEUITNH

JI1 — mepBbIM HEpA3aPaAXKAEMBIH JIUCT TOPOXa

JI2 — BTOpOM HEpa3ApAKAEMBIN JINCT TOPOXA

JI3 — TpeTuit Hepa3zapaKaeMbli JUCT TOPOXa

JIc — CTUMYJIMPYEMBIH JTUCT FOpOXa

HAJI®H — BoccranoBieHHas popMa HUKOTUHAMUAaACHUHIUHYKIIeoTUIpocdaTa

O®JIK — 12-okco-puroarieHOBasE KUCIOTA

I1]J1 — moTeHIuan AeMcTBUS

PybucKO — pubynozobucdocharkapbokcumnasa

CK — canmuuunoBast KUCJIOTA

CII — cucTeMHBIN OTSHITHAT

D — U3MEPUTENBHBIN BHEKIETOUHBIA MAKPOIJIEKTPOT / BHYTPUKIETOUHBIA MUKPOIJIEKTPO/T
D1 — U3MEPUTENBHBIA MAKPOAJIEKTPOI, PA3MEIIEHHBIN HA YEPEIIKE MEPBOTO JIUCTA TOPOXa
D2 — U3MEPUTENBHBIA MAKPOAIEKTPOI, PA3MEIIEHHBIN HA YEPEIIKE BTOPOrO JIMCTA FrOpoxa
D2 — U3MEPUTENBHBIA MAKPOAIEKTPOI, PA3MEIIEHHBIN HA YEPEIIKE TPETHETO JINCTA TOPOXa
On— U3MEPUTEIIbHBIN BHEKJIETOUHBIN MAaKPO3JIEKTPO, KOHTAKTUPYIOLIUN C JINCTOM
pacteHus

OIIP — 3Hp0MmIa3MaTUYECKUN PETUKYITYM

Dcr— U3MEPUTENbHBIA BHEKJIETOUHBIN MaKpOA3JIEKTPO ] / BHYTPUKIETOUHBII

MHUKPOIJIEKTPO/I, KOHTAKTUPYIOLIUNA CO CT€0JIEM pacTeHUs
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ABC — AT®-cBs3piBaromas kacceta (ot anria. ATP-binding cassette)

AHA1 — H"-AT®as3a apabunorcuca (ot auri. Arabidopsis H-ATPase)

ANNI — annekcud 1 (0T anri. annexinl)

Ca’" — MOHBI KaTBIIHSI

CaM — kanepMonynuH (0T anri. calmoduline)

CBL — xanpunneBpuH-B-no106Hb1e O6enku (0T anri. calcineurine B-like proteins)

CBP — kanbmonynuH-cBsi3bIBatonue 6enku (0T anri. calmoduline-binding protein)
CDPK — kanbiuii-3aBucumMbie MPOTEMHKUHA3HI (0T aHrII. calcium-dependent protein
kinases)

CICR — kanbIuii-uHAYHIUPOBAaHHOE BHICBOOOXKIEHNE KalbLiMs (OT aHri. calcium-induced
calcium release)

CIPK — nporennkuHasbl, B3aumozeictpytoume ¢ CBL (ot anrn. CBL-interacting protein
kinases)

CML — kansmoaynuH-nogo0usie 0enku (oT anri. calmoduline-like proteins)

CNGC19 — xanan, ynpaBiasieMblil IUKJINYECKUMHU HyKJIeoTuaaMu 19 (ot anri. cyclic
nucleotide gated channel 19)

CO2 — yriiekucnbli ra3

ESI — nonuzanus snexrpocnpeeM (0T aHri. electrospray ionization)

H' — npoToHs!

H>0; — nepokcuna Bogopoaa

JAZ — xxacmonatHbiil ZIM(0enoKk HMHKOBBIX MalbIEB, SKCIIPECCUPYEMBII B MEPUCTEME
coIBeTHs )-IoMeH (0T aHri. jasmonate ZIM (zinc-finger inflorescence meristem) domain)
K" — nous! Kamus

La’" — noHsl nanTana

LaClz — xnopun nantana

LOX — nunokcurenasa (ot anri. lipoxygenase)

MPK — MuTOoreH-akTuBHpyeMble MPOTEMHKUHA3HI (OT aHTJI. mitogen-activated protein

kinases)
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MRM — MOHUTOPUHT MHOKECTBEHHBIX peakiuid (0T aHrii. multiple reaction monitoring)
Na3VO4 — opToBaHaaaT HaTpus
NPQ — nedoroxumuueckoe tyuenue guryopecueHnnu (ot auria. non-photochemical
quenching)
PAM — ammuty iHO-UMIyJIbCHAs MOAy LU (0T aHria. pulse-amplitude modulation)
PIN2 — unru6urop npoteas 2 (ot aHri. proteinase inhibitor 2)
PLD — ¢pocdonunaza D (ot anrin. phospholipase D)
PSII — ¢orocucrema II (ot anrmn. photosystem II)
RBOH — romosoru okcuias pecnupaTopHOro B3pbiBa (OT aHIIIL. respiratory burst oxidase
homolog)
SHAM — canununruapokcamoBas kuciiota (ot anri. salicylhydroxamic acid)
TPC — nByXIOpOBBIM KaTUOHHBIN KaHa (OT aHrJ. two-pore cation channel)
®psi1 — KBaHTOBBIN BBIXO]T POTOXUMUUECKUX peakuuil poTocucTeMsl 11

[Ca®']i — BHYTpHKIIETOUHAS KOHIIEHTPALUS HOHOB KaJbIHs
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BBEJIEHHUE

AKTYaJIbHOCTDH UCCJIE0BAHUS

Poct u pa3ButHe pacTeHUN peryiHpPyIOTCS BHYTPEHHUMHU CUTHAJIaMH M BHEIIHUMU
YCIOBUSIMM  OKpyXaromie cpeapl. PacteHuss mnoaBepraroTcs BIUSHUIO Pa3IUYHBIX
HeOIaronpusTHeIX (aKTOpOB, ACHUCTBHE KOTOPHIX MOXKET OBbITh JIOKAIBHBIM WIIU
CUCTEMHBIM. MHOTHE JOKaJIbHbIE CTPECCOPHI, TaKME KaK MEXaHHYECKOE MOBPEXKICHUE,
M30BITOYHOE OCBEIICHUE, BBICOKME U HU3KHME TEMIIEPATyphl BBI3BIBAIOT AKTUBAIUIO
3aIIUTHBIX PEAKIIMN HE TOJILKO B MECTE JCHCTBUS, HO U HAa 3HAYUTEIHLHOM YJaJCHUU B
Hepa3ApaKEHHBIX YacTAX pacTeHus. s pa3BUTHS CUCTEMHOM ajanTalud HEOOXOJHUMBbI
reHepanus 4 pacnpocTpaneHue crtpeccoBbix curHanoB (Hilleary et al., 2018), cpenu
KOTOPBIX y PACTEHUI BBIACIAIOT XUMUYECKHUE, TUIpaBInyeckue u snekrpudeckue (Huber,
Bauerle, 2016).

MexaHu3MBbl paclipoOCTPAHEHUS U UHIYKIUH JUCTAHIIMOHHBIX CTPECCOBBIX CUTHAJIOB
pacTeHHil B OTBET Ha JACHCTBHE JIOKAIBHOTO Pa3ApaKUTEId HAa JAHHBII MOMEHT H3y4E€HBI
HenoctaTouHo. [Ipenmnonaraercss B3aUMOJEHCTBUE JJIEKTPUUYECKUX U TUAPABIUYECKHUX
curHanos, BonH Kanbiua (Ca’") m aktuBHBEIX (Qopm kucrnopoga (ADK) mpu nepemaue
IuCTaHIIMOHHOTO cTpeccoBoro curHaina (Choi et al.,, 2016; Gilroy et al., 2016).
PacnpocTpaneHre Takoro KOMIUIEKCHOTO CHTHajla MOKET PEeryJaupoBaTh COJEpKaHUe
CTPECCOBBIX (PUTOTOPMOHOB B HEpPA3ApaKEHHBIX YaCTAX pPACTEHUHW TIpU JIEUCTBUU
nokanpHOro crumyna (Xia et al., 2015; Farmer et al., 2020; Vega-Mufioz et al., 2020).
MexaHu3Mbl PETYJSILUN TOPMOHAIBHOIO CTAaTyca PAaCTeHU NpU ACHCTBUM JIOKAIbHBIX
CTUMYJIOB Ha JaHHBI MOMEHT HEM3BECTHBI. B 4acTHOCTH, HEOOXOIUMO BBISICHUTH, KaKue
KOMIOHEHTHl JMCTAaHIIMOHHOTO CTPECCOBOTO CHUTHAja UIPAIOT KIIYEBYIO pOJb B
M3MEHEHUH KOHIIEHTPalU (PUTOrOPMOHOB, BHI3BAHHBIX JIOKATbHBIMU CTUMYJIAMH.

Nwmerorcst  paboThl, MOKAa3bIBAIOIIME BO3MOXHOCTh PETYJIATOPHOTO  BIIHSIHUS
BapuabenpHOro mnoreHmnuana (BII), ogHoro wu3 THMOB SJIEKTPUYECKHWX CHUTHAJIOB, Ha
ropMoHaNbHbINA cTtaTyc pactenuit (Farmer et al., 2020), Takke B psae paboT OTMEYEHO

M3MEHEHHE YPOBHs (DJUTOTOPMOHOB U MpEIIECTBYIONIee UM pacnpoctpanenue BII B oTBer
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Ha tokanbHbIN cTuMyl (Hlavackova et al., 2006; Hlavinka et al., 2012; Paulman et al., 2018),
yTO NAa€T OcHOBaHWe mpeanonarate BIl B kauecTBe MHAYKTOpa M3MEHEHUN COJEpKAHUS
(bUTOrOPMOHOB.

Bri3BaHHBIE JIOKadbHBIMU CTUMYJAMHU JJIEKTPUYECKUE CUTHAJIBl  CIOCOOHBI
WHyIIMPOBAaTh CUCTEMHBIA OTBET, BKJIIOYAIOIIUM U3MEHEHHUE aKTUBHOCTH (DOTOCHUHTE3a U
TPAHCIMPAIINY, AKTUBAIMIO JbIXaHWs, yBeJIWYeHHE KoHIeHTpanuu ATO, axTUBaIuio
JKCIpeccuu 3amuTHBIX TeHoB M T. A. (Huber, Bauerle, 2016; Sukhov et al., 2019). Ilpu
PAacCCMOTPEHUM CHUCTEMHBIX HU3MEHEHHN aKTHMBHOCTH (DOTOCHMHTE3a MPEANOJiaraercs, 4To
ANEKTPUYECKUE CUTHAJIbl HE SBISIIOTCS €IUHCTBEHHBIMM HWHJIYKTOpAaMH OTBETa,
(UTOrOPMOHBI TAK)KE€ MOT'YT y4acTBOBaTh B MHIyKLIMU oTBeTa (porocuHTe3a (Sukhov et al.,
2019). OtnenbHble pabOTHI AEMOHCTPUPYIOT IKCIIEPUMEHTANIBHBIE JI0KA3aTENbCTBA TAKOTO
yuactuss (Hlavackova et al., 2006; Hlavinka et al., 2012), ogHako CTOUT OTMETUTH
HEJIOCTAaTOYHOCTh MCCJIEIOBAaHUN MPOCTPAHCTBEHHO-BPEMEHHON JTMHAMUKU H3MEHEHUS
cojiep>kanusi (PUTOTOPMOHOB M aKTUBHOCTH (DOTOCHUHTE3a B OTBET HA JIOKAJIbHBIA CTUMYII,
KOTOpPBIE UTPAIOT BAXKHYIO POJIb B YCTAHOBJICHUM CBSI3€H JaHHBIX MPOIECCOB.

Bonpocsl B3aUMOAEHCTBUSA AIEKTPUYECKON U TOPMOHAIBHOW CHUCTEM PACTEHHHN H
UHIYIUPYEMbIX UMH CHUCTEMHBIX OTBETOB IMpPHU JIOKAJIBHOM pa3JpaX€HWU Ha JaHHbBIN
MOMEHT OCTalOTCS BO MHOTOM HeHUccieAoBaHHbIMU. B ocoOeHHOCTH OOmblne MpoOebl
HaxoJsITCA B  O0JacTU  pEryJjiallMd  YpPOBHS  CTPECCOBBIX  (PUTOTOPMOHOB  MpHU
pacnpoctpanenun BII.

Hean u 3a1a4u ucciex0BaHUusA

[lenbto pabOTHI SIBISETCS aHAINU3 POJIM BBI3BAHHOTO JIOKAJbHBIM pa3apakeHUueM
BapualOeNbHOr0 TMOTEHIMAla B CHUCTEMHOM HW3MEHEHHHM COJIEPKAHUS CTPECCOBBIX
(bUTOrOPMOHOB M U3YUEHUE MEXAHU3MOB UHAYKIIUU TAKUX U3MEHEHUH.

B cooTBeTCcTBUU C 11€71bI0 OBLIN MTOCTABIICHBI CIAEAYIONINE 3aaUH.

1. U3ydyeHnne BpeMEHHOW NUHAMHUKH KOHIIEHTpalUUU (PUTOTOPMOHOB M aKTUBHOCTHU
(dboTocuHTE3a B HEPA3IPAKEHHBIX YaCTAX PACTEHUS IPU PACIPOCTPAHEHUU BapraOEIbHOTO

MMOTCHIIMAJIa, BEI3BAHHOI'O JIOKAJIbHBIM CTUMYJIOM.
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2. BolsBiieHUE CBSI3U MEXKTy BapuaOebHbIM OTEHI[MATIOM, U3MEHEHHUEM COJEp KaHuUs
(bUTOrOPMOHOB M OTBETOM (DOTOCHMHTE3a Ha OCHOBE aHAJIN3a MPOCTPAHCTBEHHO-BPEMEHHON
TUHAMUKHU.

3. AHaJM3 MEXaHWU3MOB HHIYKIIMU U3MEHEHUU cojepkaHusg (PUTOTOPMOHOB MpHU
pacupocTpaHEHUHU BapuadesIbHOIO MOTEHIMAaNA.

Hayuynast HoBU3HA

N3ydena BpemMeHHas NWHAMHUKA KOHIIEHTpaluuu (PUTOTOPMOHOB, MHAYIHPOBAHHAs
JIOKJIBHBIM pa3pa)X€HHEM, B PACTEHUSIX rOpoxa W MIIECHUIbl. BriepBble Moka3aHo, YTO B
Ka4eCTBE BO3MOXKHOTO WHIYKTOpAa MOBBIIICHUS COJIEPKAHUS KACMOHATOB, BBI3BAHHOTO
BapualOeNbHBIM TOTEHIIMAIOM, MOXET BBICTYNaTh W3MEHEHHUE BHYTPHUKIETOYHOTO pH,
KOTOPOE COMPOBOXK/IAET F€HEPALMIO BApHAOEIbHOIO MOTEHIMAA.

HayuyHo-npakTH4yeckasi 3HAUMMOCTh

[TonyueHbl HOBBIE 3HAHUSA O MEXaHU3Max PETYJSLHUH COJEPKaHUS (PUTOTOPMOHOB
BapualOeNbHBIM OTEHIIUATIOM, MEXaHU3Me (DOPMUPOBAHUS CHCTEMHOTO OTBETa PACTEHUSI Ha
JIEUCTBUE CTPECCOBBIX (PAKTOPOB, KOTOPHIE PACIIUPSIOT U JOMOJHSIOT TEOPETHUECKUE
MPEJCTABIICHHS B COOTBETCTBYIOIIEH 001aCTH U MOTYT OBITh UCTIOJIb30BAHBI B IEPCIIEKTUBE
B pa3pabOTKe pallMOHAIBHBIX CTPATErUi BEICHUS CEILCKOT0 X0351UCTBA C UCIIOIb30BAaHUEM
pacTEeHMI C MOBBIIIEHHON YCTOMYMBOCTHIO K HEOJATOMPHUATHBIM YCIOBUSIM OKPYKAIOIIEH
cpeapl. B 1menoM mnonydeHHbIE 3HAHUS MOMOTYT YIYUYIIWTh [OHUMAHHUE IPOLIECCOB
ajanTalud pacTEHUM K JEHUCTBUIO HEONAronpuaTHbIX (akTopoB. OCHOBHBIE BBIBOJBI U
pe3ynbTarthl paboThl OYIyT KCIOJIL30BaHbI B Yy4eOHOM MpOLIECCE B paMKax KypCOB IS
CTYJEHTOB, OOYYaIOIIUXCS 110 OMOJIOTUYECKUM CIIEIIHATBHOCTSIM.

OcCHOBHBIE N0JI0KEHUS], BBIHOCUMbIE HA 3ALIUTY

BapuaGenbHblii MOTEHIMAT HWHIYUUPYET CHUCTEMHBIE HW3MEHEHUS COACpKaHUs
(bUTOTOPMOHOB TPU JOKAJBbHOM pa3APaKEHUHU, YTO MOJATBEPKAAECTCS COIIACOBAaHHBIMU
M3MEHEHUSIMU TlapaMeTpOB BapualOeNbHOr0 IMOTEHIMAala U KOHIIEHTPAaIlud TOPMOHOB.

N3meHenne BHyTpukieToyHOro pH, compoBoxparoniee TeHepalulo BapuadeIbHOTO
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MOTEHIIMANIa, MOXET BBICTYNAaTh B KadecTBe (hakTopa, UHIYIUPYIOUIErO MOBBLIIICHUE
KOHIICHTPAI[UU KACMOHATOB B HEPA3IpaKEHHBIX 00JACTAX PACTEHUS.

JInuHblil BKJIaX aBTOpa

ABTOp JMYHO YyYacCTBOBAJ B MPOBEJCHUHM SKCIEPUMEHTAIBHBIX HCCIEIOBAHUM,
00pabOTKe MOJIyYEHHBIX PE3yJIbTaTOB, aHAIM3E U OOCYKIEHUU pE3yJbTaTOB, a TaKKe
MPUHUMAJT YYacTHE B HAITMCAHUM HAYYHBIX CTaT€l COBMECTHO C COABTOpPAMHU U anpodanuu
pPEe3yIbTAaTOB UCCIIEIOBAHUMN HA HAYYHBIX KOH(GEPEHIIHSIX.

JIOCTOBEPHOCTH HAYYHBIX Pe3yJIbTATOB

JIOCTOBEpHOCTh HAYYHBIX pE3YyJbTAaTOB MOATBEPKAAECTCS BOCIPOU3BOAUMOCTHIO
AKCIEPUMEHTANIbHBIX JIAaHHBIX M OOYCIIOBJIEHA IIMPOKOH ampobainueil U HaAEKHOCTHIO
MCIIOJB30BaHHBIX SKCIIEPUMEHTAIIBHBIX METOJO0B HCCIIE0BaHUs, a TAK:K€ KaUeCTBEHHOU U
KOJIMYECTBEHHOM COTJIACOBAaHHOCTHIO MOJYUYEHHBIX TAHHBIX C PE3YyJbTaTaMH HE3aBUCUMBIX
UCCIIEIOBAHUM IPYTUX aBTOPOB.

Anpobanus padoTsl

OcHOBHBIE  pe3yJbTaThl pabOThl MPEACTABISUINCH HA  MEXKIYHapOJIHBIX U
Bcepoccuiickux meponpuatusx: 45th FEBS Congress «Molecules of Life: Towards New
Horizons» (Buptyansubiii ¢popmat, 2021), Beepoccuiickasi ¢ MeXIyHApOAHBIM y4acTHEM
IKOJa-KOH(epeHIus MoJoAbIX YYEHBIX «buocucTeMbl: opranuzanusi, MOBEJICHUE,
ynpasinenue» (Hwuxuuit Hosropon, 2021, 2020, 2019), VI cbe3n o6uodusuko Poccuu
(Coun, 2019), III Bcepoccuiickuii MonoaexHbIi HayuHbli Gopym «Hayka Oynmymiero —
Hayka wmonoasix» (Hwuxuuit Hosropoa, 2017), Mexnynaponnas IlymwuHckas mikona-
KOH(epeHIrs MoJIoAbIX yu€HbIX «buonorus — Hayka XXI Beka» (Ilymuno, 2017).

yoaukauuu

[lo marepuanmam nauccepranuu omnyonukoBaHo 12 pabot, Bkiwouas 4 cTaTbu B

pereHsupyembix HayuHbix u3nanusax (Web of Science, Scopus), Bxoasmuiux B cnucok BAK.
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CrpykTypa u 00beM JUCCEPTALUU
Pabota coctout u3 BBeieHUS1, 0030pa JIUTepaTyphl, OMMCAHUS MATEPUATIOB U METOJIOB
UCCIIEIOBAHUM, pE3yJAbTaTOB W MX OOCYXKJIEHHS, 3aKJIIOUYeHUs, BBIBOJOB, CIIHCKa
nutepatypsl.  OO0BbeM  coctaBiser 115  crTpaHull — MAlIMHOMHMCHOTO  TEKCTAa,
WJUTIOCTPUPOBAHHOTO 28 pucyHKamu. CIHUCOK JUTEpPATYphl BKIOYAET 145 MCTOYHUKOB, B

TOM uncie 143 paboThl HHOCTPAHHBIX AaBTOPOB.
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I'/TABA 1. OB30P JIUTEPATYPbI

1.1. CurnajbHble CUCTEMbI PACTEHH I

PacteHust CymecTByIOT B MOCTOSHHO MEHSIOIIUXCS YCIOBUSAX OKPYKAIOLIEH Cpeibl,
HO SIBJISIFOTCSI HETIOJBMXKHBIMYM OPTaHU3MaMU U TO3TOMY HE MOT'YT U30€XaTh AEHCTBYIOIINX
cTpeccopoB. PacTeHus: BbIHYXIEHBI MPUCIIOCA0IMBATHCS K HOBBIM YCIOBUAM, (hopMUpYS
aganTUBHBIN (Qu3nonoruueckuit otBeT. [ pa3BUTUS TaKOro OTBETa HEOOXOIUMBI
BHYTPHUKJIETOUHBIE U MEXKKIIETOYHBIE CUTHAJIBI, KOTOPBIE KOOPIUHUPYIOT PYHKIIMOHAJIbHbBIE
M3MEHEHMS] B pa3HbIX KJETKAaX, TKaHAX U opraHax. MexXKIeTOYHble CHUTHaNbI,
paclpOoCTpaHSIOMIMECS Ha 3HAYUTENbHBIE PACCTOSIHUS, JOCTHUTAIONIME MaciiTaboB
OT/IEJIbHBIX OPTaHOB WM Ja)Ke€ BCETO PACTUTEIBLHOTIO OpraHU3Ma, U BhI3BAaHHBIE JEHCTBUEM
a0MOTUYECKUX WM OMOTUYECKUX CTPECCOPOB, HA3BIBAIOT AUCTAHIIMOHHBIMU CTPECCOBBIMU
curHaiamu. [Ipu nokabHOM IEUCTBUU pa3apakuTeIeH TaKhue CUTHAIBI PACIPOCTPAHSIIOTCS
B Hepa3JpaxEHHbIE YaCTU PACTEHUW M BBI3BIBAIOT TaM (PYHKIMOHAJIbHBbIE H3MEHEHUS,
KOTOpbI€ 0003HAYAIOT KaK CUCTEMHBIN OTBET.

JlucTaHIIMOHHBIE CTPECCOBBIE CUTHAJBI PACTEHUU TPAJAUIIMOHHO PA3JEISAIOT HA TPHU
OCHOBHBIX THIIA: dJICKTpUUECKUE, TuapaBnndeckue u xumudeckue (Choi et al., 2016; Huber,
Bauerle, 2016). DnexTpuueckue CUTHaIbl NPEACTABISIOT BPEMEHHOE W3MEHEHUE
MeMOpaHHOTO MOTEHI[Mala, KOTOPOE JIOCTAaTOYHO OBICTPO PACHPOCTPAHSIETCS MO TKAHSIM
pacteHusi. Tum >AEKTPUUECKON peaKIUU 3aBUCHUT OT THIA CTUMYJa U MOHHBIX MOTOKOB,
y4JacTByOIIMX B €€ reHepainuu. Boigenstor norennuan aedctsus (I1/]), BapuadenbHbIi
noteHuuan (BII) wu cucremusiii notennuan (CII). CkopocTh pacnpocTpaHeHUs
ANEKTPUUYECKUX CUTHAJIOB MO PACTEHUIO COCTABIISIET OT HECKOJIBKUX MM JI0 HECKOJIBKUX CM
B CEKyHIy W 3aBucHUT OT Tumna curtaia (Huber, Bauerle, 2016; Szechynska-Hebda et al.,
2017). 'mapaBnu4ecKuii CUTHAT — 3TO BOJIHA MOBBIIIEHHOTO JABJICHUS, KOTOpasi ObICTPO
pacrpocTpaHsieTcs Mo cocyJaM Kcuiiembl. M3MeHeHue aaBieHUs B COCyAaX KCHIIEMbI
BOCIIPUHUMAETCA COCEJHUMH MapeHXUMHBIMU KIETKAMHU KaK MEXaHWUYEeCKHM CHUTHaI,
OTMOCPE/IOBAHHBIM HM3MEHEHHWEM Typropa »d3THX KIETOK W HW3MEHEHHEM HaTSHKCHUS

MemOpaHbl. CKOpPOCTh PacHpOCTPaHEHUS] THAPABINYECKHX CHUTHAJIIOB OYE€Hb BBICOKA H
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MOXET JOCTUTaTh CKOPOCTU 3BYKa B BOJIE /JI BOJHBI JIaBJICHUS, U JIECSITKA CM B CEKYHIY
TUIs THAPABINYECKOro MaccoBoro moroka B kcuieme (Choi et al., 2016; Huber, Bauerle,
2016). Xumuyeckue CUrHAIIBI IPEACTABISIOT CO00I BpeMEHHbIE U3MEHEHUS KOHIIEHTpaIui
Pa3JIMYHBIX COCAMHEHUN, K KOTOPHIM OTHOCSTCS PACHpPOCTPAHSIONIUECS BOJTHBI aKTUBHBIX
dbopm kucnopoaa (A®PK), usmMeHeHHne KOHIICHTpAIlMM HOHOB, HampuMep, KaJlbIIMEBbHIS
BOJIHBI, @ TaK)Ke (DUTOTOPMOHBI U PA3TUYHbBIC JIETYYUE COSTUHEHUS. XUMUYECKUE CUTHAIIbI
PACIPOCTPAHSIOTCS 1O PACTEHUIO C HU3KOM CKOPOCTHIO, KOTOpas KaK MPaBUIO COCTABISET
OT HECKOJIBKUX MKM B CEKYH/Y /10 HECKOJIBKMX COTEH MKM B cekyHay (Xia et al., 2015; Choi
et al., 2016; Huber, Bauerle, 2016).

DneKTpuYecKrue, THAPABIMYECKHE U XUMHUYECKHE CUTHalbl HE JEHCTBYIOT
HE3aBUCHUMO APYT OT JApyra, Hanbojee BEPOSITHO UX B3aUMOJEHCTBUE U MHTErpalUs MpU
nepenade uHpopmannu o aerctBum crpeccopa (Ilonesoii u ap., 2001; Takahashi, Shinozaki,
2019). TecHas B3aUMOCBSI3b CUTHAJIBHBIX MYyTE€H M pa3IMYHbIE XapaKTEPHbIE CKOPOCTHU
nepeayu CUTHAIIOB MPEANoaaraloT BO3MOKHOCTh UHYKIIMH OJIHOTO TUIIA CUTHAA JPYTUM,
a Tak)Ke HaJIMYMS TETJIH MOJIOKUTEIbHON oOpaTHOM cBs3m (Xia et al., 2015; Choi et al.,
2016; Gilroy et al., 2016; Huber, Bauerle, 2016; Farmer et al., 2020). Tak, xumMmuueckue
CUTHaJIbl HEOOXOAUMBI JUIsl MHUIIMAIMKA META0O0JUUYECKUX PEeakiuil U (PU3HOIOTHUYECKUX
OTBETOB B CHUCTEMHBIX TKAaHSIX pACTEeHMs, HO sl OBICTpOM mepenaud Ha OoOJblINE
paccTosiHusl OOJbIIe MOAXOIAT AJIEKTPUUYECKUE CUTHaAIbl. B CBOI0O ouepenb pa3iuvHbIe
XUMUYECKUE CUTHAJIBI CIIOCOOHBI MPUBOJAUTH K U3MEHEHUIO JIEKTPUYECKOW aKTUBHOCTHU.
Jlanee Hanbosee moapoOHO OCTAHOBUMCS HA JBYX THIAX JUCTAHIIMOHHBIX CTPECCOBBIX
CUTHAJIOB — AJIEKTPUUECKUX U XUMHUECKUX, aKTUBHBIX YYACTHUKOB Mepeaaun uHpopMauu

O JICMCTBUU JIOKAIBHBIX PA3IPaKUTEICH.

1.1.1. DekTpUYecKre CUTHAJIBI
Bce pactenust cnocoOHBI T€HEPUPOBATh NUCTAHIIMOHHBIE JIEKTPUUECKUE CUTHAJbI,
KOTOpPBIE CIy>KaT JIJIsi CBSI3U Peakilvil B pa3IMuHbIX TKaHsSIX U opraHax. Hambomee xoporio

HU3YYCHBI SJICKTPUICCKUEC CHUTHAJIbI B HU3MIUX PACTCHUAX, B HaCTHOCTH B Chamceae, U B
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JIOKOMOTOPHBIX PacTEHUSX, TaKuX kak Mimosa pudica n Dionaea muscipula (OnputoB u
ap., 1991). B 0ObIYHBIX BBICHIMX PACTEHHUAX TAKXKE IMIMPOKO MOKA3aHbI Pa3IMYHbIC THUIIBI
AJIEKTPUYECKUX CUTHAJIOB.

DJIEKTPUYECKUE CUTHANIBI, BBI3BAHHBIE BHEUIHUM pa3gpa)KUTENIEM, OTINYAIOTCA
MPOCTPAHCTBEHHBIM U BPEMEHHBIM XapaKTEPOM M3MEHEHUN SIIEKTPUUECKOTO MOTEHIHAIIA,
HMMEIOT PA3JIMYHbIE MEXAHU3MbI TEHEPALIMU U PACTIPOCTPAHEHHUS.

I1]] — kpaTKOBpeMEHHas ASTOIIpU3aLIHS CIIAUKOBOU (DOPMBI, BKITIOUAIOIAs IBE (ha3bl
— Jenoyispu3anuio U penoigpuszanuio. [1JI BO3HHMKAaeT B OTBET HA HEMOBPEKIAIOIINE
BO3JEHCTBUS, TAKUE KaK 3JIEKTPUUYECKUI TOK, IPUKOCHOBEHHUE, oxJIaxkaeHue. ['enepanus [1/]
MOJUYUHSIETCA 3aKOHY «BCE WJIA HUYET0», UMEET BO3MOXKHOCTh CyMMAallUd MOANOPOTOBBIX
CTUMYJIOB, XapakTepHO Hanuuue nepuojga  pedpakrepHoctu. I sBisieTcs
CaMOpaCIPOCTPAHSIONIUMCS CUTHAJIOM C TUITUYHBIMEU CKOpOCcTaMu 1 — 10 cm/c B pa3muuHBIX
pacrenusix (Fromm, Lautner, 2007; Huber, Bauerle, 2016; Szechynska-Hebda et al., 2017).

I'enepanus [1]] B kiteTKkax BRICHIMX PACTEHUNA MHULIMUPYETCA aKTUBAMEN TOTEHIINA-
3apucuMbIX Ca’’ KaHaJIOB IIPU IOPOTrOBOM AEMOISAPHU3ALUM MEMOPAHHOIO IOTEHIMANA M
yBenudeHreM KouueHtpamuu Ca?’ B umTomnasme. VYBenuuenue koHueHTpamuu Ca®'
aktuBupyer Ca’’-3aBHCHMBlC aHMOHHBIE KaHambl U uHakTuBupyer H'-ATdasy
mIasMaTudeckoil MemOpanbl. Paspuaerca daza nmemonspusanuu. 3atem Ca’" kaHambl
MHAKTUBUPYIOTCS, KOHLEeHTpauus Ca’’ B LUTOIIIa3sMe CHUKAeTcs, akTuBUpyrorcs K*
KaHaJIbl BHEIIHErO BBIIPSAMICHHS M MPOMCXOAMT IMOCIEeXyromui oTTok K u3 KieTkw,
pasBuBaeTcs cTaaus penonspusanyu. CHkenne kKonneHTpanuu Ca?’ Takke HHAKTHBUPYET
aHWOHHBIC KaHanbl W akTuBupyeT H'-AT®a3y mia3mMaTndeckoii MeMOpaHbI, dTO
criocoOcTByeT penoisipusanuu. Pacnpoctpanenue IIJ] mpoucxoaut 0e3 3aTyxaHus
aMIUIUTYAbl W CKOPOCTH C pACCTOSSHHEM YEpe3 CHUMIUIACT MApPEHXUMHBIX KIIETOK,
OKPY>KaIOLIUX MPOBOASIINE MyUYKH, WIN Yepe3 CUTOBUAHBIE TPYOku (piiosmel (Vodeneev et
al., 2006; Huber, Bauerle, 2016; Szechynska-Hebda et al., 2017; Sukhov et al., 2019).

BIl — pgnurenbHass mepexojHas JEMONSPU3ALMUS  HEPETYISIpHOU  (POpPMBL.

JnurensHocTh BII cocTaBisieT OT HECKOMBKUX MUHYT 10 HECKOJIBKUX AECATKOB MUHYT. BII
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BO3HHKAaeT B OTBET HA MOBPEKIAOIIME BO3ACUCTBUS, TAKHE KAK MEXAHUYECKOE
MOBPEXKAECHUE, O0XKOT, HarpeB. AMIUIMTYyJa M CKOPOCTh pacmpoctpaHenuss BII moryr
3aBHCETh OT PACCTOSIHUS 1O 30HBbI MOBPEXICHHUS W HWHTEHCUBHOCTH cTumyna. BII
pacmpocTpaHseTcss Mo pacTeHuro co ckopocthio 0,2 — 20 mm/c. Taxxke BII moxer
pacrpocTpaHsaTbesl B pedpaktepublii nepuona mnocie I/, u cnmocoOeH mpoxoauTh yepes
HEaKTUBHbBIC U MEPTBBIE TKaHU. [laHHble cnienuduyeckue cBoiictBa BII cBUIETENHCTBYIOT O
ToM, uto BII, mo-Buaumomy, sIBJISIETCS JIOKATBHBIM 3JIEKTPUYECKUM OTBETOM, BHI3BAHHBIM
pacrpocTpaHeHUEeM CcurHaisa Helsnekrpuueckoil mpuponbl (Fromm, Lautner, 2007,
Vodeneev et al., 2015; Huber, Bauerle, 2016; Szechynska-Hebda et al., 2017; Sukhov et al.,
2019).

BII mMoxeT BKIIIOYaTh MEJICHHYIO BOJIHY ACHOJSAPU3ALUA U CONPOBOXKAAIOIIYIO €€
[I1-nonoousie cmaiiku. ['enepaunio BII B 3TOM ciydae cCOCTaBISIOT JBE TIPYIIIBI
MexaHnu3MoB. HauvanbHasi ObicTpast nenonsipusanusi u [1/l-nmomnoOHbIe crailku, BEpOSTHO,
ABJISIFOTCS  JIOKAJIBHBIMH  MOTEHUUATIAMU  JEHUCTBUS, BBI3BAaHHBIMHU JICTOJISIPU3ALUEH
MEJICHHON BOJIHBI, CJIEJOBATEIbHO, UX MEXAHU3M T€HEpalWu B LEJIOM COOTBETCTBYET
Mexanu3My reneparuu I1J] (Vodeneev et al., 2015; Sukhov et al., 2019). I'eneparus
MeJUIEHHOM BOJIHBI JETOIAPU3al[iK CBsI3aHa B OCHOBHOM C BpeMEHHOMN MHakThBarmeidn H' -
AT®da3pl nmna3mMaTU4ecKo MeMOpaHbI, 3aBUCUMOM OT TOBBIIMICHUSI BHYTPHUKIECTOYHOM
xoHuenTpauu Ca*’, kotopas omnocpenopana aktupanmeir ADK-3apucumbix (Demidchik,
2018; Marcec et al., 2019) unu mexanouyscTBuTenbHBIX (Monshausen, Haswell, 2013) Ca?*
kaHanoB (Stahlberg et al. 2006; Vodeneev et al., 2015; Szechynska-Hebda et al., 2017).

ITepemnaua BII cBsizana ¢ pacmpocTpaHeHHEM U3 00JaCTH JOKAJIBHOTO MOBPEKICHUS
TUAPABINYECKON BOJHBI W/MIUM XMMUYECKOTO CUTHAIa, B Ka4y€CTBE KOTOPOIro, BEPOSTHO,
BoicTynaloT AD®K (Vodeneev et al., 2015; Gilroy et al., 2016; Cho1 et al., 2016). B
COOTBETCTBHM C XMMHYECKOW THIIOTE30M JJIMTEIbHAS NEHOJISIpU3alvs — 3TO JIOKaJbHAs
AJIEKTpUYECKasi peakiivsi, BbI3BaHHAs OMNPEACIIEHHBIM XHWMHUYECKUM areHToOM (paHEeBbIM
BEILIECTBOM), KOTOPOE PACIPOCTPAHSIETCS U3 MOBPEKIEHHON 30HBI U AKTUBUPYET JUTAH/-

3aBUCHUMBIC Ca% KaHaJIbl. FI/II[paBJII/I‘-IeCKaSI TUIIoTe3a HIpPCAIojaaractT aKTHBAIIUIO
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MeXaHO4YyBCTBUTENbHEIX Ca’"  KkaHanmoB B  pe3yibTaTe pacIpPOCTPAHEHUS  BOJHBI
MOBBIIIEHHOT'O J1aBjeHUs U3 30HBI moBpexaeHus (Vodeneev et al., 2015; Sukhov et al.,
2019).

CyuiecTBylOT MOIU(DUIIMPOBAHHBIE BapUAHThl XUMHUUYECKOW U THUAPABIMYECKOMN
ruroTe3bl pacupoctpaneHuss BII: «ruapaBauueckas aucnepcus» — IEPEHOC PaHEBOTO
BEIIIECTBA B TTOTOKE MACChl BOJbI B KCHJIEME, BBI3BAHHOM THAPABINYECKOW BOJHOU B 30HE
JIOKaJIbHOTO TOBPEXIEHUS;, «TypOyneHTHas auddy3us» — pacnpocTpaHEHUE PAHEBOIO
BelllecTBa Oyiarofapsi HAIMYHUIO TypOYJIEHTHBIX MOTOKOB B KCHUJIEME, KOTOPBIE YCKOPSIOT
mupdy3uro B 3 — 4 paza (Vodeneev et al.,, 2015). JlanHble TUMOTE3BI SIBISIOTCS
KOMIIJIEKCHBIMH M TIPEJICTABIAIOT COOOM KOMOMHAIIMI0 XUMHUUYECKMX W THAPABINYECKHUX
MEXAaHU3MOB, B3aUMOJEHUCTBYIOIIUX NIPU pacnpocTpanenun BII.

CII — nnuTenbHas mepexoaHas THIEPIIOIsIpU3alnsa, KOTopas CBs3aHa C BPEMEHHOU
aktuBanueil H'-AT®a3m1 miasmMaruueckoil MemOpansl. B mexanusme renepanuu CII Takke
moryT npuauMath yuactue Ca?" u K* kanansl. CII sBageTcs caMOpacopOCTPaHSIOMMMCS
CUCTEMHBIM CHTHAJIOM W HE TMOJUYUHSETCS 3aKOHY «BCE WM HUYEr0», 3aBUCHUT OT
MHTEHCUBHOCTH U XapakTepa MepBOHAYAJIbHOrO CcTuUMyJa. Ero pacnpocTtpaHeHue
MPOMCXOJUT B amoriacTe Mocie JOKAIBHOTO MOBPEXKASHUS co cKkopocThio 0,8 — 1,7 Mm/c
(Zimmermann et al., 2009; Huber, Bauerle, 2016; Szechynska-Hebda et al., 2017; Sukhov
etal., 2019).

1.1.2. XuMu4ecKHe CUrHAJbI
XUMHAYECKHE CUTHAIBl UTPAIOT BAXXHYKO POJIb B OTBETHBIX PEAKIMUSAX HA CTpECC,
MMEIOT OYE€Hb Pa3HOOOPA3HYIO MPUPOAY U KaK CIEJCTBUE CIIOCOOHBI PACIPOCTPAHITHCS C
Pa3HBIMU CKOPOCTSIMU KaK Ha KOPOTKHUE, TaK U HA IOCTATOYHO OOJIBIITNE PACCTOSHUS.
Pacnpoctpansromuecs Ca®’ BOIHBI aKTHMBHO Y4YacTBYIOT B II€peJade CHUTHANIA O
JEUCTBUM CTpeccopa Ha OOJbIINE PACCTOSIHUS. B MOoKoe BHYTPUKIETOUHbIE KOHIIEHTPAIIUU
Ca*" oueHp HU3KME M COCTaBIAIOT okomo 100 HM. B OTBeT Ha IIMPOKHMH CHEKTP

a0MOTHMYECKUX U OMOTHYECKUX (PAKTOPOB TMPOUCXOAUT BPEMEHHOE YyBEIUYECHUE
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BHYTpUKIEeTOuHOM KoHueHTpamuu Ca®" (Choi et al., 2016). Konuenrpauus Ca** B kietke
U3MEHsETCs Oarojapsi HalIMYuI0 pa3Hoo00pa3HbIX Juranja-3aBucumeix (Demidchik, 2018;
Marcec et al., 2019) u mexanouyscteuTensHbX (Monshausen, Haswell, 2013) Ca?* kananos,
pacroyararouxcs Ha Mmia3MaTuueckoil U BHYTPEHHHX MeMOpaHaxX KJIETKH. XapaKTepHas
CKOpOCTb pacpocTpaHeHus cucreMHoro Ca’" curnana cocTaBiIseT HECKOIBKO COTEH MKM/C
(Choi et al., 2016; Huber, Bauerle, 2016; Shabala et al., 2016). Cucremuslii Ca*" curnan
IpeACTaBIsLeT co00l pacmpocTpansonyocs BonHy Ca?’, koTopas MOXKeT ObITh Pa3zHON
aMIUTUTYJbl ¥ BO3HUKATh OJIMH WJIM HECKOJIBKO pa3 ¢ pa3Hoil yacTtoToil. Takum oOGpa3zom
gopmupyerca Ca?* curmarypa, KkoTopas BMECTE C NPOCTPAHCTBEHHO-BPEMEHHBIM
MaTTepHOM OOecIeurBaeT nepeaayy uHdopManuu o AeicTByomeM ctumylie. Bocpusitue
Ca®" curnarypsl o0ecreunBaeTcs pa3IMYHBIMU JEKOIUPYIOLIUMU CEHCOPHBIMU OEIKaMH,
xkoTopelie  cBaseBaroT  Ca’',  mperepmeBaroT  KOH(GOPMALMOHHBIE U3MEHEHHS U
MOIUDUITUPYIOT CBOIO AKTUBHOCTh. B pacTeHUsIX N3BECTHO HECKOIBKO OCHOBHBIX KJIACCOB
takux Ca?" ceHcopos, kotopele BkmouaroT Ca?’-3aBucumble nporeunkunassl (CDPK),
kanbmonynun (CaM), kansbmopynuH-nogoonsie Oenku (CML), xkanpuuHeBpuH-B-
nogoOubie 0enku (CBL) u nmporennkuHasbl, B3aumozeictByomme ¢ CBL (CIPK). ITocne
nepeayu JEKOJUPOBAHHOIO CUTHAJIA PA3IMYHBIM MUIIEHSIM, pa3BUBACTCS CreU(UUHBIN
dbusnonorudyeckuii oTBeT (Shabala et al., 2016; Marcec et al., 2019).

JIOCTaTOYHO BBICOKYIO CKOPOCTH pacrpocTpanenus Ca* curnana Heibsst 00bACHUTE
muddy3ueil, 4To mpenanojaracT ydacTue MEXaHU3Ma yCWJeHUs curHaia. B mutepatype
MpeUiaraeTcsi MEXaHu3M KallbI[UH-UHIYIUPOBAHHOTO BhICBOOOXAeHUs Kanbius (CICR),
KOTOPBIN onocpenoBan paboToil AByxmopoBbix kaTuoHHbIX kKaHanoB (TPC) (Gilroy et al.,
2016; Choi et al., 2017). Taxxe ycunenue Ca?* curnama Bo3moxHO npu yuactuu ADK
(Gilroy et al., 2016; Choi et al., 2017; Marcec et al., 2019). Takum 006pa3oM MOSABISIETCS
BO3MOXXHOCTh B3aUMOJECHCTBUS PA3IUYHBIX TUIIOB XUMUYECKUX CUTHAJIOB.

A®K — BaxHbBIE CHUTHAJIbHBIE MOJIEKYJIbI, KOTOpBIE SIBISIOTCS aKTHUBHBIMU
y4aCTHUKaMU B Mepeade TUCTAaHIIMOHHOTO cTpeccoBoro curnana. McnonszoBanne ADOK B

Ka4CCTBC CUTHAJIBHBIX ITOCPCIHHUKOB MMECT HCCKOJIBKO IMPCUMYIICCTB. Knetkn paCTeHI/Iﬁ
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CIIOCOOHBI OBICTPO MPOAYLUPOBATH U yTHIM3UPOBATH pasznuuHbie Gopmbl ADK, Takum
oOpazom GpopMupyst KX BpeMEHHBIE U POCTpaHCTBEHHBIE cUTHATYphl (Marcec et al., 2019).
Taxxe ADK sBastOTCS peryisiTopaMy aKTUBHOCTHU PA3fIMYHBIX KATUOHHBIX M aHHMOHHBIX
KaHaJOB, pACMOJOXKEHHBIX Ha I[JJa3MaTUYECKOM M BHYTPEHHHX MeEMOpaHaX KIETKU
(Demidchik, 2018; Marcec et al., 2019). CnegoBatenpno A®K wmoryr BIusTh Ha
ANEKTPUUYECKYI0 aKTUBHOCTh pPACTUTEIbHBIX KJIETOK. [lokazaHa © BO3MOXHOCTb
pacnpoctpadenusi BoamH A®K Ha  OombInMe  pacCTOSHHS ~ KaKk  OBICTPOTO
CaMOMOIJIEP/KUBAIOIIETOCA CUTHAJA. 3apEeTUCTPUPOBAHHAS CKOPOCTh PACHPOCTPAHCHUS
takoro A®K-curnama cocraBmsuia 8,4 cm/mun (Miller et al., 2009). Boauer A®K
3apEeTUCTPUPOBAHBl B OTBET HA TaKUE pa3ApaKUTENIM KaK JIOKAJIbHOE TMOBPEKJICHUE,
M30BITOYHOE OCBeleHue, Xoyoa u TemioBoi crpecc (Choi et al., 2016). B Mexanusme
pacnpoctpanenuss BoiH A®K rmaBHeiM yuacTHukoM sBisiercss HAJI@H-okcupmaza —
CBSI3aHHBIA C MeMOpaHoU (epMEHT, KOTOPbIA MPOIYIUPYET B amoIuiacT CyNEepPOKCHUIHBIN
aHHOH, UCIIOJB3ys B KaduecTBe AoHOpa 31eKTpoHOB HAI®H. CynepokcuaHblil aHMOH 10
CBOCU MPUPOJIE SIBISETCS BBHICOKOPEAKTUBHOW M HECTAOWIIBHOM MOJEKYJIOM, U OH JI1OO
peakiueil CHOHTaHHOM TUCMYTAIlMU MEePEeXOAUT B Oosiee CTaOUIbHBIN MEPOKCU] BOJIOPOIa
(H202), nmubo naHHOE mpeBpalleHUuE KaTalu3upyeT CymnepokcuaaucMmyTtaza. bomee
JUIMTENBHBIN nepuon noiypacnaga H>O2 u ero cnocoOHOCTh JIETKO MPOHUKATH B KIIETKY
4yepe3 aKBanmopuHbl nNpeactaBistoT 3Ty hopmy ADK kak Hanbosiee BEpOSTHOIO yUaCTHUKA
JTYMCTAaHIIMOHHBIX cTpeccoBhIX curHaiaoB (Choi et al., 2016; Marcec et al., 2019). 13BecTHO,
yto HAJI®H-0okcuaa3bl pacTeHuid MOTYT OBITh aKTUBUPOBAHBI HETIOCPEJCTBEHHO 3a CUET
cesaspiBanmsa Ca’" mmm nocpenctsom docopunuposanus CDPK unn CIPK. Ca?* xanansl
Ia3MaTudeckoil MemOpansl, akTuBupyemMbie ADK, obecrieunBaloT MeXaHu3M, ¢ TOMOIIIBIO
kotoporo HAJI®H-okcuaasa 3amyckaeT JajdbHEHIIYI0 COOCTBEHHYIO aKTHBALUIO, TAKUM
o0pa3zoM obOecreunBaeTcsl paclpoCcTpaHeHUE caMoroaaepkuBaromieicss Boaabl ADK nHa
3HaunTenbHbIe paccTosiHus (Chot et al., 2016; Gilroy et al., 2016; Choi et al., 2017).

B noanepxxanun nepegaun Boaubl ADK moryT urpats posb ¢pochonumnaza D (PLD)

u pocdaTuaHas KUCIOTa, y4acTUE KOTOPBIX OJJHO3HAYHO €11I€ He JoKa3aHo. M3BecTHO, 4TO
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aktuBHOCTh HA JIOH-0KCcHaa361 MOXKET perynupoBaThes hochaTuaHON KUCTOTOM, KOTOpas
ABIISETCSA IPOAYKTOM peakuun katanusupyemoit PLD. Ipu stom cama PLD pa6oraer Ca?'-
3aBUCUMBIM OOpa3zoM. BzaumoneiictBue Qocdarunnoit kucnorel ¢ HAJIDH-okcuaazoi
MOJYJIUPYET €€ aKTUBHOCTh U TEM CAMBIM MOXET U3MEHSTh Mepe/iauy CUrHaja ¢ y4acTUEM
A®K (Chot et al., 2016). Kpome Toro, PLD y4yacTByeT U B IpOyKIIUN CBOOOIHBIX KHUPHBIX
kuciot (Ryu, Wang, 1996; Wang et al., 2000), koTopble SIBISIOTCA CyOCTPAaTOM JJIsl CHHTE3a
xacMoHOoBoU KucnoThl (PKK), olHOro M3 BaXKHBIX CTPECCOBBIX TOPMOHOB pacTeHuil. Tem
campiMm Ca?' obecnieumBaeT He TOJBKO MEXaHM3M Hojuep:kaHus BoiaHbl ADPK, HO u
y4acTBYET B PETYJSILIUKM MPOIYKIIMU CTPECCOBBIX (huToropmoHoB. B cBoro ouepenpr ADK
obecnieunBaT noauep:kanue BonHel Ca’’, U, clemoBaTenbHO, TaKkKe MOTYT HPHHHMATH
y4acTue B PEryJIsSIlIUU CUHTE3a TOPMOHOB.

[lepenaya curHasioB ¢ yyactueMm (PUTOTOPMOHOB HEOOXOAMMa Kak JUIsl MPOIECCOB,
oOecrnieunBalONINX pa3BUTHE PACTEHUM, Tak M JJs aJantaiud K OWOTUYECKUM U
abuotnueckuMm crtpeccam. DOUTOrOPMOHBI — 3TO OOMIMpHAsE TpyIIa HHIOTEHHBIX
perynaropoB (U3MOJIOTHYECKUX MPOIIECCOB Y PACTEHUU, YaCTh KOTOPBIX OTHOCAT K
POCTOBBIM BEILIECTBAM, a JIPyTHE SIBISIOTCSA CTPECCOBBIMU (PUTOrOpMOHAMU. PacTutenbHbie
TOPMOHBI BKJIFOUAIOT CJIEAYIOIINE KJIACChI: ayKCUHBI, IUTOKUHUHBI, THOOEPEITUHBI, STUJICH,
abcuuzoByto  kucinory  (ABK), xacmonatel, camumuioByto — kuciory — (CK),
OpacCUHOCTEPOUIBI U CTPUTOIAKTOHKI. [lepedriciieHHbIe TOPMOHBI CUIIBHO PAa3IuYaroTCs Mo
CBOEH XMMHUYECKOW CTPYKTYpe, UTO OTpa)xkaeTcs Ha Crmoco0ax MX TPAHCIOPTUPOBKH Ha
OMmKHUE W JalbHHe paccTosiHUs. OCHOBHBIMH MyTSIMU TpaHCHopTa (UTOTOPMOHOB B
pacTeHHH SBIIAETCS MPOBOAsAIIAs cucTema: kcuiema u guosma (Xia et al., 2015; Shabala et
al., 2016; Zhao et al., 2021). BoabIIMHCTBO TOPMOHOB, BEPOSTHO, 3a HMCKIIOYECHHEM
OpacCUHOCTEPOUIOB, IMEPEMEIIAIOTCS MO KCHWJIEME B BHJIE CHUTHAJIOB «KOPEHB-MOOEr».
Hanpumep, HEKOTOpbIE TpaHC-3€aTHH-TOI00HBIE IMTOKUHUHBI, CHHTE3UPYEMbIE B KOPHE,
ObLIM OOHAPYKEHBI B KCUJIEMHOM coke. VX TpaHCTOpT U3 KOPHSI B MOOETH KOHTPOJIUPOBAJICS
CUTHAJIOM camMoro moOera, poCT KOTOPOTO pETyJUpPYIOT LUTOKMHUHBL. HampoTus,

OUTOKHMHHMHBI U30IICHTCHUIIOBOT'O THIIA ObLIH O6H3py>KCHBI B COKC (1)J'IO'3MBI ", BCPOATHO,
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JNEUCTBYIOT KakK CHUTHaJIbI OT mobOera k kopHio (Shabala et al., 2016). ABK wmoxer
TpaHCIOPTUpOBaThes Kak 1o kcuieme (Hartung et al., 2002), tak u o dgyiosme (Kudoyarova
et al., 2011). lns nepenaun curnana o 3acyxe ABK u konwtorarst ABK nepemernatorcs mno
KCWJIeMe OT KOpHsI K mobery mist peryisiiuu padotsl ycteull (Kudoyarova et al., 2015;
Shabala et al., 2016; Zhao et al., 2021). B kcuneMHOM coke 0OHAPY>KEHBI U CTPUTOJIAKTOHHI,
KOTOpBbI€ PEryJUpPYIOT BETBJICHUWE IMOOEroB, pa3BUTUE KOpPHEH, CHUMOHOTHUYECKHUE
B3aMMO/JICUCTBUS, PEAKIMIO HA MATOTEHBI, IPU STOM OHU TPAHCHOPTUPYIOTCS OT KOPHS K
nooery. DTuieH, ra3000pa3Hblii TOPMOH, MOXKET PACIPOCTPAHITHLCSA KaK CUTHAJ Ha OOJbIINe
paccrosinus. B KCUJIEMHOM COKE €ro MPEAIIeCTBEHHUK MOXET MepelaBaThCs OT KOpHEN K
noberamM Kak OTBETHBIM CUTHANI Ha 3acyXy. [ MOOepesinHbl, y4acTBYIOIIUE B YUIMHEHUU
MOOEroB, TaKXKe MOTYT MEePEaBaThCsl KCUIIEMOM KaK CUTHAJIBI MEKTy KOPHSIMU U 1oOeraMmu
(Xia et al., 2015; Shabala et al., 2016; Zhao et al., 2021).

['OopMOHBI U3 TPYNIIBI )KACMOHATOB SIBJSIOTCSI BAXXHBIMU MTOCPEAHUKAMH PEaKIUU Ha
noBpexaeHue. Mx TpaHCIOpPT B pacTeHUM 3aBUCUT OT XUMHUUYECKOW CTPyKTyphl. Tak,
npousBogHor KK u OumoaktuBHOM (OpMOIl TOpMOHA CpeAu >KAaCMOHATOB SIBJISIETCS
wacMoHu-u3onennd (OKK-uie), KoTopelil CBSI3bIBa€TCS C PEUENTOPOM U 3allyCKaeT
IKCIIpeCCHIo kacMoHaT-3aBucUMBIX TeHOB (Fonseca et al., 2009; Acosta, Farmer, 2010;
Wasternack, Hause, 2013). Ilepenaua curnanos c yuactueM KK/ KK-une Ha xoporkue
pacCTOsSIHUSI OCYIIECTBIsIETCA 4depe3 amoryact u ¢iosMmy. Takke BO3MOXKHaA mepenaya
’KACMOHATHOT'0 CUTHAJIa Ha JalibHUE paccTosaHus. [Ipex e Bcero Takas rnepeaaya BO3MOXKHA
Oylarogapsi CylieCTBOBaHUIO JETyder (hOpMBI )KaCMOHATOB — METHIKacMoHaTa. OH MOXeET
pacrpocTpaHsATbesl MyTEM BO3AYyMIHOW Aud@dy3un Ha OTHANEHHBIE JIUCThS U COCEIIHUE
pacTeHusi, JIETKO MPOHHMKATh 4Yepe3 KIETOYHYI0 MeMOpaHy M HHIYIUPOBaTh OTBETHHIC
peakiuu (Ruan et al., 2019). Ilepegaua xacMOHAaTOB MO COCYAMCTBHIM Iy4YKaMm, Kak IO
(dbnodme, Tak U MO KCUJIEME, B KaueCTBE CUTHaja Ha OOJIbIINE PACCTOSHUS TAKKE HUMEET
MecTo (Shabala et al., 2016; Ruan et al., 2019). HekoTopsie ucciaeoBaHus Takxke MoKa3alu,
YTO KaCMOHATBI HE TPOCTO TPAHCIIOPTUPYIOTCSA MO MPOBOIAIIUM ITyYKaM, HO UX TPAHCIIOPT

conpoBosxkaercs pecunre3om XKK. Jlokanuzanus paznuunbix pepmeHToB Onocunresa KK
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Obl1a 0OHApY’KEeHA B KOMILUIEKCE KJIETOK-CIYTHUI] U CUTOBUJIHBIX 3JIEMEHTOB COCYAMCTHIX
nyudkoB (Ruan et al., 2019).

CK sBnsieTcsi BaKHBIM PETYJIATOPOM YCTOMUYMBOCTH KO MHOTHUM maToreHam. beuio
nokasano, uto CK B cBoell MeTuIMpoBaHHON (popmMe, MEeTHIICATUITAIIATE, TIEPEMEIIIACTCS OT
KOpHEW K moOeram, 4ToObl KOHTPOJMPOBATh HHAYKIUIO CHCTEMHON HNpHOOpPETEHHOU
yCTOMYMBOCTU Ha OoJbioM pacctossuud (Xia et al., 2015; Choi et al., 2016; Shabala et al.,
2016; Zhao et al., 2021).

TpancnopT aykcuHa OT MOOEroB K KOPHSM HEOOXOAMM JIsi pa3BUTUS OOKOBBIX
KopHei. OCHOBHOM cI0cO0 TpaHCHOPTa AYKCMHOB — aKTUBHBIN MOJSPHBIN MEKKIETOUHBIN
TpaHCIOpT co ckopocThio 1 — 5 mkm/c (Xia et al., 2015; Choi et al., 2016), BO3MOXXHO
nepeMelieHrne aykcuna u no ¢paoiame co ckopoctbio 14 — 50 mxm/c (Shabala et al., 2016). B
11€JI0M, TPAHCIIOPT (PUTOrOPMOHOB GOJIee MEJIEHHEIH, YeM pacnpocTpanenue BoaH Ca?t n
A®K u nepenaua snekrpuueckux curaanoB (Huber, Bauerle, 2016; Shabala et al., 2016).

XUMUYECKUMU CUTHAJIaMU Hapsay C TOPMOHAMU MOTYT BBICTYIATh pa3JIMYHbIC
JeTy4yre BeIeCTBa, MENTU[bI, aCCHMHWIATHI U caxapa, KOTOpPhIE TakKKe YYacTBYIOT B
KOOPAMHAIIUU POCTA, Pa3BUTHUS U (PU3UOJIOTUUECKUX PEAKIINM Ha TIEMCTBUE CTPECCOB.

Jletyune coenuHeHUss OOCYXXIAIOTCA B JIUTEpAaType KaK CUCTEMHBIM CHTHAII Ha
OOJIbIIINE PACCTOSIHUSL KaK MEXIY PACTECHUSMH, TaK M MEXIY pa3MYHbIMU OpraHaMu
oHOTO pacTteHus. JleTyurne coeMHEeHHs BBIACISIOTCS B OTBET HA MATOT€HBl U HamaJeHue
TPaBOSAJIHBIX HAaceKOMbIX. OHM MOTYT BBI3bIBATh CHUCTEMHbBIC 3alUTHHIE PEAKIMU B
OT/IAJICHHBIX YaCTSIX PACTCHHUI B TEUCHHE HECKOIBKUX YaCOB MOCJIE€ HAMACHUSI HACEKOMBIX.
Nx xumuyeckoe pazHooOpa3ue 04eHb BEIUKO, KaK U UX CIOCOO AEHCTBUS, U OHU UTPAIOT
BaXXHYIO poJib B 3anute pacteHuid (Huber et al., 2016; Erb, Reymond, 2019).

[lepBbIM UIEHTU(HUIMPOBAHHBIM CUTHAJIBHBIM MENTUOM PACTEHUN ObLT CUCTEMUH,
UHIYIUPYEMBIN TOBpPEKAAIOMUMHI BO3JEUCTBUAMU. CHUCTEMUH PETYyJIUPYET 3alllUTHbHIC
peakIuu pacTeHHil MyTEM peryJsiuu CHUHTe3a HHTruOuTOopa mnpoteasbl. [lozxe ObuH
UJEHTUPUIMPOBAHBI U JAPYTU€ Majble CUTHAIbHBIE MENTHIbl, KOTOPHIE KOHTPOJIUPYIOT

Pa3IMYHBIC IIPOLECCCHI PA3BUTHUA paCTeHHﬁI Hponn(bepauml Hn ACJICHHUC KIICTOK, JCXKAaIluc B
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OCHOBE pOCTa pacTeHui, mnojAep:kaHue (YHKIUOHUPOBAHUS MEPUCTEM, PETyJISIus
OTUIOJJOTBOPEHUSI U 00pa30BaHUsl MbUIbI[BI, TPABUTPONU3M, Pa3BUTHE OOKOBBIX KOpHEU U
KOPHEBBIX BOJIOCKOB, MPOBOSIIEH CUCTEMBbI. BOJBIIMHCTBO MajbIX MENTHAOB JIEUCTBYIOT
Ha KOPOTKHX PACCTOSHUSAX JUISl PETYJSIIUUA TPOIECCOB Pa3BUTHUS, HO TaKXKE €CTh
CBUJIETEJILCTBA TOTO, YTO HEKOTOPHIE U3 HUX MOTYT y4acTBOBaTh B Mepe/iaue CUTHAIOB OT
KOpHEH K mo0Oeram Ha OoJibIlIe paccTOosHUSA. [[Ba Kitacca CUTHAJIBHBIX MENTHIOB, KOTOPHIS
PEryJIMpyIOT YCBOCHHUE a30Ta PACTEHUSIMU, MOT'YT MEepeMeNIaThCs Ha OOIbIITNE PACCTOSHUSI.
[lepBblii KJacc BKJIIOYAET OMNpeeTeHHbIe MOATUIBI mentuaoB 0000Beix — CLAVATA
(CLV) / EMBRYO SURROUNDING REGION (ESR)-RELATED PROTEIN, koTtopslie
creuu(pUYECKr KOHTPOJUPYIOT KOJUYECTBO KOPHEBBIX KIyOEHBKOB, BTOpPOH KJjacc
BkimouyaeT C-TERMINALLY ENCODED PEPTIDE, koTopble KOHTPOJMPYIOT MEpenavy
CUTHAJIOB 0 MOTpeOHOCTH B a30Te y apadunoncuca (Shabala et al., 2016; Vega-Muioz et al.,
2020).

Ponp caxapoB v aCCUMHIISITOB KaK IUCTAHIIMOHHBIX CUTHAIBHBIX MOJIEKYJ PacTEHUMN
TaKke OMKcaHa B JUTepaType. Y BBICHIMX PACTEHHI caxaposa sBIsETCs MpeoOagaroliei
dbopmoOil acCUMMIIATOB, KOTOpas IMepemeniaercs mo ¢aodMe OT (HOTOCUHTETHUYECKU
AKTUBHBIX JINCTHEB K aKIENTOPHBIM OpraHaM, BKJIO4asi pa3BuBaroniuecs kopau. Caxaposa,
oOpa3oBaBIasicsi B pe3ysibTaTe (POTOCHHTE3a B CEMSJIONSAX CIYXKUT AUCTAHIIMOHHBIM
CUTHAJIOM, KOTOPBIM MHUIIMUPYET MEPBUUHOE YIJIMHEHUE KOPHS MPU MPOPACTAHUU CEMSH,
KOrJJa Ha HAYaJIbHOM CTaAuu MPOUCXOAUT OBICTPOE YMAJIUHEHUE THUMOKOTUIIEH C
nojaBieHUEeM pocTta KopHel. Taxkxke caxaposa ObuUia HACHTU(UIIMPOBaHA Kak CUTHA,
perynupylomuii  oopazoBaHue OOKOBbIX KOpHeWl y apabuponcuca. CyliecTByeTr H
MHOECTBO APYTUX MPUMEPOB, KOT/1a aCCUMIIISITHI UTPAIOT POJIb TUCTAHIIMOHHOTO CUTHATIA,
JIEUCTBYSI COBMECTHO C IPYTMMH CUTHAJIbHBIMH MOJIEKYJIaMU JJI peain3aliuy PorpaMMbl
pazButus win ¢opmupoBanus agantauuu (Kudoyarova et al., 2015; Choi et al., 2016;
Shabala et al., 2016).

CucteMHbIe U3MEHEHUSI KOHIIEHTPALIMK PA3JIMYHBIX CUTHAJIBHBIX MOJIEKYJ, KOTOpPbIE

MPOUCXOJIAT HA OOJBIIOM PACCTOSHUU OT 30HBI IEUCTBUS CTPECCOBOTO (haKTOpa, HA TAHHBIN
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MOMEHT SBJISIIOTCS 00JACThI0 MHTEHCUBHBIX HcchenoBanuil. [IpogomkaeTcss MOUCK OTBETA
Ha BOIpPOC, SBJISETCA JU TPAHCHOPT CHUTHAJIBHOM MOJIEKYJIBl CaMOCTOSITENbHBIM,
JEUCTBUTENBHO JIM CUTHAIBHOE COCIMHEHUE TIEPEMENTAETCA MEKTYy pa3TMYHbIMU OpraHaMu
Y TKaHSMU PACTCHUI, UM YBEJIIMUYECHHUE €r0 KOHIICHTPAIMU B CUCTEMHBIX TKAHSX SBJISIETCS
CJIE/ICTBUEM €T0 CUHTE3a B OTBET Ha PACIPOCTPAHEHUE JPYTOro NUCTAHIIMOHHOTO CUTHAIA.
Pemnienrie 7aHHOTO BOMpOCa B OCOOCHHOCTH aKTyaJbHO JUIsi TOPMOHAIILHOW CHCTEMBI, TakK
KaK CYIIECTBYIOT MPOTUBOPEYUS B JOCTATOUHO MEJICHHBIX CKOPOCTSIX TpPaHCIOpPTa
(bUTOTOPMOHOB U OBICTPHIM H3MEHEHHUEM HX KOHIEHTpAlMM Ha OOJBIIUX PACCTOSTHUSAX
(Glauser et al., 2008; Koo et al., 2009). CymectByetr npeanonoxenue (Choi et al., 2016),
YTO CHUCTEMHBIE W3MEHEHUs YypOBHS (UTOTOPMOHOB HE SABIISIIOTCS  CIIEICTBUEM
HEMOCPEJCTBEHHOTO TPAHCHOPTa TOPMOHOB, a OMOCPEJAOBAH PACIPOCTPAHEHUEM JPYTrOro
OBICTPOrO CHI'HAJIA, TAKOTO Kak dyeKTpuueckuii u/unm Bonusl Ca?* u AOK. Kak Tonbko 51u
OBICTpPbIE CUTHAJIBI JOCTUTAIOT CUCTEMHBIX TKaHEW, OHU 3aIyCKaloT TaM CUHTE3 TOPMOHOB,
KOTOphIE B CBOIO OYE€pelhb HMHAYLHUPYIOT CUCTEMHBIM oTBeT. MccienoBanue BIUSHUS
ANEKTPUYECKUX CUTHAJIOB HA CUCTEMHOE U3MEHEHHUE CO/Iep>KaHusl (PUTOrOPMOHOB TpeOyeT
NOAPOOHOTO0  M3YYEHHS]  MPOCTPAHCTBEHHO-BPEMEHHOW  JUHAMHKA TOPMOHOB B
Hepa3ApaKEHHBIX YACTAX PACTEHUsI NMPHU ACHCTBHUM JIOKAJTBHOTO Pa3JApaKUTEIs, a TaKxkKe
M3YyUYECHHE BO3MOXKHBIX MEXAaHHU3MOB HWHIYKIHMH HW3MEHEHHI KOHIEHTpAlluii TOPMOHOB
ANEKTPUYECKUMU CUTHaIamMu. PaccMoTpeHue NaHHBIX JUTEpaTypbl MO 3THUM BOMpPOCaAM

MIPUBOJIUTCS B CIEAYIONINX pa3jenax.

1.2. BaiusiHue 3JIeKTPHYECKHUX CUTHAJIOB HA CHCTEMHOE U3MEHEHUE CO/IePKAHMS
(¢puToropmonosn
1.2.1. lunamuka ¢GUTOrOPpMOHOB IPHU AeCTBHH JIOKAJIBHBIX Pa3ApasKuTeiel
JlokanbHbIE pa3ApaXUTENd BBI3BIBAIOT W3MEHEHUE COJIEPKAHUS CTPECCOBBIX
(bUTOrOPMOHOB B HEPA3APAKEHHBIX YACTAX PACTEHUS HA 3HAUYUTEILHOM YJIaJIEHUU OT 30HbI
JOKAIbHON CTUMYISUMU. OCHOBHBIMHM JIOKAJIBHBIMU Pa3gpaXUTEISIMU, I KOTOPBIX

3apCTUCTPHUPOBAHO UIBMCHCHHEC COACPIKAHUA (1)I/ITOF0pMOHOB, SABJIAIOTCS TCIIJIOBBIC CTUMYJIbI
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(0KOT M HarpeB), MEXaHNYECKOE TTOBPEKICHHUE U TTOBPEKACHNE TPABOSTHBIMHU )KUBOTHBIMH.
N3meHenus: KOHIIEHTpaIuu (GUTOTOPMOHOB B CUCTEMHBIX TKAaHSIX PETUCTPUPYIOT KaK yepes
HECKOJIbKO MUHYT (M JaKe JECATKOB CEKyHJ) MOCJe JACHCTBUS CTUMYJa, TaK U Ha Oolee
JUTUTEIIbHBIX BPEMEHHBIX IPOMEKYTKAX, OT IECATKOB MUHYT JI0 HECKOJIbKUX YaCOB U CYTOK.
Cpenu cTpecCcoBBIX (PUTOTOPMOHOB OocTaHOBHMCS Ha paccmoTpennu nuHamuku ABK, CK u
xacMoHaToB. [0 AaHHBIM JUTEpPAaTypbl HA OCHOBE CPEOHUX 3HAYEHUW KOHUEHTPAIUU
(bUTOTOPMOHOB B HEpa3IPAXKEHHBIX TKAHIX PACTCHUHN MIPU AEHUCTBUM JIOKAJIIBHBIX CTUMYJIOB

osutn mocTpoeHbl kpuBbie fuHaMuku ABK, CK XK u XK-une (puc. 1).

a _ 100 - 6 _ 100 1
= =
% 80 T % 80 -
< 60 A Z 60 -
= =
= S
S 40 1 E‘ 40 -
=
o= 2
2 20 A = 20 -
: 2
§ 0 1 1 1 1 1 1 O 1 1 1 1 1 1
0 30 60 90 120 150 180 0 30 60 90 120 150 180
Bpemsi, mun Bpemsi, mun
B _ 100 r _ 100 -
B X
2 80 g 80 A
S D
= 60 £ 60 -
5 =
2 40 1 g 40
= g
L
= 20 L £ 20 A
= x )
S = T
M 0 T T T T T 1 5 0 T T T T T T 1
0 30 60 90 120 150 180 0 30 60 90 120 150 180
Bpems, mun Bpems, mun

Pucynok 1. JIluHamuka koHueHTpanuu adcim3oBoii kucinotel (ABK) (a), canummnosoii kucnotsl (CK) (0),
wacMoHoBoi kucnotsel (KK) (B), sxacMonumi-uzoneinnna (KK-une) (r), MHAyUHpOBaHHASL JTOKAJIbHBIM
pa3ipaXuTeNeM, B CUCTEMHBIX TKAHSAX PACTEHUN; MOMEHT CTUMYJISIIUU COOTBETCTBYET TOouke 0 MUH;
KOHIIGHTpallKs MPUBEICHA B MPOLEHTaX OT MakcuManbHOro 3HaueHus (100%) nis Kaxaoro ropMoHa;
CCBUJIKY Ha IMyOJIMKAIINK TTPUBEACHBI B TEKCTE
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Hanbonee Xopomio U3y4YeHHBIMHM TOPMOHAaMU TIpU JACHUCTBUM  JIOKAJIBHBIX
pazapakuTeNIen ABIISIOTCS )KacCMOHATHL. VX mrHamMuKa Uccie0BaHa B ITUPOKOM BPEMEHHOM
JMarna3oHe OT JECATKOB CEKYHJ 1O HECKOJbKHUX 4YacoB. YBEJIMYEHUE KOHIICHTpaIuu
KACMOHATOB B CUCTEMHBIX TKaHSX 3apErUCTPUPOBAHO yxe uepe3 0,7 — 5 MUH B pacTEHUAX
apabugornicuca npu JokaabHOM paszapaxkenuu (Glauser et al., 2008; Koo et al., 2009;
Chauvin et al., 2013; Devireddy et al., 2018; Zandalinas et al., 2020). [Ipu uccinenoBanuu
COJIEp>KaHMsI KAaCMOHATOB B TEPBBIE HECKOJIBKO JIECSITKOB MHUHYT IOCIE CTUMYJISIIUH,
MakcumyM KoHueHTpauuu JKK u )KK-une o0p1vHO HaxoAUTCS BO BpEMEHHOM JIMAIIa30HE OT
10 mo 30 mun (Suza, Staswick, 2008; Koo et al., 2009; Sato el al., 2009; Sato et al., 2011;
Matsuura et al., 2012). Ilocne goctuxkenus makcumyma konueHtpauuu KK u JKK-une
MOCTENEHHO CHIXKAIOTCA K UCXOJIHOMY YPOBHIO JI0 pa3ApakeHUs, B HEKOTOPBIX CIydasx uX
KOHIICHTPAITUS MOXET OCTaBaThCSl OTHOCHUTEIHHO BBICOKOM JIMTEIBHOE BpPEMS CBBIIIE
Heckoapkux vacoB (Glauser et al., 2008; Sato el al., 2009). B nenom, ansa XKK-ume mo
cpaBHeHuro ¢ JKK xapakTtepHo Oosiee OTrpaHMYEHHOE BO BPEMEHH IIOBBIIICHHE
KOHIIEHTpAIUU: OBICTPOE NOCTHKEHHUE MAaKCUMyMa M JIOCTaTOYHO OBICTPOE CHUXKEHHE K
HCXOJHOMY YPOBHIO, MPHU 3TOM TMoOBbIIeHHas KoHueHTpamus KK MoxkeT coxpaHsSThes
HECKOJIBKO JOJIBIIIE.

KonreHTpauy »)acMOHAaTOB B COCTOSSHUM OY€Hb HU3KHE M OOBIYHO COCTAaBIISIIOT
~0,01 — 10 ur/r ceipoit maccsl (Koo et al., 2009; Heyer et al., 2018; Zandalinas et al., 2020).
KonuuecTBeHHbIE U3MEHEHUSI TIPU CTPECCE MOTYT 3aBUCETh OT BHUJA PACTEHUS U MPUPOJIbI
JoKampHOTO pazapaxurens (Zandalinas et al.,, 2020), HO B menoM s KacCMOHATOB
XapaKTepPHbI 3HAYUTEIbHbIC U3MEHEHUS UX COJIEP KaHUs: JTOKAIbHAs CTUMYJISIIHS BbI3bIBAET
oT 10-kpatHOro 10 100-KpaTHOTO yBENMYEHUSI KOHIIEHTPALIMU KACMOHATOB B CHUCTEMHBIX
tkausax (Hlavackova et al., 2006; Wang et al., 2008; Koo et al., 2009; Sato et al., 2011;
Hlavinka et al., 2012; Zandalinas et al., 2020).

Hns nunamukun ABK B nuteparype mpencTaBieHbl JOCTATOUYHO MPOTUBOPEUUBHIC
cBeaeHus. VIMeIoTCs maHHBIe, YTO MaKCHMalbHBIX 3HaueHUN KoHueHTpaius ABK moxer

JNOCTUTATh 32 IOCTATOYHO KOPOTKHE BPEMEHHBIE TPOMEKYTKU — yepe3 10 — 15 mun nmocne
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ctumyisinuu (Hlavackova et al., 2006; Suzuki et al., 2013; Devireddy et al., 2018), B T0 *ke

BpeMms coaepxkanne ABK MoXeT u He U3MEHSThCs MOcie ASHCTBHS JOKaJIbHOIO OXKOra B
pactenusix Tomara (Hlavinka et al., 2012) u stumens (Paulman et al., 2018), u maxe
CHUKAThCSl TI0 CPAaBHEHUIO C YPOBHEM [0 pa3fpa)xKeHus cinycTs | 4 mocie JOKaIbHOIo
MEXaHMUYECKOTO MOBpeXAeHUs B pacTeHusix apadbunoncuca (Heyer et al., 2018). Maunbiii
00BbEM HKCHEPUMEHTANBHBIX JAHHBIX [0 MCCIEIOBAHUIO CUCTEMHOro cozepxkanusi ABK
MOCJ€ JIOKAIBHOTO pa3fpa)XeHUs HE IMO3BOJISET CAENaTh OJHO3HAYHOTO 3aKIIOUYEHUS O
XapakTepHbIX BpeMeHax u3MeHeHHil ypoBHs ADBK. Bo3moXkHO, M MOJHOW KapTHUHBI
nuHamuku conepxkanuss ABK HeoOxoaumo uccienoBaTh 0ojiee JIUTEIbHBIE BPEMEHHbIE
UHTEepBaJbl. Tak, B pacTEHUAX ToMmaTra d4epe3 6 Y TOocCie JOKAJIbHOTO pa3apakeHus
koHneHTpaiuss ABK mocTtoBepHo Bo3pacTtana B HepazapaxkE€HHbIX TKansx (Herde et al.,
1999). OnHako B TaHHOM HCCIIEIOBAHUU 3TO €AMHCTBEHHAs BPEMEHHAsi TOUKA, UTO TaK¥Ke
HE MO3BOJISIET IOCTOBEPHO CYJAUThH O XapaKTEpPe BPEMEHHBIX U3MEHEHHUI.

Conepxxanue ABK B cOCTOSIHUY MOKOSI B pa3IMYHbIX BHUJIAX PACTCHUN HAXOJUTCS B
nuamna3zone oT ~10 go ~80 Hr/r ceipoit Maccel (Herde et al., 1999; Hlavackova et al., 2006;
Pan et al., 2008; Krausko et al., 2017; Heyer et al., 2018). Cucremuo konnentpanus ABK
yBenM4uBaeTcsa B ~1,2 — 3 pa3za mpu JEUCTBUM PA3JIMYHBIX JIOKAIBHBIX Pa3ApakKUTEIEH
(Herde et al., 1999; Hlavackova et al., 2006; Suzuki et al., 2013; Devireddy et al., 2018).

[To nunamrike CK B CHCTEMHBIX TKaHSX MPH JOKATBLHOM pa3/IpaXEHUU B JIUTEPAType
MMEIOTCA OYEHb OrpaHnyeHHbIe cBefieHus. B nienom nunamuka CK B pa3nuuHbix 00beKTaxX
HCCIIEIOBAaHA Ha BpeMEHHOM uHTepBasie A0 60 muH. Makcumym koHueHtpanuu CK mo
HEKOTOPBIM JIaHHBIM COOTBETCTBYET BpPEMEHHOM Touke 10 MUH TmOcCie pa3apakeHus
(Devireddy et al., 2018; Zandalinas et al., 2020). ITo qpyrum nanasiM kontreHTpaius CK He
M3MEHSETCS Ha UCCIEJOBAHHOM BPEMEHHOM IMPOMEXYTKE MOCJIE HAHECEHUs CTUMYJa B
ynanéuueix nucthsax (HlavaCkova et al., 2006; Heyer et al., 2018). Takum oOpazom,
xapakrtep nuHaMukd CK mpu JelCTBHM JOKAIBHBIX pa3ApakuTeNed Ha JaHHBII MOMEHT
OCTa€TCs OTKPBITBIM BoOMpocoM. HeoOxoAaumMmbl ucCCIENOBaHUS CUCTEMHBIX H3MEHEHUU

koHieHTpaiuu CK B pa3nuyHbIX BPEMEHHBIX TOYKaX Ha OJHOM OOBEKTE, B OCOOEHHOCTHU
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perucTpanus I10JAroBpEMEHHBIX U3MEeHEHU coaepkanust CK npu JT0KalIbHON CTUMYIISILINH,
KOTOpPBI€ Ha TAHHBIN MOMEHT OTCYTCTBYIOT [0 UMEIOIITUMCSI CBEJICHUSIM.

Konnenrpamuu CK B cOCTOSHNY MOKOS B pa3IWYHbIX BUAAX PACTECHUN BAPbUPYIOT B
JOCTATOYHO MIUPOKOM auarnazone ot ~10 go ~150 Hr/r ceipoit maccel (Hlavackova et al.,
2006; Pan et al., 2008; Krausko et al., 2017; Heyer et al., 2018; Zandalinas et al., 2020).
Cucremno konuentpauuss CK Bospactaer B ~2 — 3 pa3za Opu OEUCTBUM Pa3IMYHBIX

nokanbHbIX pazapaxuteneit (Devireddy et al., 2018; Zandalinas et al., 2020).

1.2.2. MexaHu3Mbl HHAYKIMHA U3MEHEHUI KOHUECHTPAUUil GUTOrOPMOHOB
IEKTPUYECKMMHU CUTHAJIAMU

B psane pabdor (Koo et al., 2009; Mousavi et al.,, 2013; Farmer et al., 2020)
BBICKA3bIBACTCS TMPEANOJIOKEHHE O TOM, YTO CHCTEMHOE H3MEHEHHE COJIepKaHus
(bUTOTOPMOHOB TP JEUCTBUU JIOKAJTILHOTO Pa3/IpaXUTENsl PETYIUPYETCS ANEKTPUUECKUMU
CUTHaJaMH, KOTOPbIE PACIPOCTPAHSIOTCS OT MeCTa pa3fpakeHus B yAal€HHbIE 00JacTh
pactenusi. Takas perynsiusi MOXKET OCYIIECTBISITbCA YEpPe3 M3MEHEHHE KOHIEHTpalUi
noHoB u ADK, KOTOpoe COMPOBOXKIAET T'CHEPAIIMIO0 M PACTIPOCTPAHEHHUE DJIEKTPUUECCKUX
CHTHAJIOB, OAPOOHO onucanHoe B paszene 1.1.1. Oco6oe MecTo mpuHamnexuT Ca’" kak
AKTUBHOMY TMOCPEHUKY B CTPECCOBOM CHUTHAIW3allMU, U3BECTHOMY CBOUM Yy4YacTHEM B
reHepalliid »IEKTPUYECKHX CUTHAJIoB M pacnpocTpanenun Ca’* BomH. W3meHeHue
xoHueHTpauu Ca’" npu crpecce MOKeT OKa3bpIBaTh BIAMSHHME HAa U3MEHEHHE COJEpP/KaHUS
(UTOTOPMOHOB MYTEM PETYJSLUM UX MeTaboquueckux mnyteil. Perynsius OuocuHTe3a
MOXET MPOUCXOAUTH HAa HECKOJIBKUX YPOBHSIX, BKIIIOYAsl TPAHCKPHUIILIMIO U TPAHCIALINIO, a
TaKKe KaTAIUTHYECKYIO aKTUBHOCTH ()EPMEHTOB B OMOCUHTETUYECKOM MYTH.

B nureparype mnpuBOASATCS CBEICHHUS, KOTOPHIE CBUAECTEIHCTBYIOT O BIIHSHUU
u3MeHeHHs KoHleHTpauun Ca’' Ha cojepkaHHe CTPECCOBBIX (DUTOTOPMOHOB, a TaKKe
BO3MOKHBIE MEXaHHM3MBbI TAKOTo BIHMsAHMA. IIpesxkie Bcero nusmMeHeHnue KoHnenTpanuu Ca’t
BHYTpPU KJIETKH 3aBUCUT OT paboThl Ca’" KaHaIOB, aKTUBALMS KOTOPBIX ABJISETCA OXHHM U3

PaHHMX COOBITUI B TeHEPALMU SIEKTPHYECKUX CUTHANOB M nHunuamuu Ca’" Bonnbl. Ca®t
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kaHan CYCLIC NUCLEOTIDE GATED CHANNEL19 (CNGC19), nokanu3oBaHHbIA B

MJIa3MaTUYECKOM MeMOpaHe KJIETOK MPOBOISIINX MYyUYKOB, KOTOPBIM OBICTPO aKTUBUPYETCS
¥ NIPUBOJUT K YBEJIMYEHUIO LUTO30JILHBIX ypoBHe Ca’’ IpH JOKaIbHOM IOBPEXKICHUH,
UrpaeT pojib B U3MEHEHUM KOHIEHTpauuu sxacMoHaToB. [loteps ¢ynxuumun CNGCI9
MIPUBOJIUT K CHUXKEHHIO OMOCUHTE3a )KaCMOHATOB, KaK U K CHUXKEHHIO POCTa KOHIIEHTpaIuU
Ca®", MHIYIMPOBaHHBIX HANAJIEHUEM TPABOSAIHOrO HacekoMoro. Ha xonnentpamuro CK me
MOBJIUSIIO HU JIOKaJIbHOE MOBpexaeHue, Hu noteps pyukuuu CNGCI9 (Meena et al., 2019).
Cxomnbie pesynbrathl 0 ponn CNGC19 nonydensl u npu KojnoHuzanuu Piriformospora
indica, KOpHEBOTO 3HIOCUMOHMOHTA, JOMOJIHIS JaHHBIE O TOM, YTO MOTeps (YHKIUU
CNGC19 uve noBnusia He Toabko ypoBHU CK, HO 1 Ha ypoBHH ABK. Takxke ormeuaercs,
YTO B MYTAHTHBIX pacTEeHUsIX cngcl9 ObUIM CHIXKEHBI KaK CTUMYJI-UHIYLIUPOBAaHHbBIC
ypoBHu KK u XK-une, Tak u ux npeamiecTBeHHHKa 12-0KCO-(GUTOTUEHOBOU KHUCIOTHI
(ODIK) (Jogawat et al., 2020).

Hpyrue Genaku pacTeHH, KOTOpPbIE MPEANOI0KUTEILHO CIOCOOCTBYIOT TPAHCIIOPTY
Ca*", annexcunsl, B yacthocth ANNEXIN1 (ANN1) B pacTeHusax apaOUIOICUCa, TAKKE
Y4aCTBYIOT B yBEIMYECHHU KOHIEHTPALUK HUT03016HOr0 Ca’’ B CHCTEMHBIX JTHCTBAX HPH
JIOKaJIbHOM MEXaHHYE€CKOM MOBPEXKAECHUU. B MyTaHTHBIX pacTeHUsX annl HaOMIOqaeTCA HE
TONILKO CHUKEHHE pocTa ypoBHs Ca?’, HO M IOJaBIEHHE pOCTA KACMOHATOB M HX
npenmecrBenHuka ODJIK (Malabarba et al., 2021).

Takum 00pa3oM, yBelIMYEeHHE KOHLEHTpauuu uuTo3ombHOoro Ca’' B pesymbTaTe
pabotsl pasHeix Ca?'-TpaHCHOPTHUPYIOIMMX CHCTEM OKA3hIBAeT CXOAHBIE >(PQEKTH Ha
coJiep>KaHre TOPMOHOB MPU IEUCTBUU PA3IUYHBIX CTUMYJIOB: HE BIUSET HA KOHLIEHTPAIUIO
CK, HO uHayuupyer OHMOCHHTE3 XKACMOHATOB. YUHUThIBas TOT (aKkT, YTO BMECTE C
yBennueHrnem KoHieHtpanui JKK n JKK-une nmpoucxoauno yBennueHne KOHUESHTPAIIUN UX
npeamectBenHrnka ODJIK (Jogawat et al., 2020; Malabarba et al., 2021), moxxHO caenath
BBIBOJ, uT0 Ca’’ BIMsAeT Ha HaYaIbHBIE 3TNkl OMOCUHTE3A KACMOHATOB. DTO COINIACYETCS
¢ npenmnonoxenueM (Farmer et al., 2020) o Tom, 4TO B OBICTPOM CHHTE3€ KAaCMOHATOB B

CHCTEMHBIX JIMCTBAX IIPU JIOKAIBHOM MOBpekaeHNH yuacTByeT Ca’*-3aBucuMelii pepmeHr,
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KOTOPBIN KaTanu3upyeT panHue 3tanbl onocunreza 10 ODK. Itum GpepmeHToM sBisieTcs
13-nmunokcurenaza (LOX), kotopas karanusupyetr cuHte3 npeamectseHHUKoB KK. Oqna
n3 Hux, LOX6 cnocobctByer Obictpomy cunte3dy KK B HepasznpaxEHHBIX JTUCTHAX
apabujorncuca mnpu JoKalbHOM MexaHuueckoM mnoBpexaeHuu (Chauvin et al.,, 2013).
[Ipennonaraercs, yto LOX6 umeer nOMEH CTPYKTYypbl [-O004YOHKA, KOTOPBIA MOMKET
cesspiBath Ca?’ (Farmer et al., 2020).

B HavanbpHBIX 3Tamax OMOCHHTE3a >KACMOHATOB TaKXe y4acTBYIOT (pochonumnasbl,
AKTHBHOCTh KOTOPBIX MOKET 3aBHCETh OT BHYTPUKIETOYHON KoHUeHTpamuu Ca’'.
N3BeCTHO, YTO MOBBINIEHNE TPOAYKIUH KACMOHATOB MOCJIE MEXAHUYECKOTO OBPEKICHUS
MOXET OBITh BBI3BAHO H3MEHEHHEM akTuBHOCTH PLD: mnpurtox Ca** AHAYLUPYET
Tpancnokanuio PLD Ha memOpaHy, r/ie oHa BBICBOOOXKIAET MOJMHEHACHIIIIEHHbBIE )KUPHbBIC
KHUCJIOTHI U3 MeMOpaHHbIX (hochonununos, HeoOxoaumeble st cunte3a KK (Ryu, Wang,
1996; Wang et al., 2000).

Hecmotpst Ha TO, uTo m3menenue koHueHntpauuii AbK u CK He nmpoucxonuiio npu
CHIDKCHMU CTHMYJI-UHIYyLUPOBAHHOIO YBEJIHYEHUS LUTO30JIbHONM KoHLeHTpamuu Ca’' B
yka3aHHbIXx paborax (Meena et al., 2019; Jogawat et al., 2020), MOXXHO HPEANONOKUTD
MEXaHHU3MBbI, BIUAIONIME HA PETYJSIIUI0 UX META00JIMUECKUX MyTeH, TaK KaK yBEIUUYEHUE
ypoBHeit ABK u CK wumeer mecTo mnpu JIOKaJIbHOM pa3apaXe€HUU, YTO MOJIPOOHO
paccmoTpeHo B paznene 1.2.1. B Takux MexaHu3max MOTYT IPUHUMATh Y4aCTUE PA3JTUYHbIC
Ca**-cesspiBaromue  Genku. Jns CBLY9 mokazaHo, 4TO OH CIIOCOOEH MOYJIHMPOBATH
ounocunre3 ABK npu abnornueckom ctpecce. Hapymenue pynkuuu rena CBLY y pacteHuid
Arabidopsis thaliana npuBoauT K yBenuueHuto HakorsieHus ABK B cTpeccoBbIX yCI0BUsAX
II0 CPaBHEHUIO ¢ AUKUM TUNIOM. Kpome Toro, skcripeccust CBLY nanynmnpyerca ABK, tem
cambiM CBLY npencrasiisier coO00M CUTHANBHBIA y3€11, COCIMHSAIONIMMI Nepeady CUTHAIOB
ABK u 6uocunte3 ABK B ycrnoBusix crpecca (Pandey et al., 2004).

OnucaHHble BBIIIE MEXAaHU3Mbl OTHOCHJIHUCH K OBICTPOM peryisiiuu 3a CYET
W3MEHEHHS]  KATaIUTUYECKOW AaKTUBHOCTH  OWOCHUHTETHYECKUX  (pepmeHTOB. Jlns

(bUTOrOPMOHOB TaK)K€ IIMPOKO MOKa3aHa PETyJsilus OMOCHMHTE3a Ha YPOBHE SKCIPECCUU
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I€HOB OMOCHHTETHYECKHX (PEPMEHTOB, UTO TAKKE MOKET IIPOMCXOAUTH Ipu BiausHun Ca’*,
N3BecTHO, uTO yBenuuenue konueHTpanui CK u ;xkacMoHaTOB UMEET MECTO ITPU JIOKATLHOM
MOBPEXJECHNUU JIUCTHEB TabaKa JTUCTOTPHI3YIIUMH HACEKOMBIMU B Pe3yJibTaTe aKTUBAIUU
O6uocuHTe3a ropMoHOB ¢ momolbio CDPK nipu yuactun 1pyrux npoTeMHKUHA3 U PakTOpOB
TPAHCKPUIIMU, KOTOPHIE TMOBBIIIAIOT YPOBHU TPAHCKPUNTOB TIE€HOB, Y4YaCTBYIOIIUX B
ouocunteze CK u xxacmonatoB (Wu et al., 2007). Kpome TpaHCKpUNIIMOHHOW peTyIsiiuu
ouocunresa CK, mokaszaHa ¥ IOCTTPaHCKPHUIIIMOHHAS perynsnus npu yuactun Ca?* (Huang
et al., 2020). Iocpenunkamu B Ca’**-3aBucumoii perymsuuu 6umocunresa CK spisioTcs
pasnmuunble CDPK, a Ttakxe kanbmomynuH-cBsi3biBatouiue Oenku (CBP), nampumep,
CBP60g (Romeis, Herde, 2014; Huang et al., 2020). Y apabunoncuca u30bITOYHAs
skcpeccuss CDPKI1 npuBOAMT K MOBBIIMIEHHOW YCTOMYMBOCTH K OaKTepUANIbHBIM U
rpruOKOBBIM MATOT€HAM, YTO COBMAJAaeT ¢ KOHCTUTYTUBHO BbICOKMMHU YypoBHsiMu CK u,
COOTBETCTBEHHO, YCWJIEHHOU skcmpeccueld reHoB (epmeHToB Ouocunre3a CK (Romeis,
Herde, 2014). ¥V TtpancreHHslXx JIMHUN apabugornicuca co cepxadkcnpeccueit CDPKS5
MOBBIIIIEHHAS] YCTOMYMBOCTh K OaKkTepUaibHOW MH(EKIIMU 3aBUCUT OT BBICOKHUX YPOBHEU
CK, u pacTeHus AEMOHCTPUPYIOT KOHCTUTYTHBHYIO mnepenady curHaioB CK (Romeis,
Herde, 2014; Huang et al., 2020). ITonoxurensHas perynsiusa ouocunre3a CK ¢ momonibio
Ca®" moxer ObITh peanmusoBana uepes CBP60g, akTMBHOCTH KOTOPOIO MOIYIHMPYETCS
Ca*"/CaM mna nocrrpanckpunuonsoM yposae (Huang et al., 2020).

Hns ABK mpeanosnaraercst perysisiiius SKCIPecCUu OMOCUHTETUYECKUX T'€HOB Yepe3
Ca*"-3aBucumMblii  kackaj (ocOpUIMPOBAHUS, KOTOPBIA AKTHBUPYETCS B OTBET HA
abuotnueckue crtpecchl, npuuéM ABK cama MoXeT CTUMyIUpOBaTh SKCIPECCHUIO TE€HOB
ouocunTe3a Takxke yepes Ca’'-3aBucumelii kackan Gpochopunuposanus (Xiong, Zhu, 2003).
B uenom, neTisi mojgoXuTeNbHON 00paTHOM CBSI3U U YCHIIEHHE OMOCUHTE3a MPENoaaracTcs
U1 MHOTUX ()UTOrOPMOHOB U cBs3aHo ¢ yuactueM Ca’' u ADK (Xia et al., 2015).

Biusaue Ca’?* Ha M3MeHEHHe KOHLEHTPALUHA TOPMOHOB TAKKE MOYKET IIPOUCXOIUTH
uepe3 Ca?’-uHpynupoBannsle nsMeHenus pH B pesynbrate Bausaus Ca’’ Ha aKTUBHOCTB

H'-AT®as3s1 uepe3 CDPK (Ookura et al., 2005), B cBOIO 0o4epeib H3MEHEHHE aKTUBHOCTH



31

H'-AT®a3sl MeeT MeCTO IIPH T'eHEPAIMK dIIeKTpuUecKuXx curnanos (Sukhov et al., 2019),
TeM caMmbiM CcIBUTM PH MOryT SABASATBCS NOTCHUUAIBHBIM HWHAYKTOPOM HW3MEHEHUU
COoAEp>KaHUsI TOPMOHOB IIPU PACTIPOCTPAHEHNUH IIEKTPUUECKUX CUTHAJIOB.

B nurepaType NpUBOIATCS JaHHBIE O BIUSHHU W3MEHEHHUS akTuBHOCTH H -AT®a3s1
Ha COJEpXKaHUE >KaCMOHATOB. McciienoBaHusl MPOBOAWINCH B HEPA3APAKEHHBIX JINCTHAX
pacTeHuil apalujoncuca MpU JACHUCTBUM JOKATbHOTO MEXAHUYECKOrO IMOBPEKICHUS U
IOKa3ajM, YTO Y MYTaHTHBIX pacTeHuil, maeduimrHeix mo reny H'-AT®aszer AHAI,
MPOUCXOJUT MOBBIIIEHHOE HAKOIUICHUE KACMOHATOB MOCJIE MOBPEXKICHUS 110 CPABHEHHUIO C
nukuM tunoM (Kumari et al., 2019). Kpome Toro, noteps pynkuuu rena AHA I B MyTaHTHBIX
pacTeHMsIXx apaOujoricuca Takke Biausuia Ha pH B COCTOAHMM TOKOs, OO0yClIaBiIuBas
MEHbIIIEE 3aKUCIIEHUE BHEKIIETOUHOM Cpeibl o cpaBHEHUIO ¢ AukuM TumnoM (Kumari et al.,
2019), uto moarBepxkmaeT poiab H'-AT®a3er AHA1 B perymsanuu pH. CrenoBaTensHo,
MOBBIIIIEHHAS] MPOJIYKIMS >KaCMOHATOB y MYTAHTHBIX pPACTEHUM OblIa, MO-BUIUMOMY,
CBs3aHa co caBuramu pH.

[loreHunanbHOM TOUKOM BiusiHUS pH HA OWOCHMHTE3 >KAaCMOHATOB SIBJISIETCS
u3MeHeHue AoctynHoctu npeamectBeHnnka ODJIK nis nepokCucoMHbIX (PepMEHTOB, TaK
Kak OMOCHHTE3 »AaCMOHATOB B KIETKE pa3fenéH mo kommapTMmeHTaM: cuHTe3 ODJIK
npoucxoaut B xjoporuactax, a cuHre3 KK n3 ODJK npomomkaercs B IEpOKCUCOMAX
(Wasternack, Hause, 2013). O®JIK skcnopTupyercsi uepe3 BHYTPEHHIOIO MeMOpaHy
XJIOpOIUIacTa ¢ MOMOIILI0 KaHanbHOTO Oenka JASSY Ha BHemiHior0 MmeMOpany. Ummnopt B
MEPOKCUCOMY Mpoucxoaut ¢ nomomblo ATd-3aBucumoro tpancrnoprepa COMATOSE
WJIY, TI0 KpalHENW Mepe, YaCTUYHO C MOMOILBIO MTACCUBHOTO MEXAaHU3Ma 3aXBaTa MOHOB I10
IIPUHLAINY «aHUOHHOM JIOByIKW» W3-3a pH ~7,2 B muro3one m ~8,2 B Iepokcucomax
(Wasternack, Hause, 2019). U3menenne pH 1iuTo3051s1 B pe3yabTaTe U3BMEHEHUS aKTUBHOCTHU
H'-AT®a3sl py reHepaiim 3JeKTPHYECKOr0 CUTHAIa MOXKET BIUATH Ha Tpancnopt ODJIK
C TMOMOIIBIO IMMACCUBHOTO MEXaHW3Ma, W KAaK CJIEACTBUE MNPUBOJUTH K HW3MEHEHHUIO

nponykuuu KK n KK-une.
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Conepxxanne ABK B pacTeHHsX Takke MOTEHUUAIBHO MOXET PETYJIUPOBATHCA C
nomonipto pH. M3BecTHO, 4TO cTpecc nerumapaTand OPUBOAWI K yBenudeHutro pH
anoruiacta W KoHieHTpaiuu ABK, koTopble OBUIM TOJHOCTHIO YCTPAHEHBI MOCIE
IpeIBapUTELHON 00paboTKK (PY3UKOKIIMHOM, KOTOPBIN aKTUBHpYET cekpenuto H' u Tem
caMbIM cmocoOcTBYeT 3akucieHuto anoriacta (Hartung et al., 1988). Takoe moBbIeHUE
koHieHTpaiuu ABK MoxeT ObITh peannu3oBaHo MyTEM THAPOIN3a MpeAiecTBeHHUKOB ABK
B OTBeT Ha yBenuueHue pH amomacta B crpeccoBbix ycnoBusax (Netting, 2000; Duffield,
Netting, 2001).

[TorennumanbHo# Toukou BausaHusA pH Ha nzmenenue conepxannss AbBK n CK moxer
SABJISITECS PETYJISIIUs TpaHCHOPTHBIX MporeccoB kKonbtoratoB ABK u CK, depmeHTHI
JIEKOHBIOTAIIUM KOTOPBIX pa3JeieHbl MO KIETOYHBIM KOoMmapTMeHTaM. M3BecTHO, 4TO
paznuunbie koHbloratel CK BoccTanaBnuBatotcst B aktuBHyo Gopmy CK mpu ctpecce, a
BHYTpUKJIeTOUHbIH ypoBeHb CK u €€ HeakTuBHBIX (hopM HaxoasTcs noj Kontpoiaem ATO-
cBs3pIBaromux kacceTHoX (ABC) TpancnoprepoB u H -antunoprepos (Maruri-Lopez et al.,
2019). ABK Moxer OBbITh NOJy4Ye€HA IYyTEM JAEKOHBIOralMU TIIOKO3UIOBOrO 3(upa
abcuuzoBoil kucnotel (ABK-I'D), xoTopsiii mpeacraBisier coOoit GopMy XpaHEHHS WU
tpancnopta ADBK, HakamnuBaeTcss B BakyoJsiX, aroIUlacTe, SHJOIIa3MaTUYECKOM
petukynyme (OI1P) (Finkelstein, 2013). Hexkonbtoramus ABK-I"D OI1P u BakyonsipubiMu f3-
[JIIOKO3Ua3aMu  TIO3BOJISIET ObICTpo chopMupoBath cBoOoaHyr0o ABK B oTrBer Ha
a0MOTUYECKHE CTPECCOBBIE COCTOSHHUS, TAKUE KaK JerujapaTanuss U COJEBOM cTpecc.
JHexonbtoraiusi ABK-I'D MoxkeT uMeTh BaXKHO€ 3HAUY€HUE B OBICTPHIX CTPECCOBBIX
peakIusx, mockoyibky cBoboHass ABK renepupyercs B peakiiuu 0JJHOATAITHOTO THAPOIIU3A.
Takas peakuusi mpoucxoaut B Bakyolisix unu OIIP, cnemoBarenbHO, TpeOyeTcss UMIOPT
ABK-I'D B 3t kommapTmeHThl. B Bakyonu Takod HMMIIOPT OINOCPENOBAaH JBYyMS
Pa3IMYHBIMUA CUCTEMAMU MEMOPAHHOTO TPAHCIIOPTA: MPOTOHHO-3aBUCUMBIN aHTUITOPTOBBIM
Mexanu3M u ABC-tpancnoptep (Burla et al., 2013). JleiictBue opToBaHajgaTa Ha UMIIOPT

ABK-I'D ¢ momompsro AtABCC2 B Bakyosnp nokaszano cHuxeHue noriomenus AbK-I'D
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(Burla et al., 2013), 4yTo, NPEAMOJOXKUTEIHHO, MOXET IOBIHUATh W Ha CHWKCHHUE
KOHIIeHTpaluu ceoboaHoit ABK.

Perynstopnas posib pH MoxeT ObITh peaii30BaHa U Ha YPOBHE HKCIPECCUU T'€HOB
OuocuHTe3a ropMoHOB. [lokazaHo, 4TO U3MEHEHUs! BHYTpUKiIeTouHOro pH nocrtatouno s
MOAyJISIuu 3Kkcrpeccun reHoB ouocunTe3a ABK u nakomnenus camoii ABK (Wang et al.,
2014). [IpenBaputensHas 00paboTKka  pacTeHUH  XUMHUYECKUMH areHTaMH,
obOecneunBaromumMu n3mMeHenue pH uurosons, Biausietr Ha koHIeHTpanuo ABK kak B mokoe,
TaK 1 MPU OCMOTHUYECKOM cTpecce. Takxke B paboTe oTMeueHo, uto onocunTe3 ABK ckopee
BCETO JIMHEHHO HE KOppeNupyeT ¢ aOCONOTHBIM 3HadeHueM pH B  kakux-nmbo
KOMIMapTMEHTaX, a B OOJbIIEH CTENEHU 3aBUCUT OT TpaareHTa pH mMexay nurorniaazmMon u
BakyoJibto (wim Jpyrum kommnaptmentoMm) (Wang et al., 2014). Takum oOpa3om, Ha
ouocunte3 ABK ckopee BiusieT HapyIlIEeHHBIA BHYTPUKJIETOUHBINH roMeocTas pH.

Kaxk ObLIO CKa3aHO, B FeHEepaliy dJIEKTPUUECKUX CUTHAIIOB MPHUHUMAET yyactue H'-
AT®a3a, akTUBHOCTB KOTOpO#i 3aBucuT oT Ca’". B cBoro ouepenp aktueHOCTL Ca’' kananos
Moxer perynupoBatbest ADK (Demidchik, 2018; Marcec et al., 2019). CnenosarenbHo
MOXHO mpennonarate ¥ BiausHue ADK Ha n3MeHeHUE KOHUEHTpPALMU (PUTOTOPMOHOB.
B3aumoneiictBue AD®K 1 ropMOHOB IpU pa3IUYHBIX CTPECCAX MOKa3aHo B auTepaType (Xia
et al., 2015), B Tom uncine ana ABK, CK u s)xacmoHaToB. Perynsius 6nocruHTE3a TOPMOHOB
MoxeT ObITh onocpenoBana CDPK u mutoren-aktuBupyembiMu nnpotenHkuHazamu (MPK).
Kackan d¢ochopunupoBanus MPK aktuBupyercs ¢ mnomompio ADK, koTopbie
nponyuupyer HAJI®H-okcunasza. Yeenuuenne koHuneHtpaunu ADK Takxke akTUBUPYET
Ca*" xananbl, a nossimenne konuenrpauuu Ca’" mpusomur k akruanuun CDPK. B cBoro
odyepeab TOPMOHBI MOTYT Takke HHUOMUPOBaTh MNpoaykiuio ADPK uepes HAJIDH-
okcupasy. Tem cambim ADK, Ca?" 1 ropMOHEI 06pa3yIoT NETIIO HOI0KUTEIBHON 0OpPaTHOM
CBSI3U, UTO MPUBOAUT K YCUIIEHUIO CTPECCOBOTO IUCTAHIIMOHHOTO CUTHAJIa, OCHOBAHHOTO Ha
B3auMHOl peryanuu AD®K, Ca** u ropmonos (Xia et al., 2015).

CBUIIETENBCTBOM PETYJSILIMU KOHIIEHTPAIMM TOPMOHOB ¢ nomoinsio APK moryt

ABIATBCA OKCIICPUMCHTAJIBHBIC JAaHHBIC 110 HCKYCCTBCHHOP’I HHAYKIOWHW TTOBBINICHHA
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»acMoHatoB 1ipu AeiictBun 3k30reHHbIXx ADK (Hu et al., 2003; Hu et al., 2009; Wang et al.,
2019), a Takxke H3MEHEHHBIE YPOBHU TOPMOHOB B MYTAaHTHBIX PACTCHHUSX C MOTEpeu
¢byukiun HAJIOH-okcupasel. Tak, moBbieHue konueHtpanmuu ABK, CK u XK B
HEPA3APaXKEHHOM JIMCTE, KOTOPOE HMMEET MECTO NPHU JIOKAIBbHOW CTUMYJISILIMU JIMCTHEB
apabujorcuca, ObLJIO MOAABICHO Y pacTeHUN MyTaHTHOU nuHuu ¢ aepunurom HAJIOH-
okcupaasbl (Suzuki et al., 2013; Devireddy et al., 2018). Ctumynsauus nponykuun XK y
pactenuit Arabidopsis thaliana (Hu et al., 2009) u Panax ginseng (Hu et al., 2003)
TpeboBasia moBbIMIeHUs KoHIeHTpauun H>O2, 3aBucumoin ot aktuBHocth HAJIDH-
OKCHIa3bl U TOBEIIeHUS KoHueHTpauuu Ca?t, B pacrennsax Aquilaria sinensis yBenadeHne
konneHtpauii KK u CK B OTBeT Ha MOBpPEXKIECHHE Takke TpeOOBajlo MOBBIIMICHUS
konnentpaiuu H>Oz (Lv et al., 2019). AxtuBnocts HAJI®OH-okcuaassl Obuia HE0OX01uMa
st yBenuueHus koHuentpauuu KK B pacrenusix Solanum lycopersicum B OTBET Ha aTaKy
HeMaToJ, cBoro ouepenb nmpoaykuus KK 3aBucena ot aktusHoct MPK 1 u MPK2, kotopsie
aKTUBUPYIOTCSI B OTBET Ha PACIpPOCTPAaHEHUE B3aMMO3aBUCUMBIX deKTpudecknux u ADK-
curnanoB (Wang et al., 2019).

Takum o0Opa3om, MEXaHU3Mbl UHIYKIIMH U3MEHEHUN KOHIEHTpaluii GUTOropMOHOB
ANEKTPUUYECKUMHU CUTHAJlaMH TMOTEHIHAIBHO MOTYT OBITh OMOCPENOBaHbI M3MEHEHUEM
xonnenTpamuii Ca?*, H" u A®K, KOoTopble MMEIOT MECTO HPH T€HEPALUH JIEKTPUUECKUX
CUTHAJOB, OJIHAKO, ATO MPEAMNOJIOKEHHUE TpeOyeT HadbHEUIINX SKCIEPUMEHTAIbHBIX

MOJITBEPKICHUI.

1.3. Posib 3j1eKTPpUYECKUX CUTHAJIOB U (UTOTOPMOHOB B PA3BUTHH CUCTEMHOI' 0
oTBeTa
Haxomgammmcess B yCIOBUSAX HW3MEHUMBOM OKpPYXKAIOWIEW Cpelbl PacTCHUSIM
HEOOXOJIMMBbl MEXAHWU3MBI aJanTaluu K JACHUCTBYIOIIMM Ha HHUX Pa3HOOOpa3HbIM
cTpeccopaMm, Kak OMOTHYECKHM, TaKk U abuoTmyeckuM. [lpuueM noKalbHBIA CTpeccop,
HarpuMep JIOKaJIbHOE 3apakeHUE MaTOT€HOM WM HU30BITOYHOE OCBEIICHUE OTIEIHLHOIO

JIACTA, MOXET NMEPEUTH B CUCTEMHOE, JICMCTBYIOIIEE HA BECh PACTUTEIIbHBIA OpPraHU3M.
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CrnenoBaresbHO, PACTEHUIO HEOOXOAUMO C(POPMHUPOBATH aJCKBAaTHBIN CUCTEMHBIA OTBET,
3aTparvBarOlUi  pa3auyHbIE TMPOIECCHl KU3HEeAesATeAbHOCTU. [ QopmupoBaHus
CUCTEMHOTO OTBE€Ta HEOOXOJMMO pPacCHpOCTPAHEHUE IUCTAHIIMOHHOTO CTPECCOBOIO
CUTHasa, CIOCOOHOTO MepeaaTh HHPOpMAIUIO O ACHCTBUM CTUMYJIA, YTO B UTOTE IPUBOIUT
K CUCTEMHOU MpUOOPETEHHON YCTOWUHNBOCTH PACTEHUM K JielicTBytoeMy ctpeccopy (Gallé
et al., 2015; Szechynska-Hebda et al., 2017; Sukhov et al., 2019).

OmuuM W3 KJIIOYEBBIX AaCHEKTOB aJanTalluu  SBISETCS HW3MEHEHue Nnpoduiis
skcrpeccuu reHoB. [Iupoko HM3BECTHO, YTO KACMOHATHI YyYacTBYIOT B (hOPMUPOBAHUU
3alIUTHOTO OTBETA, B OCOOCHHOCTH NP HANaJIEHUH Pa3IMYHbIX BpEeIUTENEH WU MAaTOTEHOB
(Nabity et al., 2013; Wasternack, Hause, 2013; Attaran et al., 2014), XKK-unayurposannas
AKCIPECCUsi TeHOB TaK)Ke HAOII0JaeTCsl U Ha aOMOTUYECKUE CTUMYJIbI, TAKUE KaK CUJIbHBIN
ceeT (Suzuki et al., 2013) wau oxor (Herde et al., 1999). Tem He MeHee BIUSHHUE
’KACMOHATOB Ha AKCIPECCUI0 T€HOB HE OrPAHUYMBAETCS T€HaMHU, aCCOLMHUPOBAHHBIMU C
3alIUTHBIMU pEaKIUsAMHU. 3HAYUTEIBHYIO YacTh COCTaBJISIIOT TEHBI, OTBEYAIOIIUE 3a
¢dbotocuntes u yrieBoansiii oomeH (Chen et al., 2011), sxcnpeccusi KOTOPBIX MOJIABIISIETCS B
OTBET Ha >KacMOHaThl. Tak, MOKa3aHO, YTO METUKACMOHAT MOAABISET SKCIPECCUIO TEHOB,
oTBeuaroux 3a cuHtes xjaopoduiia (Chen et al., 2011; Attaran et al., 2014; Sirhindi et al.,
2020), d¢ynkunonupoBanue PybucKO (Chen et al., 2011; Attaran et al., 2014),
dhopMupoBaHue (OTOCHUCTEM C CBeTOocoOHMparomuMu Komiiekcamu (Attaran et al., 2014;
Sirhindi et al., 2020) u snexktpoH-TpaHcniopTHIX cucteM (Nabity et al., 2013). B xuniubix
pPACTEHMSIX MOXKHO OTMETHTh Yy4acTHE MKACMOHATOB B MPOAYKIMU MHINEBAPUTEIbHBIX
dhepmeHTOB npu Tonaaanuu 100erau B JoBuni mucT (Krausko et al., 2017).

CK Takxe y4acTByeT B PETyJSILIUM SKCIPECCHUU PA3UYHBIX 3alIUTHBIX T'€HOB, B
YaCTHOCTH, KOHTPOJIUPYS OKUCIUTEILHO-BOCCTAHOBUTEINBHBIN Oananc (Blanco et al., 2009;
Herrera-Vasquez et al., 2015), npuuém HE TOIBKO MPHU aTakax MaTOTE€HOB, HO U, BEPOSATHO,
MIPU JIOKAJIBHBIX TEIJIOBBIX U cBETOBbIX cTuMyJtiax (Herrera-Vasquez et al., 2015; Zandalinas
et al., 2020). ITpu sTom CK MoXkeT AeiiCTBOBATh AaHTArOHUCTUYECKU 110 OTHOIIEeHHIO K JKK

(Ndamukong et al., 2007).
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Jns ABK mpekze Bcero xapakTepHa peryJisius SKCIIPECCUU FeHOB, OTBEUAIOIIUX 32
3acyxoyctotunBocTh (Finkelstein, 2013). Tem He wmenee, Obuo mnokazaHo ABK-
WHIyIMpOBaHHOE MoBbIIeHUE 3Kkcnpeccun renoB HAJI®H-okcuaas (Kwak et al., 2003),
ABK-3aBucuMasi skcrpeccusi reHa ackopOaTmepoKCuaasbl U JPYTUX T€HOB B OTBET Ha
cunbHBIN cBeT (Suzuki et al., 2013; Gorecka et al., 2014).

Yrto kacaeTcsi BpEMEHHBIX PAMOK Pa3BUTHS OTBETA, TO TOPMOHBI MOTYT ONEPATUBHO
U3MEHATh CHUCTEMHYIO DOKCIPECCHIO psia TE€HOB, B 4acTHOCTH, »kcmpeccus KK-
UHIYyIUpOBaHHBIX JAZ-0enkoB (jasmonate Zim-domain) MOXET PErucTpUpOBATHCS YiKE
yepe3 15 munyTt B HepazapaxkénHom nucte (Koo et al., 2009). Onnako, B OOJIBIIMHCTBE
CJIy4yaeB, BIUSHUE Ha YKCIPECCHUIO TEHOB SIBISIETCS TOJITOBPEMEHHOM peakinel, 3pdexT ot
KOTOpOU HaOJII0OaeTCs B TEUCHUE YacOB U HECKOJIbKUX CYTOK (Attaran et al., 2014).

JlaHHbBIE, CBHUJETEIbCTBYIOIIUE O PETryJAlUU DJIEKTPUYECKUMHU  CUTHAJaMU
AKCIPECCUU T€HOB, MEHBIIIE MPEJICTABICHBI B JIUTEPATYPE, U, BEPOSTHO, TaKasl pPErysius
3aBUCUT OT (UTOTOPMOHOB, KOTOPBIE CBOIO OYEpENb MOTYT OBITh HMHAYLHUPOBAHBI
ANEKTPUUYECKUMU peakiusiMu. Tak, CHCTEMHO PACHpPOCTPAHSIONIUECS SIEKTPUUECKUE
CUTHaJbl BBI3BIBAIOT MPOJYKIIMIO TOPMOHOB, BBICTYHAIOIIME B KAue€CTBE MOCPEIHUKA
AKCIPECCUU T'€HOB, KaK B ciiyuae ¢ unayuupoBanHout [1]] sxcnpeccueil reHa HHrHOMTOpa
npotea3 PIN2 (proteinase inhibitor 2), cBsizannoro ¢ XKK (Stankovic, Davies, 1996; Fisahn
et al., 2004) unu npoayKuueil nuieBapuTEIbHBIX ((EPMEHTOB B HACEKOMOSITHBIX PACTEHUAX
(Krausko et al., 2017). Tem He MeHee, g DIJIEKTPUUYSCKUX CHUTHAJIOB ITOKa3aHa Kak
MUHHUMYM OBICTpasi CUCTEMHAs SKCIIPECCHS OT/IENbHBIX T€HOB B OTBET HA MHIYIUPOBAHHBIN
nokanbHbIM 0x0roM BII B Teuenue 5 — 15 munyt (Davies et al., 1997; Vian, Davies, 2006),
tak u BausiHue I1J] Ha skcnpeccuto peuentopoB KK (Bohm et al., 2016), utro moxer
TOBOPUTH O HEKOTOPHIX HHBIX, HE3aBHUCUMBIX OT TOPMOHOB MEXaHHM3Max pEeTyJSIUuu
ANEKTPUUYECKUMU CUTHAJIAMH 3KCIIPECCUU T€HOB.

HpyruMm BaxkHEHIIMM acnekToM (HOPMUPOBAHMS MPUOOPETEHHON CHUCTEMHOMU
YCTOMYMBOCTU SIBIISIETCS ajanTanus (OTOCHHTE3a K ONTUMAJIbHOMY PEXKHMY padOThl B

HN3MCHHUBIINXCA YCIOBUAX, HIIM BPCMCHHOC C€ro II10J[aBJICHUC. I[aHHBIe II0 BJIHUAHHIO



37

rOpMOHOB Ha ()OTOCHHTE3 MOKA3bIBAIOT IMOJIaBJICHHUE MOBBIIIIEHHBIM coaepkanneM ABK u
KK ckopoctu accumuiisanuu COz (Herde et al.,1997; Hlavackova et al., 2006), npuuém
KHHEeTHKa pocTa KoHueHTpanuu KK ObUla cxogHa ¢ JWHAMUKOW TMOMABICHHS OTBETA
dborocuntesa (Hlavackova et al., 2006). [Tocnenyromue padbotel nmoarsepauiau Biausinue KK
Ha ckopocTh accummisiiuu CO; (Nabity et al., 2013), onnako B cinyuyae ABK Biusinue Ha
(boToCUHTE3 XOTh U OBLJIO OTMEUEHO, HO NMpU3HAHO He3HaunTenbHBIM (Gorecka et al., 2014).
Cyns mo BceMmy, BIUSIHUE TOPMOHOB Ha OBICTpBIA OTBET (POTOCHHTE3a 3aKIIOYAETCS B
m3MeHeHnn JoctynHoctd CO: u3-3a 3aKpbITUS YCTBHUIl, YTO OBUIO TOKAa3aHO MMyTEM
noBbleHus KoHueHTpauuu CO2 B cpejie, HUBEIUPYIOIIEE BIUSHUE 3aKPbITUSI YCTHUI[ Ha
CBETOBBIC MapaMeTpbl (POTOCHMHTE3a, TaKWe€ KaK KBAHTOBBIM BbIX0a ¢orocuctembl Il u
ypOBEeHb HePOTOXMMHUECKOTO TylieHus (Attaran et al., 2014).

CuctemHbIll OTBET (DOTOCHHTE3a, UHAYLIMPOBAHHBIN 3JIEKTPUUECKUMU CUTHAJIAMU,
BO3HUKAIOIIMMH B OTBET Ha pa3JIMUHbIE CTUMYJIbI, U3ydeH OoJiee mojapoOHo. [Tomumo
cHmwkeHus ckopoctu accummsaiinu COz (Koziolek et al., 2004; Lautner et al., 2005; Grams
et al, 2009; Fromm et al, 2013), unayuupoBaHHBIE JIOKAIHHBIMU CTUMYJaMU
3JIEKTPUYECKUE CHUTHANBI, Mpexae Bcero B ¢opme BII, Takke BIMSAIOT Ha MOKa3aTeld
CBETO3aBUCHUMOMN cTaauu (HOTOCHHTE3a, HampuMmep, CHIKasd KBAHTOBBIM  BBIXO/I
dotocuctemsl 11 (Koziolek et al., 2004; Lautner et al., 2005; Grams et al., 2009; Fromm et
al., 2013). Ctout oTMETUTH, YTO BO3HUKHOBEHHE OTBETA (POTOCHUHTE3A, BO-TIEPBBIX, CTPOTO
acCOIMUPYETCS C pacrpocTpaHeHueM siekrpudeckoro curnana (Lautner et al., 2005; Gallé
etal., 2013), 1 BO-BTOPBIX, ABIISIETCA KPAaTKOBPEMEHHOM peaKIiueil, CHCTEMHO BO3HUKAIOIIICH
B T€UEHUE JIECATKOB CEKYH] mocJe JokanbHoro Bo3aeicTeus (Koziolek et al., 2004; Lautner
et al., 2005; Grams et al., 2009). MexaHu3M BIUSHHUS JJICKTPHUYCCKUX CHUTHAJIOB Ha
M3MEHEHHUE AaKTHMBHOCTH (DOTOCHHTE3a MOXKET 3aKJII04YaThCs MPEXKJIE BCETO B CABUTax
koHIeHTparuii pH B kimerke (Grams et al.,, 2009; Sukhov et al., 2014), BeI3bIBas
nHakTuBanuio 1ukia Kanesuna-bencona (Sukhov et al., 2016; Szechynska-Hebda et al.,

2017).
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C ¢oToCcHMHTE30M TECHO CBsI3aHA PEryjsius padOThl yCThHUIl, POJb TOPMOHOB B
KoTOopoi xopoiio uzyuena. ABK mupoko u3BecTeH Kak MHIYKTOP 3aKkpbiTust ycThuIl (Pel et
al., 2000; Kwak et al., 2003; Hlavinka et al., 2012; Gorecka et al., 2014; Savchenko et al.,
2014; Devireddy et al., 2018; Prodhan et al., 2018), cxonHoe neiicTBUE TPOSIBISAIOT U
paznuunbie xacMoHathl, Takue kak KK (Gehring et al., 1997; Hlavackova et al., 2006;
Hlavinka et al., 2012; Geng et al., 2016; Forster et al., 2019), )KK-une (De Ollas et al., 2018),
MetwkacMoHat (Gehring et al., 1997; Suhita et al., 2004; Yan et al., 2015) u B ToM uucie
ux npeamectBeHHuK ODJIK (Savchenko et al., 2014; De Ollas et al., 2018). [Ipuuém, cyas
nmo umeronuMcs aaHHbIM (Munemasa et al., 2007), mexanu3mbl aerictBus KK u ABK
YaCTUYHO MepeceKaroTcs uin TpeOyroT B3auMoencTBus 3tux ropmonoB (Herde et al., 1997;
Hossain et al., 2011; Munemasa et al., 2007). B xoxe mporiecca 3akpbITUsS YCThUIl U
»acmoHaThl (Munemasa et al., 2007) u ABK (Kwak et al., 2003; Munemasa et al., 2007;
Gorecka et al., 2014; Devireddy et al., 2018) aktuupyror HAJI®H-okcunassl (Kwak et al.,
2003; Devireddy et al.,, 2018), mpoayuupyromme ADK, npuuém ux axTUBAUU
IpEANIECTBYET 3allleJadyMBaHUE I[MTO30Js, BEPOATHO, uepe3 akTuBaiuio H'-AT®dassl
(Gehring et al., 1997; Suhita et al., 2004; Yan et al., 2015; Zhou et al., 2015). A®K B cBoto
ouepenb MHUIUHPYIOT padory Ca?" kamanos 3amblkaromumx knetok (Pei et al., 2000;
Munemasa et al., 2007), xots mis ABK npexnonaraerca u Ca?’-He3aBUCHMBIA MEXaHU3M
3akpbiTus yerbull (Suhita et al., 2004). Ipurok Ca?’ mpUBOIUT K aKTHBALMM AHHOHHBIX
kaHajoB S-tuma (Munemasa et al., 2007), B ciygae ABK (Devireddy et al., 2018), u K'-
kaHanoB B ciaydae KK (Forster et al., 2019) u metmimkacmonarta (Suhita et al., 2004; Yan et
al., 2015). B psage pabotr mpeanonaraercs NO, npoayuupyemsii HOz-akTuBHUpyeMbIMU
HUTpATPENyKTa3aMH, B KauecTBE KIIOUeBOro akrtuparopa Ca’'-KaHajoB, BBI3BIBAIOILETO
ABK-3aBucumoe 3akpoitue ycrbuil (Bright et al., 2006; Munemasa et al., 2007). [Ipu 3tom
CTOUT OTMETHUTH, YTO, CyAsd no Bcemy, ODJIK umeeT oTaenbHbli, He3aBUCUMBIM 0T ABK
MEXaHU3M peryisuuu 3akpbitus yeThull (Savchenko et al., 2014).

CK Takxe Bb3bIBaeT qByx(asznoe 3akpoitue ycrbuil (Khokon et al., 2011; Prodhan et

al., 2018), ormeuennoe mist XKK u ABK (Pena-Cortés et al., 1995), onnako B cnydae CK
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MEXaHHU3M HECKOJIbKO OTJIMYAETCSI — OCHOBHYIO poJib urparor SHAM-uHrnOupyemole
nepokcuaasel (Khokon et al., 2011), npoayuupyromue ADK B orBer Ha CK. BepositHo, B
naHHOM mporecce Takxke ydactByer ADK- (Khokon et al., 2011) mmu Ca?*-3aBucumas
npoaykius NO (Zottini et al., 2007). Onnako, B ominure ot )kacmonatoB U ABK, B CK-
MHIyIUPOBAHHOM 3aKpbITHU ycThull Ca’'-KaHasbl HaIpsAMYIO HE y4acCTBYIOT, a 3aKPHITHE
YCTBUL[ OCYIIECTBISETCS 4Yepe3 IIOJaBIECHHE CBA3bIBaHMA BHekieTounoro Ca?’ wu
nogasienue akruBHoct K -kananos (Khokon et al., 2011).

BpemenHble paMKu TOPMOH-UHIYLUHUPOBAHHOTO 3aKPBITHS YCTBUI[ BapbUPYIOT B
pa3IUUHbBIX paboTax, ISl JOCTUKEHUS MAaKCUMAaJIbHOIO YPOBHS 3aKPBITHUSI YCTHUIl MOXKET
npoiitu 1o aByx yacoB (Forster et al., 2019), xots peakuust HaunHaeT GOPMUPOBATHCA YiKE
B TeueHun 1 muHyThl 11t ABK (Devireddy et al., 2018) u 10 MuH ang xacMOHAaTOB
(Munemasa et al., 2007).

DNEeKTPUUECKHUE CUTHAJBI TaKXK€ BBI3BIBAIOT 3aKPHITUE YCTHUI], MPUUYEM BO MHOTHUX
ClIydyasX CHUXEHUIO TpaHCIHpanuu npemamectsyetr Hebonbmon e€ pocT (Koziolek et al.,
2004; Kaiser, Grams, 2006; Grams et al., 2009), 4yTo MOXeT OBITH CBS3aHO C
TUAPOINIACCUBHBIM OTKpbIBaHHEM YCThUIL IpH pacnipocTpanenun BII (Kaiser, Grams, 2006).

Takum 00pa3oM, CHCTEMHBIH OTBET, BBI3BAHHBIA JIEWCTBUEM JIOKAJIHHOTO
pa3ipakuTens, BKIIOYAET W3MEHEHUE OKCIPECCUU TEHOB, HM3MEHEHUE aKTUBHOCTU
(dboToCcuHTE3a U MHTEHCUBHOCTU TpaHcnupanuu. KitodueBas poiib B MHAYKIUA CUCTEMHOTO
OTBETa MPUHAMJICKUT DIIEKTPUUECKOW M TOPMOHAIBLHOW CUTHAJIBHBIM cuctemam. [lo-
BUJINIMOMY, UMEET MECTO B3aUMOJICUCTBUE CUTHAJIOB PAa3Iu4yHON Npupojbl. ['eHepauus u
pacrpocTpaHeHUe PIEKTPUUECKUX CUTHAIOB COMPOBOXKIAETCS U3MEHEHUEM KOHIIEHTPAIIU
Pa3IMYHBIX HOHOB U, BO3MOKHO, PACIIPOCTPAHEHHEM B3auMOCBA3aHHEIX BoH Ca?’ u ADK,
KOTOpbIE MOTYT BIIMSITh Ha CHUCTEMHOE H3MEHEHHE KOHIIeHTparui Quroropmonon. Ha
JAHHBIA MOMEHT, OJIHAKO, HEHU3BECTHO, KaKUM 00pa3oM peau3yeTcsi B3auMOJICUCTBUE
CUTHAJIOB Pa3JIMYHON IPUPO/II IPU IEUCTBUU JIOKAIBHBIX CTUMYJIOB. Heo0xo1uMo nzyyath
MEXaHHU3MbI TAaKOT'O B3aUMOJICUCTBUS U POJIb PA3IMYHBIX CUTHAJIBHBIX CUCTEM B Pa3BUTUU

CHUCTCMHOI'O OTBCTA.
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I''TABA 2. MATEPHUAJIBI U METO/IbBI

2.1. O0beKTHI HCCJIeI0BAHUS
Pactenust ropoxa moceBHoro (Pisum sativum L.) KyJIbTUBUPOBAIH THAPOINOHHBIM
crocoOOM, pacTeHUs MIIEHUIbl MATKoU (Triticum aestivum L.) BeIpalliuBaiv B TOPIIKaX C
MECKOM B Ka4ecTBe IpyHTa. PacTeHus BeIpamuBaiu B k1uMatuueckoit kamepe Binder KBW
720 (Binder GmbH, T'epmanusi) mpu temneparype 24°C u ¢otonepuone 16/8 u
(cBet/TemHOTa). B 3KcmepuMeHTax HCIOJIBb30BAIM pacTeHuss ropoxa 17-19-mHEeBHOTO
BO3pacTa C 5 MOJHOCTBIO PA3BUTHIMHM JUCTHAMHU, PACTCHUSA NIICHUIBI 15-17-mHEBHOTO

BO3pacTa. AJanTaiuio paCTEHUM K YCIOBHUIM U3MEPEHUS MNPOBOAWIMN B TeueHue 1,5 4.

2.2. MeToabl ucCiaeI0BAHUSA
2.2.1. JlokajibHas1 CTUMYJIALIUSA
JlokanbHasi CTUMYJSILMS BBINOJIHSAJIACH C UCIOIB30BAaHUEM JIOKAJIBHOTO 0XOTa
KOHYMKA JIUCTa OTKPBITHIM IIJTAMEHEM B TeYeHHE 3 ¢, a TaKKe C HCIOIb30BAaHHEM
IIOCTEIIEHHOTO HAarpeBa KOHYMKA JMCTa B KIOBeTe ¢ Bogou no 60°C B TeyeHue 7 MHUHYT
(ckopocTh HarpeBa okoJio 5°C/muH). [nomans yyactka JIucTa, HOABEPraeMOro JOKaIbHOU
CTUMYJISIMK cocTaBisa 1 cm?. KOHTpons TemmepaTypsl BOJBI B KIOBETE OCYILECTBIIAJICS

pu TOMOIIM u3Mepurens-perucrparopa remnepatypsl ATE-9380 (Akrakom, Poccus).

2.2.2. Perucrpauus 3JIeKTPHYECKON AKTUBHOCTH
2.2.2.1. BHekJIeTOYHAS PErUCTPALUS JIEKTPUIECKON AKTUBHOCTH
Peructpanusi  MOBEPXHOCTHBIX  MOTEHIMANIOB  BBHIMOJIHEHA C  MOMOIIBIO
MHOTOKaHaJbHOM MaKpOAIIEKTPOIHON YCTAaHOBKH, KoTopas cocrosiia u3 Ag'/AgCl
anexktpoaoB OBJI-1M3 («I'omenbckuil 3aBoj U3MEpPUTENbHBIX NpubopoBy», beropyccus),
3anonHeHHbix 3M KCI, Boicokoomuoro ycumutenss WIJI-113 («Cemuxo», Poccus) u
MEePCOHAIBLHOTO KOMIbIOTEpa. KOHTAKT 37EKTPOJAOB C PACTEHHEM OCYILIECTBIISUICS Yepe3
XJIONIKOBBIE HUTHU, CMOUYEHHBbIE cTaHAapTHRIM pacTtBopoMm (KCl — 1 MM, CaCl; — 0,5 MM,

NaCl - 0,1 mM). U3MeputenbHbIe JIEKTPOIbl pa3MENIaIuch Ha PACTEHUH B COOTBETCTBUU
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CO CXEMaMHM HA PHUCYHKaxX TIJaBbl 3. DJEKTPOJ CPABHEHUS KOHTAKTUPOBAI C KOPHAMU

pacTeHusI.

2.2.2.2. BHYTPpHK/IETOYHASI PErUCTPALMS JJIEKTPUIECKOH AKTUBHOCTH € IIOMOIIbIO
MHKPO3JIEKTPOIHOMH TEXHUKHU

DNEeKTPUUECKUE CUTHAIBI PETUCTPUPOBANTUCH BHYTPUKIETOUYHO C HMCIOJIb30BAHHEM
MUKPOSJIEKTPOJHON TEXHUKU HU3MEPEHUs MeMOpaHHOro moTeHuuana. MeMOpaHHbBIN
MOTEHIUAI PETUCTPUPOBAICS C TMOMOUIBIO  AJIEKTPOPU3UOTOTHUUECKON YCTAHOBKH,
coctosiieit u3 ycunurens MultiClamp 700B (Molecular Devices, CIIIA) u cuctemsl coopa
JAHHBIX C HU3KUM ypoBHeM imymMa Axon Digidata 1550 (Molecular Devices, CIIA),
MOTOPH3UPOBAHHOTO  MHKpockoma  SliceScope Pro 2000 u  MOTOPHM30BaHHBIX
ManunynatopoB PatchStar (Scientifica, BenukoOputanus) 1jst BBeIGHUSI MUKPO3JIEKTPO1a
B KJETKY, KOTOPBIM COCTOSUI M3 MHKPOIHIETKH C conpoTuBiieHMEM 12-15 MOwm,
sanonaennoit 0,1 M pactBopom KCl u morpyxénnoit B nero Ag'/AgCl-nmpoBoioKoii.
MUKpONUNETKH C AUAMETPOM KOHYMKA OKOJIO 1 MKM H3TOTaBJIMBAIUCh U3 CTEKIISTHHBIX
3aroTOBOK-KAMUWIUISIPOB ¢ moMolisto mysuiepa P-97 Micropipette Puller (Sutter Instrument,
CIIA). BHemHuii auamMeTp KanwuIsIpOB, HCHOJB3YyEMBIX JUIi  U3TOTOBJICHUS
MUKPOMUNETOK, — 1,5 MM, BHyTpeHHUl nuameTp — 0,86 MM, MmaTepuai — OOpPOCHIMKATHOE
crekiio (Sutter Instrument, CIIA). DnekTpon cpaBHEHUsS NOMENIAICS B CTaHAAPTHBIN
pacTBOp, OMBIBAIOIIUNA HCCIEAYEMBbI Y4YacTOK pACTeHHs, M MPEJCTaBIsUl  COOOM
XJIOPUPOBAHHYIO CEPEOPSHYIO TIPOBOJIOKY.

OnekTpodusznonornueckas yCTaHOBKA pa3Mellanach Ha aHTUBUOPAIIMOHHOM CTOJIE
(TMC, CIIA), nns 3ammThl OT BHEMIHUX SJIEKTPOMATHUTHBIX MOJEH MCHOJb30BaIach
kietka @apanes (TMC, CILA).

Peructpanusi MeMOpaHHOTO MOTEHIMATIa OCYIIECTBISJIACh B KJIETKaX MapEeHXHUMBbI
MPOBOASIIETO MyuyKa. 3amuch M3MEHEHUUW MeMOpaHHOIro MOTEHIMajaa MPOBOJAUIACH C
MCIIOJIB30BaHUEM IPOTPAMMHOT0 00ecTieYeHus 111 cUCTEMBI cOopa gaHHbIX — Clampex 10.4

(Molecular Devices, CIIIA), nnsi ympaBiieHHs] YCUJIMTEIEM HCIOIb30Balach Mporpamma
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MultiClamp 700B Commander (Molecular Devices, CIIIA), KOHTpOIb TO3UIIMOHUPOBAHUS
U3MEPUTETFHOTO  MHKPOJJICKTPOJa OCYIMIECTBISLICS C  TIOMOMIBIO  MPOTPAMMHOTO

ob6ecneuenus: LinLab Software (Scientifica, BenukoOpuranus).

2.2.3. OnpenesneHue coaep:kanusi (UTOrOPMOHOB METOIOM KUAKOCTHOM
XpOMaToMacc-CleKTPOMETPHH

AHanu3 cojepaHusi PUTOTOPMOHOB OCYILIECTBIISUICS B HEPa3apaKEHHBIX JTUCTHSIX
ropoxa, pacroj0KeHHBIX HUKE pa3ApakaeMoro JINCTa, U BO PparMeHTe BTOPOro B3POCIOro
JUCTa TMIIEHUIIBI pa3MepoM S5 CM, KOTOpPHIA pacrmojarajics Ha yAalleHMu S5 CM OT
HarpeBaeMoro KOHYMKa JaucTa. JlucThsi/PparMeHTsl coOWpanu dYepe3 omnpeenEHHbIe
BPEMEHHBIE MHTEPBAJIbI MOCIE PA3ApaXEHUS U HEMEIJICHHO 3aMOPAXKHUBAIU B KUIKOM
azore. Kaxpiii oOpasen B3BeIIMBAIM HA aHATUTUYECKUX BECax, 3aTEM B 3aMOPOKEHHOM
BHJIE pacTUPAIH A0 MOPOIIKOOOPa3HOTro cocTosiHUsA. Jlanee oOpa3iibl TOMOTE€HU3UPOBAIH B
AKCTPArupyloleM pacTBope (MeTaHoJ:BoAa:MypaBbuHas kucimorta = 80:19:1) B
cooTHoleHuu 1:20 aJist AMCTHEB TOpoXa U B COOTHOIIEHUU 1:15 nist pparMeHTOB IHUCTHEB
MIIEHUIIBI. DKCTParupymoIuil  pacTBOpP COJEpXkKal TakKe BHYTPEHHHE CTaHAapThl
ucclIeayeMbX (PUTOrOpMOHOB —  aeiitepupoBannblii anamor ABK 1 mr/mn [?HJ¢ABA
(Olchemim, Yexus) u '*C-meuensiii amamor CK 20 mr/ma *C-SA (TRC, Kanana).
DKCTpaKIUO MPOBOJAWIIN B TeUeHUE 18 4 1J1d ropoxa U B T€UECHUE 15 MUH U9 MIICHUIIBI
npu Ttemieparype 4°C Ha portatope Multi Bio RS-24 (Biosan, JlatBus). Ilocrne
uentpudyrupoBanus npu 20040 g u temneparype 4°C B TeueHue 25 MUH Ha LieHTpudyre Z
36 HK (Hermle Labortechnik, I'epmanus) coOupanu Hagocai0uHyIO KUIKOCTh U OCTaTOK
AKCTPArupoOBAJIM €€ pa3 B COOTHOIIEHUM 1:5 B TeueHue | 4 jyis ropoxa U B TedueHue 15
MUH 18 TiieHuIbl. OObeAMHEHHbBIE CYTIEpHATAHThI KOHIIEHTPUPOBAIIH B iBa pasa rnpu 40°C
Ha ucnaputene-koHieHTpatope Smart Evaporator Cl1 (BioChromato, Amonust). IIpoOsr
(GbunbTpoBaNU Yepe3 MIMPUIEBON HEMTOHOBBIN (GUIbTP ¢ pazmepoM mop 0,45 MM (hunbTp-

Hacanka Millex-LCR, Merck Millipore, CIITIA).
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[lonyueHHbIE SKCTPAKThl aHATU3UPOBAIIM C HCIOJIB30BAHUEM JKUJIKOCTHOTO
xpomarorpada Prominence u macc-cnektpomerpa LCMS-8040 (Shimadzu, Anonus).
O06beM unbekiuu coctanisil 10 mxi. Paznenenue aHanuToB MPOBOAMIIM C UCIIOJIH30BAHUEM
konoHku Shim-pack HR-ODS (2,21 x 150 MM, pa3mep yactuil 3 mxm) (Shimadzu, Snonust)
MPU CKOPOCTH TMOTOKa MOABMXKHOM (a3pl 0,5 MJI MUH/MUH U TeMIlepaType TepMocTara
konoHku 40°C. Dnroentsl A u B nipeacrainsiiu co6oit 0,1% BogHBIN pacTBOp MypaBbUHON
KHUCJIOTHI U alleTOHUTPUI, COOTBETCTBEHHO. [Ipoduinb rpanuenta 611 cneayomum: 0 MUH
—3% B; ot 0 no 1,5 muH nunelnHsbIi rpagueHt 10 45% B; 2,5 mun — 45% B; ot 2,5 1o 4,5
MWH JUHEHHBIN TpagueHT 10 60% B; ot 4,5 no 7,5 nuneinbiii rpaaueHt 10 80% B; 9 mun —
80% B; ¢ 9,01 no 11 MmuH — ypaBHOBEMIMBaHUE 10 UCXOIHBIX yciaoBuil 3% B.

[TapameTpbl Macc-CIEKTPOMETPUUECKOTO JACTEKTUPOBAHUS ObLIM CIIEAYIOIIUMU:
oTpullaTesnbHas noHu3anus snektpocnpeeM (ESI), pexkuM MOHUTOpPUHTA MHOKECTBEHHBIX
peakiuit (MRM), temmneparypa nunum paecosbBatanuu 280°C, Temmeparypa Ojoka
Harpesarens 400°C, mOTOK raza-pacnubuinTeNs 3 J/MUH, IOTOK ra3a-ocymurens 15 g1/mMuH.

KonuuecTBeHHbI aHanmu3 cojepxkaHus (HUTOTOPMOHOB OCYIIECTBISJICA Ha
OCHOBAaHHUU KaJMOPOBOYHBIX 3aBUCHUMOCTEH M0 IUIOHIAASM THKOB XPOMAaTOrpamM,
MOJYYCHHBIX C MCIOJIb30BAHUEM AHAIUTUYECKUX CTaHAApTOB, C KOpPpEKIuenh Mo
BHYTPEHHEMY CTaHAapTy. AHaiutudeckue cranaaptol puroropmonoB: ABK, KK-une u

O®JIK (Olchemim, Yexwus), CK u KK (Sigma-Aldrich, CILIA).

2.2.4. UHruOUTOPHBII aHAIU3
JIns OlleHKHU BIMSHHUS WHTHOWTOPOB Ha MapaMeTphl AIEKTPUYECKOM peaklnu M Ha
ypOBEHb (PUTOTOPMOHOB HCIONB30BANINCH HHruouTop H'-AT®daspl 1azMaTH4YeCKOi
meMOpanbl (5 MM NasVOi) u Gnokatop Ca®>" kamamoB (5 MM LaCls). PactBopsl
WHTUOUTOPOB OB MPUTOTOBIEHBI HA CTAaHAAPTHOM pacTBope. JJisi KOHTPOIBHOM TPYIIIbI
WCIIOJB30BAJICSl CTAaHJAPTHBIM pacTBOp 0Oe3 HMHruOUTOpoB. PacTBOpHI 3arpyxaiuch B
OTCEUYEHHBIM JUCT TMIIEHUIBI METOJOM BakKyyMHOW uHuibTpanuu. J[usg 3Toro

MPEIBaPUTEIBHO OTPE3aIn BTOPOU B3POCIBIN JUCT Y PACTCHUN MILIEHULBI, aJallTUPOBAIN
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€ro B CTAHJAPTHOM pacTBoOpe 0€3 MHTMOUTOPOB B TeueHue 14 4, 3aTeM MoJBeprail OJJHOMY
UKy BaKyyMHOW MHDWIbTpaIluu B TeueHue 5 MuUH 1ipu jaasieHuu -70 klla B BakyymMHOM

AKCHUKATOPE.

2.2.5. ®uyopecueHTHbIN UMUIKUHT

DI1yOopeCcLeHTHBINA MMUKUHT JUIS KCCIEeA0BaHus fuHaMuky pH, konuenTpanuii Ca?*
nu H>O> B nucre mniieHUIBI TPOBOAWICS C TMOMOIIBIO YCTAHOBKU IMOBEPXHOCTHOIO
ontudyeckoro umumxkuara DVS-03 (MUOT PAH, Poccus) W  4yBCTBUTEIBHBIX
¢dayopecuentHrix 30H10B BCECF, AM, fluo-4, AM (Molecular Probes, CIIIA), Ampliflu
Red (Sigma-Aldrich, CIIIA), pacTBOphl KOTOPBIX 3arpyKajuchb B OTCEUYEHHBIN JIUCT
MIIEHUIIBI C TIOMOIbI0 BaKyyMHOW HMHQUIBTpPALMU MO CXEME 3arpy3Kd [JIsi MeTojia
MHTUOUTOPHOTO aHanuz3a. PacTBOpBHl 30HAO0B ObUIM MPUTOTOBJIEHBI HA CTAHIAPTHOM
pactBope B koHueHTpanusx 10 MM BCECF, AM, 20 mxM fluo-4, AM, 50 MM Ampliflu
Red u3 ucxoansix pactBopoB B gumetwicyibhokcuae (JAMCO) xonuentpanuii 1 Mr/mi
BCECF, AM, 1 MM fluo-4, AM, 10 MM Ampliflu Red.

Jns Bo3Oyxnenus pH-uyBcTBUTENBHOTO paTuomerpudeckoro 3ou1a BCECF, AM
UCIOJB30BATUCH cBeTOoANONbI 465/10 uM u 490/20 HM, ucnyckaeMyio (GIyopecleHIINIo
nerektupoBanin ¢ nomoniplo CMOS-kamepst PRIME 95B (Photometrics, CIIA) c¢
bunbeTpom 535/43 am. GnyopeclieHTHbIE H300paxeHust moryyanu npu sxcrnozuiuu 2000 mc
¢ wactoroii 1 xaxp B 30 c. Jlna Bo3Oyxkaenuss Ca’ -ayBcTBUTENnBHOrO 30HAa fluo-4, AM
ucnoias3oBaics ceeroanon 490/20 uM, ucnyckaemyro (BIyopecueHINnI0 JTeTeKTUPOBAIU C
dbunberpom 535/43 am. GayopeciieHTHbIE H300paxeHust moryyanu npu 3xcnozuiuu 2000 mc
¢ yactotoil 1 kaap B 20 c. st Bo3Oyxnenus H>Oz-uyBctBUTENnbHOTO 30012 Ampliflu Red
ucnoias3oBaics ceeroanon 530/20 HM, ucnyckaemyr (GpIyopecleHINnI0 TeTeKTUPOBAIU C
dbunbsrpom 650/50 amM. dayopeciieHTHbIE H300paxeHust moryyanu npu 3xcno3uiuu 2000 mc
¢ yactoto | xanp B 20 c. 3anucu Npor3BOJWINCH IPU OCBEIICHUHA AKTUHUYHBIM CBETOM
650/50 num. Ilomyudaembie u300pakeHUsT 00padaTHIBAIM C MOMOIIBI MPOTPAMMHOTO

obecneuenust Imagel.
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JUis  WcclaemoBaHMS JMHAMMKM KoHueHTpauuu Ca®’ B crebne ropoxa ObLI
ucnonb3oBad Ca’'-uyBCTBUTENBHBIN ()IIyOPECLEHTHBIA PAaTHOMETPUYECKUM 30HA fura-2,
AM (Molecular Probes, CIIIA). Jlns 3arpy3ku fura-2, AM B kietku pactenust | MM pactBop
3072 B JIMCO pa3zBoamwim g0 koHueHTpauuu 10 MKM ¢ ucnosib30BaHUEM CTaHIAAPTHOTO
pacTBopa. Y4acToK CTeOJIsl TOpoXa MEXIy MEPBBIM U BTOPHIM JUCTOM WHKYOHMpOBalU B
pactBope 30HAa B TeueHue 17 4 npu temneparype 4°C. 3atem 3TOT y4aCTOK IPOMBIBAIIH
CTaHJIAPTHBIM PACTBOPOM MPU KOMHATHOW TEMIIEPATYpPE B TEUEHHE 2 Y.

Peructpanuto ¢ayopecueHiuu 3arpyxxeHHoro 3ou1a fura-2, AM ocyuiecTBiasiid ¢
nomomnipio cnekrpodayopumerpa Shimadzu RF-5301 PC (Shimadzu, Snounus),
OoCcHaNIEHHOTO onTuyeckuM BoJlokHOM BOJIC-Pb u yctpolicTBoM aJist u3MepeHus ciaadbix
JIOMUHECLIEHTHBIX CHUTHAJIOB BHE KioBeTHOTO oTaeneHus «Jlarymxka» (KD «I'panaty,
Poccus). 3oHy  peructpauu  (QIyopecleHIMH  3aTeMHSJIM  C  MOMOIIBIO
CBETOHETPOIYCKAIOIIMUX CTEHOK. J[MaMeTp CBETOBOTro MsiTHa BO30yxkaaromiero ceera (380
HM 1 340 HM) Ha yyacTke cTe0Jis cocTaBisl npuoau3utesnbHo 1 mm. GiyopeciieHInIo 30H1a

peructpupoBanu npu 505 HM.

2.2.6. U3mepenue GOTOCHHTETHYECKON AKTUBHOCTH

AKTUBHOCTh  (POTOCHHTE3a  ONpENENssid IyTeM  PErucTpalud  JUHAMHKU
bayopecueniuu xiaopoduina gorocucremsl Il (PSII) ¢ ucnonszoBanuem Imaging pulse-
amplitude modulation (PAM) na ¢guyopumerpax Open FluorCam FC 800-O/1010 (Photon
Systems Instruments, Uexus ) u IMAGING-PAM M-Series (Heinz Walz GmbH, I'epmanust).
PeructpupoBanu Takue mapaMeTpbl KaK KBAHTOBBIM BBIXOJ (DOTOXMMHUYECKUX pEaKIui
dotocuctemsl I (Opsi) u HEDOTOXMMUYECKOE TylieHue (iyopecuenuun (NPQ), koTopsie
OTPa)KatOT UHTEHCUBHOCTh (DOTOCHHTETHYECKUX TporieccoB. Dpsy ObLT paccunTaH Kak

®psip = (Fn” — F)/ Fu’,

rne F u Fn’ — Texkymuii ¥ MakCUMaJIbHBIM ypOBEHb (IyopecleHIuu XJopoduiuia

¢dotocucremsl Il B yCI0BHUSIX OCBELIEHUS.
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NPQ paccuutsiBasucs no popmyie
NPQ = (Fm— Fu’)/Fn’,

rae Fin —MakcuManbHbii ypoBeHb (iryopectieHuu xaopoduia porocuctemsl I (Maxwell,
Johnson, 2000).

[Ipu perucrpanuu Ha ayopumerpe Open FluorCam FC 800-O/1010 pactenue
pacrionarajii B HM3MEpPUTEIbHOW 00JIACTH YCTaHOBKH, KoTopas coctaBiser 20x20 cwm.
3nauenus Fo, Fnw’ u Pm ompenensnu nocne 15 MuH TEMHOBOM amanTalnuu, MOCIE YETO

2 ¢!, 617 nm) A cBETOBOIA

BKJIIOYANIM KpacHbI aKTUHWYHBIN cBeT (280 MKMOIb M
agantauuu B TedyeHue 30 MUHYT. 3aTeM MOJaBaJMCh HACHIIIAIONINE CBETOBBIE UMITYJIbCHI
(4000 Mxmomb M ¢!, xomoaHsIi 6enblii cBeT 6500 K, 800 Mc).

[Ipu peructpanuu Ha dayopumerpe IMAGING-PAM M-Series auct ropoxa
3aKpeIUIsiid B M3MEPUTENbHOM TONOBKE mpubopa. VIMIynbChl HACHIIAIOMIETO CBETa

nogaBanu pa3 B 10 ¢ mnga nmomydenus: uzoopaxkeHus: 3p(HEeKTUBHOTO KBAaHTOBOTO BHIXOJIA

MOTOKA 3JIEKTPOHOB (poTtocuctemsi 11.

2.2.7. OneHKa MHTEHCUBHOCTH TPAHCIIMPALMHU

Jnsi OLEHKM MPOCTPAHCTBEHHOTO pACHpPENCNICHUs] HW3MEHEHHMM TpaHCIupanuu
PErucCTpUpPOBAIM U3MEHEHUsI TeMIiepaTypbl noBepxHoctu JucTheB (Belko et al., 2013; Guo
et al., 2020), xoropas ompenensigack ¢ THomolblo TermaoBuzopa Testo 885 (Testo,
I'epmanus). CbréMKa Benach MOKaAPOBO, OCYIIECTBIISIACH OJTHOBPEMEHHAs PErUCTpalus B
OJIHOM KaJp€ KOHTPOJIBHOI'O U CTUMYJIUPOBAHHOI'O PACTEHUM, KOTOPhIE ObUIN YCTAaHOBIICHBI
psagoM. OOpaboTKa MOJYYEHHBIX JAHHBIX MPOBOUIACH C UCIOIH30BAHUEM MPOTPAMMHOIO
obecnieuenusi Testo «IRSofty. OO0 wu3MeHeHUM TpaHCHUpALMU CYAWIH TO pa3HUIE

TEMIICPATYP COOTBCTCTBYIOIIUX JINCTHEB CTUMYJIMPOBAHHO U KOHTPOJIBHOT'O paCTeHI/If/'I.

2.2.8. AHaTOMHUYeCKOe HCCJIe0BaHNe cTeDd I ropoxa
[Tonepeunbie cpe3bl Y3JI0B U MEXA0Y3JIUM CTEONsI Topoxa ObUIM MPUTOTOBIICHBI U3

CErMEHTOB JMaMeTpoM 8 MM, 3alduThiX B mnapaduH. [lomepeyHbie ceyeHUS CETMEHTOB
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TONIIMHON 25 MKM nofrydanu Ha potopHoM Mukporome HM 325 (Thermo Fisher Scientific,
CHIA). IlomyueHHble TOMEPEYHBIE CPE3bl OKpAIIUBAIM AaKPUIUHOBBIM OPAHKEBBIM,
BBIJIEJISISL TUTHU(DUITUPOBAHHBIE TKAHU (KJIETOYHbIE CTEHKU KJIETOK MPOBOJSIIMX MYYKOB).
AKPUIMHOBBIM OpaHXKEBBIM HMeeT MakcuMyMm BoO30yxaeHuss 490 HM M MaKCUMyM
m3nyueHuss 535 HM. MHUKPOCKONUYECKHE H300paKeHUs] TMOdydald C TOMOIIBIO
(dbayopeclieHTHON MUKpockonuu mpu 10-KpaTHOM YBEIMYEHUU C UCIHOJIH30BAHUEM
uHBepTUpOBaHHOTO MUKpockomna Olympus X71 u o6sektuBa CPlanFN L 10%/0,3 (Olympus,

Snonmus).

2.2.9. CraTucTH4YeCKUil aHAIH3

Kaxnas cepusi SKCHEpPUMEHTOB COCTOsUIa HE MEHEE YeM U3 5 TMOBTOPOB, Kaxias
MOBTOPHOCTh  BBITIOJIHSUIACH HAa OTACIBHOM PACTEHUU, ISl OMPEICICHUS ypPOBHS
(UTOTOPMOHOB Ka)K/1asi TOBTOPHOCTH BKIJTFOYAIa S pacTeHHid. B pe3ynbrarax nmpeacTaBicHbI
TUMIAYHBIC 3aliCH OTACIBbHBIX W3MEPECHHM, CPEIHHE 3HAUYCHUS, OIMUOKH CPEITHETO,
oroOpaxaeMble B (opMe IUIAaHOK TMOTPEIIHOCTEH. AHaIM3UpyeMble  JlaHHbIE
COOTBETCTBOBAIM HOPMAJILHOMY pacipeiesieHn0. 3HAUMMOCTh Pa3INdiid OTpeessiiach ¢
noMonipio t-recta CThIOJIEHTa U METOJOM OJAHO(PAKTOPHOTO TUCIEPCHUOHHOIO aHalIn3a
(xputepuit Jlanuera) ¢ ucnosibzoBanrem nporpammbel GraphPad Prism (v. 6.01, GraphPad
Software, Inc, CIIIA). YpoBeHb cTaTUCTUUECKOM 3HAYUMOCTHU ObLIT ycTaHoBIeH ripu p<0,05.

Koadpunment koppensiuu [Mupcona ObUT UCTIOAB30BaH JJIsI KOPPEIAILIMOHHOTO aHATU3a.
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I'/TABA 3. PE3YJIBTATBI U UX OBCYKJIEHUE

3.1. UaaynupoBaHHbIe JOKAJIbHBIM CTUMYJIOM JJIEKTPUYECKHUE CUTHAJIbI, U3MEHEHH e
coaepxxkannsi UTOTOPMOHOB M AKTUBHOCTHU POTOCHHTE3A

JlokanbHBIA TMOBPEXKJIAIOMIMN CTUMYJ BBI3BIBAET TEHEPAIUIO DJIEKTPUUYECKOTO
CHUTHAJla B Hepa3ApaXEHHBIX TKAHAX pacTeHUU MIIeHUIbl (puc. 2) u ropoxa (puc. 3).
OnekTpuueckuil curHan npexactaBiaser BIl — mepexonHoe u3MeHeHHE MEMOPaHHOTO
MOTEHIIMAJIa C OTHOCUTENIbHO OBICTpOM ha3oil aemosisspuzanuyd U AJIUTENbHOU (a3zoi
pernosapu3aiy BapuadeabHOW (GOpMBI U OOIIEH MPOJAOIKUTEIHLHOCTHIO (POPMUPOBAHUS
peaKIuu HECKOIBKO JIECSITKOB MUHYT, YTO COOTBETCTBYET XapakTepuctukam BII nmo nanusim
nutepatypsl (Vodeneev et al.,, 2015; Huber, Bauerle, 2016; Klejchova et al., 2021).
Peructpanus BII B pacTeHusIX NIIEHUIBI U TOpOXa OCYILIECTBIEHA KAK C MOMOILIBIO
MUKPO3JIEKTPOTHON TEXHUKU M3MEpPEHHs MeMOpaHHOro moTeHnuana (puc. 20, 3B), Tak u
METOJIOM BHEKJIETOUHOW PErucTpaliuu NoTeHuanoB (puc. 2a, 3a, 30). BHyTpukieTounsle
MU3MEPEHUS C MOMOIIBI0 MUKPO3JIEKTPOIOB U BHEKIIETOUHBIE U3MEPEHUSI IEMOHCTPUPYIOT
CXOJICTBO 3apETrUCTPUPOBAHHBIX AIEKTPUUYECKUX PEAKIHM, 4TO MO3BOJISET HUCMIOJIb30BAThH
METOJI BHEKJIETOYHON pEerucTpanuyd MNOTEHIMAJIOB [JIsi HMCCIEAOBAaHUN SIIEKTPUUYECKUX
CUTHAJIOB pacTeHuil, B yactHocT BII.

Ammumtyna BII B nmcre mimeHUIbl Ha pacCTOSIHUM 7,5 CM OT MECTa JIOKaJIbHOTO
pasapaxeHus coctasisina 62 + 6 mB. [Ipu pa3znpaxkeHun nepBoro 3peuaoro JIMCTa ropoxa
(JIc) ammutyna BIT B cocennem nucte (JI1) Ha paccrosiuuu 10 cM coctaBnsina 57 + 4 mB,
Ha ydacTke cTeOyst Mexay pazapaxkaembiM (JIc) m mocnmemyromum auctom (JI1) Ha
paccrosiuuu 3 cMm — 83 + 2 mB. XapakrepHoe BpeMst Bo3HukHOBeHUs BII (Havano pa3Butus
nenossipu3anum) coctaBisieT ~15 — 30 ¢ mocne ctumynanuu. Takke UMeeT MECTO Pa3BUTHE
BTOpPOW BOJHBI Jienoyisipu3anuu cnycta ~60 — 100 MuH nocne pasgpaxkeHus, ¢ MEHbIIEH
aMILTUTYZ0M 1 OOJbIIEH JIUTEIBHOCTHIO 10 CPABHEHHIO C TIEPBOM BOTHOM JIeTIONsIpU3aIiun
(puc. 26). B nenom napamerpsl BII, 3apeructpupoBaHHbIe Y paCTEHUN MIIIEHULIBI U TOPOXa,
COTNOCTaBUMBI C JaHHBIMU HccieaoBaHuil BII nns paznuyHbIX BHAOB BBICIIMX PAcTECHUU

(Stahlberg, Cosgrove, 1997; Stankovic et al., 1998; Sukhov et al., 2014).
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Pucynok 2. Bapuabenbnbiii noreniuan (BII), nHaIynmupoBaHHBIN JTOKaIbHBIM HarpeBOM KOHYMKA JIMCTA
MIICHUIIB: @ — TUIMYHAs 3aIIUCh TOBEPXHOCTHOTO 3JIEKTPHUUECKOro MOTEHIHaNa, 0 — THUIWYHAS 3alHCh
M3MEHEHHs MEeMOpaHHOro NOTEHIMAajda KJIETKH OKOJOMYYKOBOW MAapeHXUMBI JIUCTAa; MOMEHT Hauaia
HarpeBa cooTBeTcTBYeT Touke O MuH; B — cxema peructpaimu BIl B pactenusax mnmeHunsl (O —
M3MEPUTENIbHBINA BHEKIETOUHBIA MaKpOAJIEKTPO / BHYTPUKIECTOYHBIH MUKPOIIEKTPO.T)
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Pucynok 3. BapuaGenbnpiii morennuan (BII), uHAyIupOBaHHBIN JIOKaTbHBIM O0XOTOM KOHYMKA JIMCTA
ropoxa: TUMUYHBIC 3aMKMCH MOBEPXHOCTHOTO 3JIEKTPUUYECKOr0 MOTEHIMaNa B uepenike jucta (D) (a) u
crebne (Der) (0), B — THMHYHAS 3aMKUCh U3MEHEHUS MEMOpPAaHHOTO MOTEHIIMANTa KIETKU OKOJIOMYYKOBOM
napeHXuMbI cTe6st (Der.); MOMEHT HaHECEHUsS 0’kora 0003HaueH CTPENIKO; T — cxema perucrpauuu BIT B
pacteHusix ropoxa (On U Der— U3MEPUTENbHBIE BHEKJIETOYHBIE MAKpPO3JIEKTPOJbl / BHYTPUKICTOUYHBIH
MUKPOAJIEKTPO.)

JlokanbHBIC pa3ApaKUTENIM MOMHUMO pacnpocTpaHeHuss BII BBI3BIBalOT M3MEHEHHE
aKTUBHOCTU (POTOCHHTE3A, YTO XOPOIIIO U3BECTHO MO JaHHBIM juTepatypsl (Pena-Cortés et
al., 1995; Hlavackova et al., 2006; Grams et al., 2009; Fromm et al., 2013; Sukhov et al.,
2014; Biatasek et al., 2017; Krausko et al., 2017). M3menenne ¢GHOTOCUHTETHYECKOM
AKTHBHOCTH B Hepa3ApaKEHHBIX TKAHSAX MPOHUCXOIUT IOJ JCHCTBHEM TaKUX JIOKAIBHBIX
ctumyioB kak oxor (Hlavackova et al., 2006; Hlavinka et al., 2012; Sukhov et al., 2014);

Mexanudeckoe mnoBpexiaeHue (Fromm et al.,, 2013; Krausko et al., 2017), neiictBue
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anexktpuueckoro Toka (Pena-Cortés et al.,, 1995; Bulychev et al., 2004).
DOTOCUHTETUYECKUI OTBET MOKET UMETh PA3TUUYHYIO JUHAMUKY, BKIIFOYAIOIIYIO OBICTPYIO
(OT HECKOJIBKUX MUHYT /10 HECKOJIBKHUX JECATKOB MUHYT MOCJI€ CTUMYJISILIAN ) U JUTUTEIHHYIO
(0T mecaTKOB MUHYT JO HECKOJBKHMX 4acoB mocie ctumynsanuu) ¢asel (Hlavackova et al.,
2006; Sukhov et al., 2019). Xapakrepuctuku (GOTOCUHTETUYECKOTO OTBETA PA3TUYAIOTCS Y
pPa3HBIX BUJOB PACTECHHM, MPOSBISAIOT 3aBUCHUMOCTH OT BO3pacTa U TUIA pa3ApakKUTEIs
(Fromm et al., 2013; Gallé et al., 2015; Vodeneev et al., 2016). ¥ pactenuii Tabaka
(Hlavackova et al., 2006) u TeikBbl (Sherstneva et al., 2015) dborocunTeTHUEeCKUN OTBET
MPEACTaBICH TOJBKO JJIUTENbHOW WHAKTUBAIMEW, TOorjga Kak y JAPYruX pacTeHUu
(HampuMmep, y MIIEHUIIBI, TOPOXa, TOMATa, POCIHKU) peaKIys BKIIOYAET KaKk OBICTPYIO, TaK
U JUUTeNnbHYy0 nHakTuBaiuio (Sukhov et al., 2019).

[IpoBenéHHOE HaMU  KCCIENOBAaHUE  BIMSHUA  JIOKQIBHBIX CTUMYJOB  Ha
(bOTOCUHTETUYECKHE TTPOIIECCHl B HEPA3APAKEHHBIX YACTAX PACTCHUN MIIEHUIBI U TOpoxa
MOKAa3aJI0 Pa3BUTHE BPEMEHHOM MHAKTUBAIIMU ()OTOCUHTE3A MOCTE NIEUCTBUS pa3IpaxuTeNs
(puc. 4). CHmxeHHE aKTHUBHOCTU (DOTOCHMHTE3a MPOSIBISETCS B TOHUKEHUU YPOBHS
s dextrBHOCTH (oToXuMUUYeckux peakiui ¢orocuctemsl Il (Dpsn) U pocte ypoBHS
Heoroxumuueckoro tymeHus (NPQ). [lunamuka GOTOCMHTETUYECKOTO OTBETA BKIIIOUAlIa
ObicTpyt0o U JiuTenbHylo (asbl. IlepBast ObicTpas BOJIHA CHIDKEHUSI aAKTUBHOCTHU
(dboToCcuHTE3a HAUYMHAETCA 4Yepe3 HECKOJIbKO MHUHYT mocie uUHaykiuu BIl nokanbHbIM
CTUMYJIOM U JuyiuTcst okosio 10 muH y mmenunsl U 10 — 20 MuH y ropoxa, Bropas 0oiiee
MPOJIOKUTEIbHAS BOJIHA HAUMHAET Pa3BUBATHCS 10 OKOHYAHUU NIEPBOM U IIUTCsA 0K010 30

MHWH Yy HIICHUIBI U OKOJIO Yaca y ropoxa.
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Pucynox 4. VI3MeHeHus aKTHBHOCTH (DOTOCHHTE3a, HHIYLHMPOBAHHBIC JIOKAJIBHBIM pPa3IpaKeHHEM:
TUIIMYHBIC 3alUCH U3MeHeHHH Hedoroxumuueckoro tymeHus (NPQ) (a,B) u ypoBHS 3p(HEKTHBHOCTH
doroxumuueckux peakuuit porocucrems! 11 (Ppsi) (0,r) B HEpa3ApaKEHHON YACTH JUCTA MIICHULBI TIPH
JIOKaJIbHOM HarpeBe (a,0) U B HepazapaXEHHOM JIMCTE TOpoXa IPH JIOKAIBHOM OXOore (B,I'); MOMEHT
renepaunu BIl o0o3HaueH NyHKTUPHOH IWHHEW; B TpPaBOM YacTW PUCYHKA MPEICTABICHBI CXEMBI
U3MepeHus: POTOCUHTETUIECKHUX ITapaMETPOB B PACTCHHUSX MIICHUIIBI U TOPOXa

Pa3Butre (HOTOCHHTETHUECKOTO OTBETAa B HEPA3APAKEHHBIX YACTIX pPACTEHUS,
MPEANOJIOKUTENBHO,  SIBIISIETCS  CJIEACTBUEM  pPACIpPOCTPAHEHUS]  JAUCTAaHIMOHHOIO
ctpeccoBoro curHana (Koziolek et al., 2004). B To ’xe Bpemsi MexaHU3Mbl MUHAYKIUU
ObicTpolt © JnnuTenbHOM (a3 orBeta (OTOCHMHTE3a, MNO-BUAUMOMY, pasznuyHbl. Ha
CETOJIHSIIIIHUN JEHb XOpOIIO M3y4YeH MEXaHW3M pa3BUTHUSL TEepBOUM ObICTpoil (azbl
¢dborocunternueckoro otBera (Sukhov, 2016). bsicTpas mnepexomHas HWHaKTUBAIUs
dboTocunTe3a o0OycnoBieHa caBuramMu pH — BpeMEHHBIM 3aKUCJIEHUEM IHUTOIIa3Mbl U
3allleJlayvBaHUEM arloIyIacTa, MPOUCXOASIIUMU U3-32 BPEMEHHOT'O YTHETEHUSI aKTUBHOCTHU
H'-AT®a3er npu redepanmu BIT (Grams et al., 2009; Sukhov et al., 2014). Takue

n3MeHeHuss pH npuBogar k cHuwxkeHuto TpaHcnopta CO: B KJIETKH, YMEHBUICHUIO
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akTUBHOCTU (epMeHTOB 1uKkia KalbBuHAa U POCTYy TEIUIOBBIX NOTEPh SHEPrUU
TIOTJIONIEHHOT'0 CBETAa, UTO MPUBOAUT K MHaKTHUBaIUK ¢oTocunTesa (Sukhov et al., 2019).
JnutensHas ¢daza QOTOCUHTETUYECKOTO OTBETa, MO-BUAUMOMY, HMEET HWHOU
MEXaHHU3M UHIYKIUU. B 4aCTHOCTH, IpeAnoiaraeTcs y4acTue CTpEeCCOBBIX (PUTOTOPMOHOB,
takux kak ABK u KK (Hlavackova et al., 2006; Hlavinka et al., 2012). Oqnako B nutepaTtype
MPECTaBICHbBl TPOTUBOPEUMBLIE JAaHHBIE O HAMPABICHHOCTH M3MEHEHUU KOHIIEHTpalui
TOPMOHOB M XapaKTEPHBIX BpeMEHaxX MPOIECCOB Yy PA3IUYHBIX PACTCHUHN MPHU JOKAIHLHOM
nerictBum ctpeccopoB (Hlavackova et al., 2006; Hlavinka et al., 2012; Krausko et al., 2017).
Tak, B pacTeHusix Tabaka JOKaJIbHBIA OKOT BBI3BIBAET OBICTPHIN pocT KoHIeHTpanuu ABK
u Oosiee mo3aHui pocT KoHueHTpauuu XK B Hepazapak€HHOM JIMCTE, YTO yKa3bIBAET Ha
BO3MOXHYI0 poiib ABK B 3akpbITHM yCTBUIl U CHUKEHHH ckopocTu accummisiiuu CO2 Ha
HayaJgpHOM 3Tane, Toraa kak KK unayuupyer 6onee no3auioro ¢aszy orsera (Hlavackova
et al., 2006). B pactenusx Ttomata u3meHeHue cojepxkanus ABK B Hepazapak€HHBIX
JUCTBSIX HE 3apETUCTPUPOBAHO, B TO BpeMsl Kak cucteMHoe cojepxanue JKK 3HauntenbHo
yBenudeHo. IIpu aTom, oqHako, nMen 3HaYeHUE HadallbHbIM YpoBeHb ABK, onpenensrommuii
xapaktep u3meHeHus razooomena (Hlavinka et al., 2012). B noBymike HaceKOMOSTHOTO
pacTteHusi pocsiHKU Drosera capensis JOKaIbHOE TOBPEKICHUE BBI3BIBAET IMOBBIIICHUE
KOHIIEHTpaluu »x)acMoHatoB U ABK Hapsny co CHUKEHHEM aKTUBHOCTU (POTOCHHTE3A
(Krausko et al., 2017). [Ipu sToM npeamnosoxeHa poib KaCMOHATOB B MHJIYKIIUU OTBETOB
(dboTocuHTE3a, MOCKOJIbKY HanboJee 3HAUUTENIbHOE YyTHETeHUE (POTOCUHTE3a HAaOII01alI0Ch
BO BpeMs JOCTIKEHHUS MAaKCUMAJIbHBIX KOHIIGHTpAIlMH KAaCMOHATOB, W, HAIMpPOTUB,
(dboTocuHTEeTUYECKAss AaKTUBHOCTh BOCCTAaHABJIMBAJIACh IO MEpE CHUXKEHHUS COIEp KaHUs
’KAaCMOHATOB. B 1ieoM Maiblii 0OBEM UMEIONIUXCS SKCIEPUMEHTANBHBIX JaHHBIX U HX
BapualOeNbHOCTh HE TMO3BOJISIIOT  CHEJdaTh OJHO3HAYHOTO 3aKJIIOYEHHUS] O  POJU
OMpeIeIEHHOr0 TOPMOHA B MHAYKIIUU ONpeAeaEHHON (Pa3bl (POTOCHMHTETUUYECKOTO OTBETA.
[TosTOMy CleAyIONIUM 3TaroM JaHHOW pabOThI CTaao UCCIEAOBAHHWE KOHIEHTPALIMOHHOU

JTUHAMHUKA (PUTOTOPMOHOB TMOCJIE ACHCTBUS IOKAIHHOTO CTUMYJIA.
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JIoKanpHBIM CTUMYJI BBI3BIBAET HE TOJBKO TreHepauuio BIl, HO ¥ wu3MmeHeHue
cojepkanusi (UTOTOPMOHOB B HEPa3JIpaXEHHBIX TKAHSIX PACTCHUI MIIEHUIBI U ropoxa.
beinu uccnenoBansl Takue crpeccoBbie putoropmonsl kak ABK, CK u sxacmonatsl (KK u
KK-une). JlokanbHbIN HAarpeB KOHYKKA JIMCTA MIIEHUIIBI BBI3BIBAET U3MEHEHUE COJIEPKAHUS
(bUTOrOPMOHOB B HEpa3APAKEHHON YACTH JIUCTA HA PACCTOSIHUU OT JEHUCTBUS JIOKAIHHOTO
ctumyna (puc. 5). Iunamuka koHneHtpauuu ABK MoxeT ObITh 0XapakTepu3oBaHa Kak
onHodazHas KpuBas ¢ MaKCUMyMoM Tipu 60 MuH nocse ctumysiuu (puc. Sa). Conepxanue
ABK uepe3 120 mMuH mociie BO3JICUCTBHS CTHUMYJIA TAKXKE JOCTOBEPHO MPEBBIIIACT
conepkannie ABK B mokoe (touka 0 wmuH). Yepez 180 MuH mocie pazgpakeHus
koHueHTpaius ABK cHuxkaercs 10 KOHTPOJBHBIX 3HAYEHUU. B JMUCTHAX MINEHUIIBI MPU
JIEUCTBUM JIOKAJIBLHOTO HarpeBa Takxke ObuIo uccienoBaHo conaepxkanue CK B ynanénnom
¢parmente (puc. 50). Quuamuka CK xapakrepusyercs nByxX(a3zHOW KPUBOW C MEPBHIM
MakcumMyMoM mipu 40 MuH U BTOphIM MakcuMymom npu 120 muH. Konnentpamus CK
HaynHaeT pactu ¢ 20 MUH moclie NEeUCTBUS CTUMYJa U BO3BpAIaeTCid K KOHTPOJIbHBIM
3HaueHusiM yepe3 60 muH u 180 muH. HaumbGosiee BbIpak€HHbIE U3MEHEHUS Cpelu
(UTOTOPMOHOB TMpHU JACHUCTBUM JIOKAJIBHOTO HAarpeBa BBISIBJIEHBI I >KaCMOHATOB.
VBenmuuenne koHueHtpanuu KK HaumHaercs yxe depe3 5 MHUH MOCIE CTUMYISIUU U
nocturaet makcumyma npu 10 MuH, a 3aTeM MOCTENEHHO CHUKAETCA 10 KOHTPOJIBHOTO
ypoBHs (puc. 5B). 3ameTHbIN pocT kKoHueHTparuu JKK-uie Takke HauMHaeTcs 4epes3 5 MUH,
NOCTUTAaeT MakcuMyMa depes 20 MUH nociie IEMCTBUS CTUMYJIA, TIOCTENEHHO BO3BPAIIAETCA
K KOHTPOJIbHBIM 3Ha4eHUsM (puc. 5r). B 11enom 1uHaMuKy kacMOHATOB MOKHO OMKCATh Kak

0JIHO(ha3HYIO KPUBYIO C OBICTPBIM POCTOM.
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Pucynok 5. JluHamuka koHueHTpanuu adciu3oBoii kucinotel (ABK) (a), canummnosoii kucnotsl (CK) (0),
xacMoHoBou kucnotrel (KK) (B), sxacMonumi-uzoneinnna (KK-une) (r), MHAyUHpOBaHHASL JTOKAJIbHBIM
HarpeBoM, B Hepa3ApaXEHHON YacTH JIMCTA MIIEHUIbI; MOMEHT reHepanuu BII coorBercTByeT Touke 0 MuH;
B IPaBOM YacTU pPUCYHKA NPUBEACHA CXEMa OINPEAEICHUS COACpKAaHUS (UTOTOPMOHOB B PACTEHUSIX
TIIEHUIIBI

* — CTaTUCTUYECKH 3HAYUMBIE pa3INyusl OT KOHTposibHOTro 3HavyeHus (0 mun), p<0,05

JleficTBUE JOKaJbHOTO pa3apakUTENsl Ha U3MEHEHUEe cojJepkaHus (PUTOrOPMOHOB
TaKXke ucciaenoBa B pacteHusx ropoxa. Konuenrpanum ABK u XK onpenensiiu B
Hepa3ApaKEHHOM JINCTE Yepe3 OINpe/eTEHHbIE MPOMEXKYTKH BPEMEHH IOCJIE HAaHECEHUs
0’KOra Ha BBIIIEPACIIOJIOKEHHBIA cocenHui aucT (puc. 6). Ha ucciegoBaHHOM BpeMEHHOM
npoMexyTke oT 0 1o 120 MuH nmocie aerctBus ctuMyna KoHneHtpauuss ABK nqoctoBepHo
HE OTiIuWYaeTcsa oT ypoBHsS B mokoe (0 MuH), HaOIIOAAIOTCS TOJIBKO HE3HAYUTEIbHbBIC
konebanus (puc. 6a). Konnenrpanus KK ObicTpo Bo3pacTaeT mociie ACHCTBHS 0XOTa,
HauuHas ¢ 5 MuH nocie ctumyssinuu (puc. 60). Coaepxkanue XK nocturaer makcumyma
yepe3 15 MUH mocie pa3ipa)keHus U 3aTeM MOCTENEHHO CHIXKAETCS K UCXOJHOMY YPOBHIO

Ha MPOTAKCHUU UCCIICAYCMOI'O BpCMCHHOI'O MHTCPBAJIa.
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Pucynok 6. lunamuka xoHmneHtparuu adciu3oBoii kucnotsl (ABK) (a) u xacmonooii kucnotsl (JKK) (0),
MHAYLHMPOBAaHHAs JIOKAIBbHBIM 0)KOIOM, B Hepazapak€HHoM sucte (JI1) ropoxa; MomeHT renepauuu BII
COOTBETCTBYET Touke (0 MHUH; B IIPaBOM YacTH PHUCYHKa IPUBEJEHA CXEMa OINpPEACICHUS COACpKAHMS
(UTOrOpMOHOB B PACTEHUAX rOpoOXa

* — CTaTUCTUYECKH 3HAYUMBIC Pa3INyusl OT KOHTposibHOTro 3HavyeHus (0 mun), p<0,05

JuHamuka coepkanusi TOPMOHOB IIPH JIEUCTBUU JIOKAILHOTO CTUMYJIa UMEET 0011e
YEepThl B PA3IMYHBIX pacTeHUAX. JIMHAMHKY )KaCMOHATOB OMUCHIBAET OJHO(a3HAsI KpUBas C
OBICTPBIM POCTOM, BBIPQ)KEHHBIM MAaKCHUMYMOM U TOCTENEHHBIM CMaJ0M. XapaKTepHbIC
BpPEMEHA Hayaja poCcTa KOHLUEHTPAUH )KaCMOHATOB JIEXKAT B MpeJiesiax NepBbIX 5 — 15 MuH
rnocie pazapaxenus. JJocTukeHne MaKCUMalbHOW KOHUEHTPALMK TPOUCXOAUT uepe3 10 —
20 MuH, a 3aTEM HAYMHAECTCS MOCTEIICHHBIN CIaJ U BO3BPAIICHUE K HCXOIHBIM 3HAYCHHUSIM.
HNcxonHblii ypOBEHb KAaCMOHATOB B HCCIEAYEMBIX pAaCTEHUSIX B COCTOSIHUHM TOKOS
JIOCTATOYHO HU3KHUM, HO OBICTPO W MHOTOKPATHO YBEJIMYMBAETCS TMPU JOKAJTHLHOM
noBpexaarouiem BozaencTeun. s ABK xapakTepHO OTCyTCTBUE U3MEHEHUN Ha KOPOTKUX
BPEMEHHBIX TPOMEKYTKaAX 10 60 MUH, 3HAUMMOE YBEIIMUYECHUE MTPOUCXOIUT Y MILIEHULIBI ITPU
60 MuH 1 120 MuH, HO HE BBIpaXEHO y ropoxa. B nucre mmenuus! conepxxanue AbBK B
MaKCHUMyM€ MPEBBIIIAET YPOBEHB 0 pa3/ipakeHust npuMepHo B 1,5 paza.

BnusiHne  TEIIOBBIX  JIOKAIBHBIX CTUMYJIOB Ha HW3MEHEHHE COJEpKaHUA
(bUTOrOPMOHOB B HECTUMYJIMPOBAHHBIX TKAHSAX OBLIO OMUCAHO B JIuTeparype panee. [lpu
HarpeBe JUCTheB apaduoricuca B Bojae 40°C ObLIO 3apeTUCTPUPOBAHO KPATKOBPEMEHHOE
noBbllieHUe KoHUeHTpauuu ABK B ynmanénHom mnucre uepe3 10 muH mociie neuctBust

ctumyna (Suzuki et al., 2013), narpes nucta apabugoncuca a0 33°C nokasan yBeIudeHue
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koHUeHTparun CK B ynaJ€HHOM JMCTE€ B TEYEHHE § MHUH NOCJIE JIEUCTBUS HArpesa,
m3menenus o KK Ha nanHHOM BpeMEHHOM IMpOMeEXyTke oTcyTcTBoBaiu (Zandalinas et al.,
2020). Oxor nucra Tabaka TIOKa3blBa€T JAMHAMUKY (UTOTOPMOHOB OTJIMYHYIO OT
3aperuCTPUPOBAHHON B Hallel padoTe: B Hepa3ApakEHHOM COCETHEM JIMCTE COJIepKaHUE
ABK Bo3pacTaeT ObicTpo ¢ MakcuMyMOM npu 15 MuH, a k 60 MUH MOcie ASUCTBUS 0XkKoTa
BO3BpalaeTcs K UCXOJHbIM 3HaueHusM, JKK, HampoTuB, HauMHAET pacTh TOJBKO Ha
JUTUTEIIBHBIX BPEMEHHBIX MPOMEKYTKax ¢ mMakcumymom mpu 60 muH, CK mpu stom He
m3mensercs (Hlavackova et al., 2006). WccnenoBanusi copep:kaHusi (GUTOrOPMOHOB B
OT/ENIbHBIX BPEMEHHBIX TOUKAaX IOCHe JACHCTBUS OXOra IOKa3blBalOT OTCYTCTBUE
m3MeHenui mo ABK B Hepazapaxxénnom nucte Tomata yepes 85 mun (Hlavinka et al., 2012)
U B Hepa3apaxx€HHOM yactu ucTa sumeHs yepe3 30 mud (Paulman et al., 2018), onnako npu
TOM »AaCMOHAThl BCErjJa 3HAuYUTeNbHO Bo3pactaroT, CK wu3MeHsieTcs HE3HAUYUTENIbHO
(Paulman et al., 2018). PaccmaTpuBasi BpeMEHHYIO TUHAMUKY TOPMOHOB, MOYKHO OTMETHUTb,
yto nuHamuka ABK u KK Ha nokanbHBIN TEMIOBON CTUMYJ UMEET OJHO(Aa3HBINA XapaKTep
(Hlavackova et al., 2006; Suzuki et al., 2013), xapakTepHble BpeMeHa MUKOBBIX 3HAUYCHUI
KOHIIeHTpaluu ¢putoropMoHoB st ABK MoryT HaxoauThest BO BpEMEHHOM JIManna3oHe OT
10 no 15 mun, g KK — ot 30 o 85 muH. Paznuuus B nuHamuke (UTOrOPMOHOB MpHU
JEUCTBUM JIOKAJBHOIO CTHUMYJIa MOTYT OBITh OOYCIOBJEHBI Pa3HOW HMHTEHCUBHOCTHIO
MPUMEHSIEMOTO TEIJIOBOTO CTUMYyJa, Pa3IMYHBIMU PEKUMaMH €r0 HAHECEHHUs, a TaKkKe
BHUJIOBBIMH OCOOEHHOCTSMU PACTEHUMH.

[Ipu paccMOTpeHUM OPYTUX JIOKAIBHBIX MOBPEKIAOIINX pa3ApakUTeNeid, He
OTPAaHUYMBASICh TOJBKO TEIUIOBBIMU BO3JEHCTBUSIMH, MOXKHO OTMETUTh, YTO JUHAMHUKA
KOHIICHTPAI[MU KACMOHATOB B HEPA3pakaeMbIX YaCTSIX PACTEHUM 4acTO UMEET XapakTep
KOMIAaKTHOTO IMHKa ¢ OBICTPOM POCTOM YPOBHSI 5KACMOHATOB B MEPBbIE HECKOJIBKO JIECSITKOB
MUHYT nociie ctuMyssinuu (Suza, Staswick, 2008; Koo et al., 2009; Sato el al., 2009; Sato
et al., 2011; Matsuura et al., 2012), xkak u npuBenéHHas B Hamieil padote. JlaHHBIN (akT,
BEPOSITHO, CBUJIETENILCTBYET OO0 YHHMBEPCAJIbHOCTH TIEPBUYHON CTPECCOBOM peakiuu

pacTeHuii ¢ yuactueMm (pUTOrOPMOHOB, IJIABHYIO POJIb U3 KOTOPBIX UTPAIOT KACMOHATHI.
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buoaktuBHOM (popmoit ropmoHa cpeau xkacMoHatoB sBisercs JKK-umie, koTopslid
CBSI3bIBACTCSI C PEIENTOPOM M 3aMyCKaeT SKCIPECCHUI0 >KAaCMOHAT-3aBUCHUMBIX T'€HOB
(Fonseca et al., 2009; Acosta, Farmer, 2010; Wasternack, Hause, 2013). MccaenoBanue
munamuky JKK-uiie B nucTe miieHHIle B OTBET HA JIOKAIbHYIO CTHUMYJISIIIUIO MTOKA3bIBAET
0oJiee KOMITAKTHBIMA, OrpaHUYEHHBIH BO BpPEMEHM MUK MO CPAaBHEHUIO C €ro
npeamectBeHHUKOM KK, s nuHamMuku KOTOpOM XapakTepHO OoJiee pacTSHYyTOE IO
BPEMEHHU KOHIIEHTpAIlMOHHOE yBennueHue (puc. 5). JlaHHbIe 3aKOHOMEPHOCTH JUHAMUKU
KK u KK-une taxxe oOHapYyKEeHBI B HEpA3ApaKEHHBIX JTUCThIAX pacTeHUN apalduaoncuca
B OTBET Ha JIoKayibHY10 cTumMyJsinuio (Koo et al., 2009).

Kak ObUTO CcKa3aHO BBINIE, CPEAU HCCIEAYEMBIX HaMU (PUTOTOPMOHOB, HamboJlee
BBIPAKEHHbBIC U3MEHEHUSI UMETU MECTO JJISI ’KACMOHATOB, X YPOBEHb yBenuuuBaics B ~100
pa3, 4YTO BIIOJIHE COOTBETCTBYET MAAHHBIM JIUTEPATYphl, TJA€ JIOKAJIbHAS CTUMYJISILHUS
BbI3bIBAJIa OT l0-xkpatHoro no 100-KpaTHOTO YBEIWYEHHS KOHLEHTPALHUH KACMOHATOB
(Hlavackova et al., 2006; Wang et al., 2008; Koo et al., 2009; Sato et al., 2011; Zandalinas
et al., 2020). Ilpu 5ToM B mMOKOE /IS >KACMOHATOB XapaKTEPHbI OYEHb HU3KUE
KOHIIEHTpAIlu1, OOBIYHO HE MPEBBIIIAIOIINE HECKOIbKUX HI/T chipoil macchl (Koo et al.,
2009; Heyer et al., 2018; Zandalinas et al., 2020).

Hns ABK n CK u3MmeHeHus coaepxaHus Mocie ASUCTBUS JOKAILHOTO Pa3apaKuTes
MMEIOT MEHEE WHTEHCUBHBIA XapakTep MO CPaBHEHHUIO C >kacMoHaTamu. Kak B Hamei
pabote, Tak u B qpyrux uccienoanusix (Herde et al., 1999; Hlavackova et al., 2006; Suzuki
et al., 2013; Devireddy et al., 2018), xonuenrpauuss ABK yBenuuuBaercs Bcero B ~1,2 — 3
paza. B mokoe konmeHntpamuu ABK cocTaBiasiOT OT HECKOJBKMX HI/T J0 HECKOJBKHX
necatkoB HI/T ceipoit macchl (Hlavackova et al., 2006; Vadassery et al., 2012; Heyer et al.,
2018), 1 COOTBETCTBYIOT OIpe/IeIEHHBIM B Hallel padote. JIokalbHBIN HArpeB TPUBOAUT K
yBennueHuto coaepxkanua CK B ~4 pa3a B Hepa3gpaXEHHBIX TKAHSAX MIIEHHULIBI [0 HAIITUM
HCCIIeIOBaHUSIM U B ~3 pasza B pacTeHusx apadunorncuca (Zandalinas et al., 2020). Ipyrue
JIOKaJbHBIE CTUMYJIBI MOTYT KaK He OKa3bIBaTh BIMsHUSA Ha coaepxkanue CK (Hlavackova et

al., 2006; Heyer et al., 2018; Paulman et al., 2018), Tak 1 npUBOAUTH K €€ YBEIUUYCHHUIO B
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Heckoubko pa3 (Devireddy et al., 2018). Konnentparuu CK B mokoe MOTYT BapbUpOBaThCS
OT HECKOJBKHUX HI/T 10 COTEH HI/T ChIpOM Macchl sl pa3nuuHbix pacteHuit (Hlavackova et
al., 2006; Vadassery et al., 2012; Heyer et al., 2018), KOHTpoJIbHbIE 3HAUECHHS KOHIIEHTpAIUN
CK B TUCTBSX MIIEHUIIBI, ONIPEEIEHHbIE B Hallel paboTe, COOTBETCTBYIOT MPUBEAEHHBIM B
JIATEPATYPE.

O0600111ast pe3yabTaThl IEPBOTO OJI0KA UCCIAEAOBAHUM, MOKHO BRICTPOUTH BPEMEHHYIO
MOCJIEA0BaTEIbHOCTh COOBITUI B OTBET HA ACHCTBHE JOKaabHOro ctTuMyia. BII Bo3HuKaeT
B 30HE JIOKAJIbHOW CTUMYJISIIUM U PACHPOCTPAHSAETCS B HEpaslpaxEHHYI0 00JacTh, Tl
MPOUCXOJIUT YBEJIUUECHHE COJIEPXKAHUS KACMOHATOB d4epe3 5 — 15 MuH, yBenuueHue
coaepxkanusi CK —uepe3 40 mun u 120 mun, ABK Bo3pacraeT Bo BpeMeHHOM auana3one 60
— 120 mun. B Hepazapax€HHON 30HE pa3BUBaeTcs IBYX(a3HOE CHMKEHHE aKTUBHOCTH
dboTocunTe3a: nepBas ¢aza HaAUMHAETCS MPAKTUYECKU cpasy mocie Bo3HuKHOBeHus BII u
mmutest 10 — 20 mun, BTopas (aza HaunHaetcs yepe3 10 — 20 mun nocne BIT u goutes 30 —
60 MuH.

BII nmpenmiectByeT yBEIWYEHUIO COAepKaHUs (UTOTOPMOHOB B HEpaslpaxxKEHHOU
30H€, YTO COOTBETCTBYET MPENOJIOKEHUIO O BOBMOKHOU POJIM SJIEKTPUUYECKUX CUTHAJIOB B
KaueCTBE PETyJISITOpa TOPMOHAIILHOTO CTAaTyCa PACTEHUS MPH JOKAJIBHBIX MOBPEKIAIOIINX
BozaeiicTBusix (Farmer et al., 2020), a Takxke corjacyercs ¢ pe3yiabTaramu padoT, rie
U3MEHEHHE COJIepKaHUs TOPMOHOB pa3BUBAETCSA IOCJIE TEHEpPAlMH SIEKTPUUYECKOTO
curHajia B oTBeT Ha JokanbHbld ctumyn (Hlavackova et al., 2006; Hlavinka et al., 2012;
Mousavi et al., 2013). VBenuueHue KOHIIEHTPAIIMU )KaCMOHATOB MPEIIECTBYET PA3BUTHUIO
JUUTENBHON  (pa3bl (POTOCHUHTETMYECKOTO OTBETAa, CIIEI0OBATENbHO JKACMOHAThI MOTYT
ABJISATHCA €€ MHIYKTOPOM, UYTO TAKXe MPENnoyarajioch paHee B paboTax JIpyrux aBTOPOB
(Krausko et al., 2017). Konnentpanus takux ropmonoB kak CK u ABK usmensiercs yxe
nocjie pa3BUTUS (POTOCHHTETHYECKOTO OTBETA, CIIEIOBATENIbHO yKa3aHHbIE TOPMOHBI HE
MOT'YT IPETEH0BATh Ha POJIb €r0 UHAYKTOpa, XoTs it ABK panee npennoxena takas poiib

(Hlavackova et al., 2006).
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Crnemyroium marom paboThI CTajia OlleHKa MPOCTPAaHCTBEHHO-BPEMEHHON TUHAMUKHU
ANEKTPUYECKON aKTUBHOCTH, KOHIIEHTpaluu (HUTOTOPMOHOB M (POTOCHUHTETUUECKOU
AKTUBHOCTU MPU JACHUCTBUM JIOKATBHOTO Pa3APAXKUTENS JUIsl ONPEACICHUSI CBS3U MEXKIY
JaHHBIMU Tponeccamu. MIMEHHO NPOCTPAaHCTBEHHAash AWHAMHUKA, TO €CTh OIPEACIICHUE
MapaMeTPOB CUTHAIIOB U OTBETOB Ha PA3JIMYHOM PACCTOSIHUU OT 30HBI JEUCTBUSI JOKAIBHOTO
cTuMyia, Aa€t Ooublie HHGOpPMALUM JIS aHaIU3a CBS3UM MEXKIY HCCIETyEMbIMU

nmponeccaMm Ha OCHOBC ITPOCTPAHCTBCHHBIX BaKOHOMepHOCTef/'I.

3.2. IIpoCcTPaHCTBEHHO-BPEMEHHAS THHAMHUKA JJIEKTPUYECKOM aKTUBHOCTH,
coaep:kaHus GUTOrOPMOHOB U AKTUBHOCTH (POTOCHMHTE3a NIPH ACHCTBHHU JIOKAJIBHOIO
CTUMY.JIA

N3menenne conepxanusi GUTOrOPMOHOB B HEpa3apakKEHHON YacTU PACTEHUS MpHU
NEUCTBUM  JIOKAIBHOIO  CTHMYJa, BEPOSTHO, WHAYLUUPYETCS  pacHpOCTPaHEHHEM
JUACTAHIMOHHOTO CTPECCOBOIO CUTHaia, B pojud KOoToporo BbeicTynaer BIl. Mexanusmsl
M3MEHEHUs aKTUBHOCTU ()OTOCUHTE3a B MHTAKTHBIX YaCTSIX PACTCHUS B OTBET HA JTIOKAJIbHBIN
pa3apaxuTellb Ha JAHHBIM MOMEHT SBIISIIOTCS JUCKYCCHOHHBIM BOIIPOCOM: TOJIBKO
BJIEKTPUYECKUN CUTHAJI WJIM CUTHAJIBI IPYTOM MPUPObI IPUHUMAIOT YYaCTHE B UHAYKLIAU
dhotocuaTeTnueckoro oreera (Sukhov et al., 2019).

Jinsg  u3yyeHus CBSA3M DJEKTPUYECKUX CUTHAJIIOB, U3MEHEHUS COAEPKAHUSA
(bUTOTOPMOHOB M aKTUBHOCTU (POTOCUHTE3A TPU JEHCTBUH JOKAJIBLHOI'O CTUMYJIa HAMU ObLia
HCCJIEI0BAaHA MPOCTPAHCTBEHHO-BPEMEHHASA AWHAMHUKA JAHHBIX IPOLIECCOB B PACTEHUIX
ropoxa. M3mepeHus INPOBOAUIMCH B HECKOJBKUX JIMCTBAX TIOPOXa, HAXOIAIIUXCS HA
PAa3JIMYHOM PACCTOSHUU OT PA3aAPaKaeMoro.

HccnenoBanue 3IeKTPUYECKONM AKTUBHOCTU MOKA3al0, YTO OXKOI KOHYMKA JINCTA
ropoxa BbI3bIBaeT pacrnpocTtpaneHue BII B cocegnue nucths (puc. 7a). DnexkTpuueckas
peakiusi perucTpUupoBaiach B OCHOBAHUHM JIUCTA (Ha y4acTKe YEpeIIKa, IPUMBIKAIOIIETO K
JUCTY), B TIEPBOM, BTOPOM U TPETHEM JIUCTHSIX, PACIOJIOKEHHBIX HUKE Pa3/IpakaeMoro

(puc. 76). UmeroT Mecto paznuuus B napamerpax BII, 3apeructpupoBaHHBIX B pa3HBIX
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mucThax. AMiuintyna BIl B mepBoM JncTe, pacioyIOKEHHOM HYKE pasgpakacMoro JIKCTA,
coctasisieT 5714 mB, Bo BTOpoM nucte — 6515 MB, B TpeThem nucte — 266 MB (puc. 7B).
HeobxoaumMo OTMETUTh, 4TO peaklus BO BTOPOM 0oiiee yAAJIEHHOM OT 30HBI JOKAJIbHOTO
pasapakeHHsl JIUCT€ BOSHUKAET PaHbLIE, YEM B IMEPBOM JIUCTE, PACIIOIOKEHHOM OJIMKE K
MecTy pazapaxkenuss (puc. 7r). BpeMeHHOW WHTEpBal MEXIYy pa3JpakeHHEM U
BO3HUMKHOBeHHEM BII B mepBoM, BTOPOM M TpETbEM JIMCThSX cocTaBisieT — 47, 13 n 64

CCKYHA COOTBCTCTBCHHO.
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Pucynox 7. BapuaGenbubiii motenuuan (BII), uHIynupoBaHHBIA JOKaJIbHBIM OYKOTOM KOHYMKA JIUCTA
ropoxa: a — TUIIMYHAsl 3aMUCh ANEKTPHUUECKON peaKLMi; MOMEHT HaHECEHHUS 0Xora 0003HauEH CTPEIKOn; O
— cxema peructpauun BII B pacreHusx ropoxa (O1, D2, D3 — H3MEpUTEIbHBIE MAKpPOAJIEKTPOJIBI,
pa3MelIEHHbIE Ha YEpEIIKax IEPBOro, BTOPOTo U TPETHETO JINCTHEB, COOTBETCTBEHHO); B — aMIuuTyaa BII
B IIEPBOM, BTOPOM M TPETHEM JIUCTHSX, PACIIOIOKEHHBIX HIKE Pa3ApakaeMoro JIMCTAa; I' — BPEMEHHON
MHTEpBAJ MEXIY pa3JpakeHUeM U BO3SHUKHOBeHUEM BII B mepBoM, BTOPOM U TPETHEM JTUCTBAX

Paznbie OyKBBI 0003HAYAIOT CTATUCTHYECKU 3HAUUMBIE PA3IHUUs MEXKAY JTUCThIMHU, p<0,05
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B oTBer nelicTBHE JIOKAIBHOTO CTHUMYJia OblIa HCCIEIOBaHA MPOCTPAHCTBEHHO-
BpemeHHass nquHamuka coaepxkanusi ABK u JKK B pacrenusix ropoxa. JIoKaJbHBIN 0XKOT
JUCTa TOpoXa BBI3bIBAET BpeMeHHOe TnoBblmieHWe KoHIeHTpanuun ABK u KK B
Hepa3JIpaXeHHBIX JHUCThbiIX (puc. 8). HMMeroT MecTo He3HauuTelabHbIe KOJeOaHus
koHuUeHTpauu ABK. Jlump yepe3 120 MUHYT mociie 0Kora MpOUCXOJUT CTaTHCTUUYECKHU
3HaYMMO€ TMoBbIlIeHUE ypoBHA ABK Bo BTOpOoM mucrte. B mepBOM M TpPEThEM JIMCTHAX
koHIeHTparusa ABK ocTaércss OTHOCHUTENTbHO MOCTOSHHON ¢ HEOOIBIIUMHU KOJICOAHUSIMU.
PaccmarpuBas naunamuky conepxanus KK, MoxHO HaOmonath OBICTPBIA  poOCT
KOHIEHTPAIMHU YK€ uepe3 5 MuH nociue oxora. Makcumyma konuentpanus KK qocturaer
yepe3d 15 MHH mocie oora, IOCJI€ 4Yero HAYMHAeTCS MOCTENEHHBIM CIaJ Ha BCEM
UCCIIETOBAHHOM BPEMEHHOM TMpoMexyTke. HauOoinbline uW3MEHEHHs] KOHIIEHTpaluu
HaOJIIOAAI0TCA BO BTOPOM JIMCTE, MEHbIIasg aMIUIMTyJa W3MeHeHuM KoHueHTpauun KK
XapakTepHa Mg TEPBOrO JIMCTa, B TPETHEM JUCTE HE MPOUCXOJIUT 3HAYUTEIbHBIX
m3MeHeHni koHueHrpanuu JKK. Hawano pocra xonnentpamuu JXKK y BTOporo mnucra

HECKOJIbKO onepexaeTr poct koHueHtpauuu KK nepsoro nucra.
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Pucynok 8. IIpocTpaHCTBEHHO-BpeMEHHAsl AMHAMHKA CoJep:kaHus adciu3oBoit kuciotel (ABK) (a) u
xacMoHOBOM kucnoTel (OKK) (6), mHIynMpoBaHHas JIOKAJIbHBIM OKOTOM, B HEpPa3ApaXEHHBIX JIUCThIX
ropoxa; MoMeHT reHepauuu BII coorBercTByeT Touke (0 MUH; B — CXeMa ONPEIEIIECHUS COAEpPKAHUS
(UTOrOpMOHOB B PACTEHUSAX rOpoOXa

* — CTaTUCTUYECKH 3HAYUMBIE Pa3IMyusl OT KOHTposibHOTrO 3HavyeHus (0 mun), p<0,05

Uccnenopanue npoctpancTBeHHoN auHaMuku ABK u XKK nipu neiicTBruH TOKaaIbHOTO

ctumyia B pabdotax (Hlavinka et al., 2012; Heyer et al., 2018) Tak:ke mokasajio Hamuuue
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pa3IMuuii B CIIBUTaX KOHIICHTPAIMA (PUTOTOPMOHOB MEXIY Pa3HOYIAIEHHBIMH JINCThSIMHU,
OJTHAKO JIaHHBIC MCCJICIOBAHUS BBIOJIHEHBI TOJIBKO B OJIHOM BPEMEHHOW TOYKE, YTO HE
MO3BOJIAET JOCTOBEPHO CYIUTh O CKOPOCTSIX M3MCHCHHMH KOHIIEHTPAUHA B Pa3IMYHBIX
JUCTBhSIX M HAJUYMU Pa3IMIMi BO BPEMEHHBIX JHHAMHUKAaX TOPMOHOB Ha Pa3InIHOM
pPacCTOSTHUU OT MeCTa JICHCTBUS JIOKAJTLHOTO CTUMYJIA.

JIOKabHBIA OXOT JINCTa TOpOXa BBI3BIBACT BPEMEHHOE CHW)KCHHE AaKTHBHOCTH
(doTocuHTE3a B Hepa3ApaXEHHBIX JINCThAX HAPSTy C ©3MEHEHUEM KOHIICHTPAI[UU TOPMOHOB,
KOTOPOE MPOSIBIISICTCS B MOHWKCHUH YPOBHS 3(PPEKTUBHOCTH (POTOXUMUUESCKUX PEaKIuit
dotocuctemsl II (Dpsi) u pocte ypoBHS Hedoroxmmuueckoro Tymenus (NPQ) (puc. 9).
CHMXEeHHE aKTUBHOCTH (POTOCHHTE3a pa3BUBACTCS B JBE (pa3bl. AMILIUTYIBI IEPBOH (ha3bl
NPQ u ®psi He 0OHAPYIKUBAIOT 3HAYUMBIX PA3ITUYHA MEXTY TEPBBIM M BTOPBIM JINCTOM,
JIMIIb MPOSIBISICTCS TCHICHIUS K OOJbIIEH aMILIUTYE BO BTOPOM JIHCTE, B TPETHEM JIHCTE
ATOT MOKa3aTeslb CTATUCTUYCCKU 3HAUMMO Hibke. AMILuTya NPQ BTopoit BOJHBI OTBETa
(dboToCcuHTE3a BO BTOPOM HIDKE CTUMYJIUPOBAHHOTO JINCTE TOPOXa MPEBHIIIAET TAKOBhIC B
MEPBOM M TPEThEM JIUCThAX. B I11e70M, HEOOXOIUMO OTMETHTH OOJBIIYI0 AMIUTHTYIY

(bOTOCHHTeTI/I‘{eCKOFO OTBCTAa BO BTOPOM JIMCTC, CUJIIbBHCC BBIPAKCHHYIO IJIsA I[HHTGHBHOﬁ

BOJIHBI.
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Pucynox 9. MHaynupoBaHHBIE JIOKQIBHBIM OXXOI'OM HM3MEHEHHUS aKTUBHOCTU (DOTOCHMHTE3a B TIEPBOM,

BTOPOM U TPETbEM HIKE CTUMYJIMPOBAHHOTO JIMCTBSIX TOpOXa: a — aMIUIMTYAbl W3MEHEHHH
Heporoxumuueckoro Tymenuss (NPQ); 6 — amMmuuTyasl W3MEHEHMH YpoBHA 3(PQEeKTHUBHOCTH
doroxumuueckux peakiuii dorocuctembl Il (Dpsn); B — cxema u3MepeHHs] (OTOCHHTETHUYECKUX

napaMeTpoB B pacTeHUsIX ropoxa. Paznuynele mponucHble OyKBbI 0003HAYAIOT CTATUCTUYECKH 3HAYUMBIE
pasnuyMs MEXIY aMIUIMTYJIaMH U3MEHEHHUH ObICTpOil (a3bl, pa3iuyHble CTPOYHBIE OYyKBBI 0003HAYAIOT
CTaTUCTHYECKH 3HAYUMBIE PA3IHYUs MEXAY aMIUTMTYIaMU U3MEHEHUH JuinTenbHoi ¢asbl, p<0,05
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B kadecTBe MexaHW3Ma W3MEHEHUS AaKTUBHOCTH (OTOCHHTE3a MPOBOIWIOCH
MCCJIeIOBAHNE M3MEHEHUN YCThUYHON MPOBOIUMOCTH, KOTOpask OMPEEsIeT TOCTyITHOCTh
VTJIEKHUCIIOTO Ta3a. YCThUYHYIO TMPOBOJAMNMOCTD MOXHO OIEHHUTh IO HHTCHCHBHOCTH
TpaHCTIUpAaNWi. BbI3BaHHBIE  JIOKATHHBIM  OXXOTOM  W3MEHEHHUS  TPaHCIUPAIHH
Hepa3apaKEHHBIX JTUCTHEB OIICHUBAIM IO U3MEHEHHUIO TEMIIEPATYPHI JINCTHEB C TTOMOIIHIO
TEIJIOBU30Pa, YTO TIO3BOJIMIIO OIPEACIUTh MPOCTPAHCTBEHHO-BPEMEHHYIO JTHHAMHUKY
M3y4aeMOT0 TIOKA3aTelsi BO BCEX UCCIIEAYEMBIX JIUCThIX OJTHOBPEMEHHO. JIOKaIbHBII 0KOT
BBI3BIBACT BPEMEHHOE TOBBINICHUE TEMIEPATyphl HEPA3APAKEHHBIX JIUCTHEB, YTO
CBUIETEIHCTBYET O CHIDKCHHM WHTEHCUBHOCTH TpaHcmuparuu (puc. 10). Pocr
TEeMITepaTyphbl JINCThEB HAYWHACTCA TPUMEpPHO dYepe3 20 MHUHYT MOCHE pa3apakeHws,
nocturass Makcumyma Ha 50-70 MuHYyTaxX, BO3Bpamiasch A0 ONM3KUX K HMCXOIHBIM
3HAYCHUSM CITyCTSI MPUMEPHO JBa Yaca. [loBbIlIeHne TeMmepaTypbl HECKOIBKO OOBIIIE JIs
BTOPOTO JIUCTA B CPAaBHCHHWH C TMEPBHIM. MeHee BhIpaKEHBI M3MEHEHHsI TEMIIEPaTyphl B
TPEThEM JIUCTE. YUUTHIBAS TECHYIO CBSI3b HM3MCHCHHHA TEMIIEPaTyphl C MPOIECCOM
Tpancnupanuu JuctheB pacteHuit (Belko et al., 2013; Guo et al.,, 2020), moxHO
Mpeanojararb, YTO BBISIBJICHHBIC OTBETHI OTPAXKAIOT CBSI3aHHOE C PACIPOCTPAHCHHUEM
AIEKTPUUYECKUX CUTHAJIOB 3aKPBITHE YCThHUII, KOTOPOE OBLIO MOKa3aHo B psiie padoT (Surova

et al., 2016; Yudina et al., 2019).
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Pucynoxk 10. lunaMuka TemMnepaTypbl JUCTHEB FOpoXa, MHAYLHUPOBAHHAS JIOKAIBHBIM 0KOT'OM (@); MOMEHT
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ropoxa Ipy ACUCTBUU JIOKAIBHOTO 0XKOra
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AHanu3upysi [JaHHbIE MPOCTPAHCTBEHHO-BPEMEHHOW JUHAMHUKH 3JIEKTPUYECKOUN
AKTUBHOCTH, KOHIIEHTpallul (JUTOTOPMOHOB U aKTUBHOCTU (POTOCHHTE3a B COBOKYITHOCTH,
MOXHO BHUJIETh, UTO HAaMOOJIe€ BHIPAXKEHHBIE CUTHAJIBI U OTBETHI XapaKTEPHBI JJII BTOPOTO
JUCTa pacTEHUM ropoxa, HAUMEHBIINE — B TPEThEM JIUCTE, U3MEHEHUSI B MEPBOM JIUCTE
HOCAT MPOMEKYTOUHBIN Xapaktep. Pacnpoctpanenue BII u cBA3aHHOE C 3TUM U3MEHEHUE
coapepxkanusi KK, mo-BUAMMOMY, JIe)KaT B OCHOBE 3apEeTUCTPUPOBAHHBIX OTBETOB
dboTocuHTe3a, uMeromux AByxX(aszHyr auHamuky. IlepBas ObicTpas ¢aza CHIKEHUs
aKTUBHOCTU (POTOCHHTE3a, KaK 3TO ObLIO MOKA3aHO B psjlie padOT, BbI3BaHA 3aKHCICHUEM
[UTOIJIA3MBI U 3aleTauBaHUEM aloriacTa, KOTOpbIe MPOUCXOIAT BCIEICTBUE T€HEpAIlUU
BII (Grams et al. 2009; Sukhov et al., 2014). CBs3b O6bicTpoit ha3bl POTOCUHTETHUECKOTO
OTBETAa HEMOCPEACTBEHHO C Imporeccom reHepauuu BIl moxarBepkparor 3HaYeHHS
Kod(pduLreHToB Koppenauuu Mexay aMmutyaoil BIT u amnnutyaoit usmenennit ®psyr (1
daza 0,64, P=0,01; II dpaza 0,40, P=0,05) u NPQ (I paza 0,66, P=0,01; II dhaza 0,44, P=0,03)
— KOppeJisiius BbllIe JJis nepBoit pa3bl oTBeTa. bonee HU3KME 3HAYCHUST KOPPEISIIIUU IS
BTOPOI1 (ha3bl OTBETa MOTYT yKa3biBaTh Ha TO, uTO BII He siBNsieTcs €€ HemoCcpeICTBEHHBIM

UHIYKTOPOM, OHa 00yCIJIOBJIEHA, I0-BUAUMOMY, NToBbIIeHHeM ypoBHs JKK. B nons3y 3Toro
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MPEINOJIOKEHNUS] BBICTYNAET BBISIBJICHHAasT HAaMU COTJIACOBAHHOCTh MPOCTPAHCTBEHHOMU
JUHAMHUKA U MPONOpIHHoHaNbHOCTH u3MeHeHui ypoBHs XK u aktuBHOCTH PoTOCHHTE3
(puc. 8, 9), a takxke TOT (akTt, yto poct ypoBHs KK mpemmectByer BTOpoi BOJHE
WHAaKTUBAIlMU  (DOTOCHMHTE3a. DTO TMOATBEPKIAETCA U  BBICOKUMH  3HAYCHUSIMU
KO3((PUIIMEHTOB JeTepMUHAIMU Mexay amiumtygod m3meHeHud KK u ammumrynoit
n3MeHeHnit mapameTpoB porocunrtesa (s Opsy— 0,98, nigs NPQ — 0,83). B cBoto ouepenb
m3MeHenus:  koHneHtpanuu KK  Moryr  ObITh  BBI3BaHBl  MPEIIIECTBYIONIUM
pactipoctpanenuem  BII, nama  KOTOpeIX  Takke  IOKa3aHa  COIVIAaCOBAHHOCTH
MPOCTPAHCTBEHHOW TMHAMUKHU U MPOMOPIHUOHATBLHOCTH U3MEHEeHUH (puc. 7, 8), 3HaUeHUe
ko3¢ uienTa nerepmMuHanuu Mexay ammmtrygo BIT u ammmutynoit uamenennii KK
cocraBiseT 0,86.

B nutepatype Takxke HMMEIOTCS CBEACHHUS O COIJIACOBAHHBIX MPOCTPAHCTBEHHBIX
M3MEHEHUSIX AJIEKTPUUYECKOM aKTUBHOCTU M aKTUBHOCTH MEpeJadydl CUTHAJIOB C y4acTHEM
xacMmoHarta (Mousavi et al., 2013). Ognako, B padote Mousavi et al. (2013) npuBoasitcs
TOJNBKO ucchenoBanusi ypoBHs TpanckpuntoB JASMONATE-ZIM DOMAIN 10 (JAZ10),
MapKepa aKTUBHOCTH KaCMOHATHOTO MYTH, B PA3IUYHBIX HETOBPEKIEHHBIX JTUCTHAX MPHU
JNEUCTBUM JIOKAJIBHOTO CTUMYJIa, W HET JaHHBIX 00 W3MEHEHUAX KOHIIEHTpaIuu
xacMoHatoB. MccienoBaHue MNPOCTPAHCTBEHHO-BPEMEHHON JIUHAMUKU —COJIEP KaHUS
JIPYTUX TOPMOHOB B HECKOJBKUX HEpa3IpaXEHHBIX JIUCThIX, KPOME KACMOHATOB,
BBITIOJTHEHO TOJILKO B OTAENbHBIX padoTtax (Hlavinka et al., 2012; Heyer et al., 2018), u He
BCETJla COMPOBOXKIAETCS perucTpaiuen anexkrpuueckux peakuuid (Heyer et al., 2018).

CornocraBiieHle COOCTBEHHBIX JAHHBIX IO COMIACOBAHHOCTU MPOCTPAHCTBEHHBIX
M3MEHEHUN KOHIIEHTpalluid TOPMOHOB M (DOTOCHUHTETHYECKOM aKTUBHOCTH C JaHHBIMU
JUTEPaTypbl BHIMOJHUTH 3aTPYyAHUTEIBHO, TaK KaK MMEIOTCS CBEJEHUS O PETrUCTpaluu
JUHAMHUKA OTBeTa (POTOCHHTE3a U COJAEp)KaHWS TOPMOHOB JIMIIb B COCEIHEM C

paSI[pa)KéHHBIM JUCTC, CBCACHHA O PCAKIUAX B Oonee YI[aHéHHBIX JIUCTBAX OTCYTCTBYIOT

(Hlavinka et al., 2012).
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[Ipennonaraemass ponb KK B MHAYKUMHM AJIUTENHHOM MHAKTUBALMHU (DOTOCHUHTE3A
MOXeT ObITh peasinzoBana yepe3 XKK-unaynurpoBaHHoe yrHeTeHUe TpaHCIUpalliu, KOTOPOe
TaKKe MMEJI0 MECTO B Hepa3apakEHHbIX JTUCThAX (puc. 10). M3BecTHO, YTO MOBBILICHHE
koHieHTpauu KK B 3aMbIKaOIIMX KIETKaX YCTHUI[ MPUBOJUT K YMEHBIICHUIO pa3Mepa
ycTtbuuHOM 1ienu uepe3 5 — 15 mun (Gehring et al., 1997; Geng et al., 2016). )KK moxer
CHUKaTh MHTEHCUBHOCTH TPAHCHUPAIMU KaK HE3aBUCUMO, TaK U MPU B3aUMOJEHCTBUU C
ABK (de Ollas et al., 2015; Geng et al., 2016). Taxxe HEOOX0AUMO TOAYEPKHYTH, YTO JJIS
MPOPOCTKOB TOpoXa paHee OblIa MOKa3aHa BBICOKAS KOPPENSIUS MEXIYy aKTUBHOCTHIO
(dboTocuHTE3a U TPAHCTIMPALIMU UMEHHO JJIsl AJIUTENIbHOU (a3el oTBeTa porocunrtesa (Yudina
et al., 2019). Takum 06pa3oM, MOTYyUEHHBIE PE3YJIbTATHl U JJAHHBIE TUTEPATYPhl TO3BOJISIOT
MPENOJNIOKUTh, YTO BTOpas JIMTENbHAs BOJHA (POTOCHHTETUYECKOTO OTBETa y ropoxa
pa3BuBaeTtcs Benencteue XKK-uHaynmpoBaHHOTO MOHMKEHUS TPAHCTTUPAIUU.

BrisiBJI€HHBIE 3aKOHOMEPHOCTH PACTIPOCTPAHEHUSI AIEKTPUUECKOTO U TOPMOHATBHOTO
CUTHAJIOB, & TAKXX€ M3MEHEHUs aKTUBHOCTH (POTOCHHTE3a NAIOT OCHOBAHHUE IOJjaraTh O
HaJIMYUU CTPYKTYPHBIX 0COOEHHOCTEHN B cTE0JIe TOPOXa, KOTOPHIE OMPEACIISIIOT pa3IUIUE BO
BpEMEHaX Hauajia OTBETOB M aMIUIUTY/1aX OTBETOB MEXKYy JUCThsIMU. [loaTOMY cremyromei
3a/1aueil SABUJIOCH HCCIIEOBaHUE NMyTEeH paclpOCTPaHEHUs] NUCTAHIMOHHBIX CHUTHAJIOB B
cTebse ropoxa. s uccnenoBanusi CTpOEHHs CTEOIsI TOpoXa ObUTM MPUTOTOBIIECHBI CPE3bI
pPa3IMUHBIX €r0 YYacTKOB B 00JIacTH y37a M Mexaoy3ius. Ha OoCHOBE MONy4YEHHBIX C
(bIyopeclieHTHOTO MHUKPOCKOIMa H300pa)XEHWM OKpalllEeHHBIX Cpe30B ObLla MOCTPOEHA
TpEXMEpHas cxema MPOBOASIINX MyYKoB B cTebiie ropoxa (puc. 11, 12). Crebens ropoxa B
MONEPEYHOM pa3pe3e UMEET YeThIpEXTpaHHyo GopMy. B obmacTu Mexa0y3iuil B IEHTpe
cTeOJIs1 PACMOIOKEH COCYAUCTHINM HUIUHJP, COCTOSAIIMNA U3 HECOMKHYTBIX MPOBOJSAIINX
My4YKOB (Ha cxemMe 0003HauY€HbI CepPhIM LIBETOM). B BYX MPOTHUBOMOJOXKHBIX JIPYT APYTY
yIJIaX HaXOJATCS TPOBOISIIINE IMTYYKH, HATPSIMYIO CBSA3aHHBIE C BBIIIE- WM HUKETEKAIUMHU
nuctbsimMu. [Ipu 3TOM 3a CUET OUEPEMHOTO PACTIOIOKEHHUSI TUCTHEB Y TOPOXA YTIIOBBIE MMyYKH
C OJHOM CTOPOHBI CTEOJSI HMMEIOT HEMOCPEICTBEHHBIN KOHTAKT TOJBKO C JIUCTHSIMU,

MMEIOITMMHU YETHBIM TOPSIIKOBBIN HOMEp (Ha cxemMe 0003HAaYEHbl CUHHUM IIBETOM), a Iy4KHU
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C TIPOTHUBOIIOJIOKHOW CTOPOHBI CBSI3aHBI TOJHKO C HEUYETHBIMH JIUCTHSIMH (HA CXEMe
00o3HaueHbl (YUOIETOBBIM IBETOM). [lo Mepe mpuOIMKEHUs K Y37y MPOBOJISIINE ITyIKA
cOmmkaroTcsi, 00pasys TUIOTHBIN KOHTAKT JIPYT ¢ ApyroM. Ha cpe3e cMbIKaromuecs mydku
00pa3yloT CTPYKTYypy, 1m0 ¢opMe HAOMHHAIONIYI0 MOJAKOBY, B KOTOPYIO BXOMST MyYKHU
[EHTPATBHOTO IMJIMH]IPA U YTJIOBBIE ITyYKH TON CTOPOHBI, C KOTOPOH 3aKJIaAbIBACTCS JIUCT
B COOTBETCTBYIOIIEM y3lie (Ha cxeMe (hPHOIEeTOBBIE M cepble). BakHO MOMUEPKHYTH, YTO
My90K, OTHOCSIIIHICS K JTUCTBHSIM MPOTHBOIIOJIOKHON CTOPOHBI (Ha CXEME CHHUI), B ATOM
Cllydae COXpaHsIeT HE3aBHUCHMOE pacrojiokeHre. Ha BbIxoJie U3 y37a MpOBOASIINE ITyIKA
JaCTUYHO MEPEKOMOWHHUPYIOTCS M K MEKIOY3JIUIO «II0JIKOBAa» BHOBB pacrmanaercs. B y3ie
CJICTYIONIErO JINCTA MPOUCXOTUT KOHTAKT MYyYKOB IEHTPAIBHOTO IMJIMHIAPA C ITyYKaMH

JIMCTOBOTO Clie/ia MPOTUBOIIOI0KHOTO JIUCTA (HAa CXeME CHHHE U CephIe).
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Pucynoxk 11. Ilpennonaraemasi cxema pacnpoCTpaHEHHUs AMCTAHIIMOHHBIX CHUTHAJIOB B CTeOJIe ropoxa.
TpéxmepHas auarpamMma HpPOBOJSIIMX IYyYKOB B CTeOJ]e TOpoXa M CXEMaTHYECKHE Cpe3bl y3JI0B U
MEXJ0y3/11i. Bce n3MeHeHus B cucteMe MPOBOISIIMX ITyYKOB MIPOUCXOIAT B 00JIACTH y3I1a, UTO SBISETCA
MPUYMHON TPOIYCKOB MOAPOOHOT0 M300paXKeHUs: MeXI0y3uil Ha cxeme. [IyHKTHpHAs TUHUS (KOPOTKHE
IITPUXH) 0003HAYAeT MyTh IUCTAHIIMOHHOTO CHTHaJla OT CTUMyIUpoBaHHOro nucra (JIc) x BTOpomy
HepazapaxEHHomy aucty (JI2). [lynkTupHas muHus (JUIMHHBIE IITPUXHU ) 0003HAYAET My Th TUCTAHITHOHHOTO
CUTHaJa OT CTUMYJIupoBaHHOro JucTa (JIc) kK mepBomy HepazapaxénHomy nucty (J1p)
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Pucynok 12. Tlonepeunsie cpe3nl cTeOas ropoxa, coorBercTBytomnme cedennsiMm B — B (a) u I' — T' (0) Ha
cxeMe pucyHka 11.

Hcxoas u3 onucaHHBIX OCOOCHHOCTEH MPOBOJAIIUX MYyYKOB, Y TOPOXa BEPOSATHOE
pacrpocTpaHeHUe AUCTAHIIMOHHOIO CTPECCOBOIO CHUTHAjJa MEXAY JHUCThIMH 4Yepes
COCYJIUCTYIO CUCTEMY MPOUCXOJUT CIEAYIOUMM 00pa3oMm (pacrnpoCTpaHEHUE CUTHaIa Ha
CXeMe TMOKa3aHO CTPEJIKaMM): CUTHAJl U3 CTUMYJIHpOBaHHOTO jucta (JIc Ha cxeme) mo
YIJIOBOMY MUKy (Ha CXeMe CUHUIN) NPOXOJUT B Y3€J] CIEIYIOLIEro JIMCTA MapajyieibHO OCU
ctebus (y3en nucta 2 (JI2) Ha cxeme), MuHys y3ena npotuBonosioxHoro jucta (muct 1 (JIy)
Ha CXEME) U MyYKHU IEHTPAIbHOrO HWINHApPa. B o0nactu y31a cUrHaina BXOAWUT B JIKCT U
paguaibHO PACIPOCTPAHSAETCS B COCY/bl LEHTPAIbHOTO IUJIMHApA 3a CYET CMBIKAHUS
My4KOB B «moakoBy». Ilocie »3Toro curHam mno cocyJaM IEHTPAJIbHOTO Iy4Ka
pacrpocTpaHsieTcss K MeCTaM KOHTakTa (CMBbIKAHUS) C My4YKaMd MPOTUBOIOJIOKHOU
CTOpOHBI (y371bl TUCThEB | U 3), OTKyJa momajaeT B COOTBETCTBYIONIUE JHUCThA. Takum
00pa3zom, u3mMepsieMoe BHEITHEE PACCTOSHUE MEKTY TUCThSIMU CYLIECTBEHHO OTJIMYAETCS OT
peaIbHOr0 PACCTOSHUS, MPOXOAUMOTO CUTHAJIOM 10 MPOBOJISAIIUM ITyYKaM.

bbimu mM3MepeHbl pacCTOsIHUSA OT pa3Apa)kaeMoro JHCTa A0 MEPBOTO, BTOPOTO U
TPETHETO JUCTHEB TOPOXA, KOTOPBIE COCTABIISIOT cOOTBETCTBeHHO 10,9+1,1 c™m, 15,2+1,2 cm
u 19,7£1,5 cm. Ilockoneky pacnpoctpanenue BII cBA3aHO ¢ mpOBOAIIMMU ITyYKaMU, B
gacTHOCTH ¢ Kcuiaemou (Vodeneev et al., 2015; Evans, Morris, 2017), paccrosHus,
nokpsiBaeMmbie BII, oTiamuarTca OT pacCTOSAHUM, HW3MEPEHHBIX CHapyXu. PeanbHoe
pacctosiuue (puc. 11), KOoTOopoe, COrJacHO cXeMme, CHUTHAJI MPOXOJUT IO MPOBOISAIIAM

nmyuykam, cocrasisieT ~ 20 cm, 15 cm u 28 cm 115 IepBOTO, BTOPOTO M TPETHETO JIUCTHEB,
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cooTBEeTCTBEHHO. CpaBHMBAsi 3aBUCUMOCTH aMIUIUTyAbl BII oT BHemHero paccrosiHus u
PAcCTOSIHUS, KOTOPBIM MPOXOAUT CUTHAJ 1O MPOBOASIINM ITyYKaM, MOKHO 3aMETHUTb, YTO B
Clly4ae pacCTOSIHUSI IO MpOBOAAIIMM Iyuykam (puc. 13) HpUCYTCTBYET CTaHAAapTHas
3aBUCUMOCTB JeKkpemeHTa aMIuiuTy bl BII ¢ yBennuenuem paccrostHus (Vodeneev et al.,
2015), Takke MOXXHO BUJIETh WU MHTEHCHBHOE 3aTyXaHUE TOPMOHAJIBHOIO CUTHaja MNpH

yAaJeHUU OT 30HBI pa3apakeHUsI.
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Pucynok 13. 3aBucumocts amrummryzasl BII, ammunTtynsl nsmenenus konueHTpauuu KK u amMmmuTyn
nepBoid U BTOpod BoJH NPQ OT paccTosiHMsI O 30HBI JIOKAJBHOIO pa3fpa’K€HUS B COOTBETCTBUU C
IIpeIoJIaraeMoi CXeMOM paclpoOCTPaHEHUs JUCTAHIIMOHHOTO CUTHAJIA

AHanmn3 TPOCTPAaHCTBEHHO-BPEMEHHOW JHHAMHUKHU JJIEKTPUUECKOM AaKTUBHOCTH,
W3MEHEHHUS COJIep)KaHus TOPMOHOB U (OTOCHUHTETHYECKOM aKTUBHOCTH IIOKa3all
HETUMHYHYIO 3aBUCHUMOCTh OT PAacCTOsiHUA (B 0oJiee YJaJ€HHOM OT 30HBI pa3apakKeHUs
JUCTE TOpOXa CHUTHAJI/OTBET BO3HUKAET paHblLIE U C OOJbIIEeH aMIUTUTYAOW), KOTopas
00ycnoBjeHa OCOOCHHOCTSIMU apXUTEKTYPhI MPOBOIAIIMX My4dKOB ropoxa. MccnenoBanus
MPOBOIAIIEH CUCTEMBI CTEOIs Topoxa mpoBoaAuinchk padee (Sachs, 1972; Aloni, Gad, 1982)
U TakkKe IMOKa3aju OTCYTCTBHUE HEMOCPEICTBEHHOIO COEAUHEHUS] MEXIYy COCEIHUMU
JUCTBSIMU Yepe3 MpoBoasiire TKaHu. [IpsMbie CBA3M MPOBOISALINX MYyYKOB UMEIOT JTUCTHS,
KOTOPBIE pacrojaratoTcsi Ha OAHOM CTOPOHE cTeOJI U YePEayIOTCS TIOCIIEI0BATEILHO YEPE3

onud. OTMedYeHHble HaMU O0COOEHHOCTH pactpocTpaHeHus BII B ropoxe cornacyroTtcs ¢
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pe3yibTaTamMu JAPYyrux padoT, B YAaCTHOCTU COTIIACHO pe3yiibraraMm paboThl (Dziubinska et
al., 2001) B mnonconneunnke BII He ObLT 3aperucTpupoBaH Ha CTOpOHE CTeOIS,
MPOTUBOMOJIO)KHOW ~ CTUMYJIUPYEMOMY  JIUCTY,  BCJEACTBUE  €ro  BEPOSTHOIO
pacrpocTpaHeHUs MPEUMYIIECTBEHHO MO MPOBOIAIIUM ITyYKaM JIMCTOBOTO CJea.

B nutepaTtype Takke HMMEIOTCS CBEACHUS O COTJIACOBAHHBIX MPOCTPAHCTBEHHBIX
M3MEHEHUSIX 3JIEKTPUUECKON aKTUBHOCTH U TOPMOHAJIBHOTO OTBETA, KOTOPBIE CBSI3aHBI C
CHUCTEMOW MPOBOSIIMX IYYKOB: HaubOoJee BBIPAKEHHBIE AJICKTPUUECKUE PEAKIUU U
aKTUBALUSl TIepejayd CHUTHAJIOB C Y4YacTHEM J>KacCMOHATa HMEIOT MECTO B JIMCThAX
apabujorncuca, COeJUHEHHBIX MPSIMBIMU COCYJUCTBIMU CBA3SIMU C Pa3ApakacMbIM JTUCTOM
(Mousavi et al., 2013; Salvador-Recatala, 2016). /lenenue nucTbeB MO COCYIUCTBIM CBSI3SIM
BO3MOXXHO Oyarojapsi MmOJApoOHO MCCIEAOBAaHHOM CIIOKHOM apXUTEKType CBsA3eH
MPOBOASIINX MYy4YKOB pacteHuit apadunoncuca (Dengler, 2006), koTopoMy B JUTEpaType
yAensieTcs ropas3io Oofiblliee BHUMaHUE MO CPABHEHUIO C JAPYTUMHU BUJIAMH PACTEHUM, B
YaCTHOCTHU € TOpoxoM. Takum oOpa3oM, 3HaHUE CTPOEHUS CUCTEMBbI MPOBOJSAIINX MYYKOB
00bEKTa HCCIICIOBAHUS SIBISETCS HEOTHEMJIEMON 4YacThbI0 H3YyUYEHHS JHUCTAHIIMOHHOTO
CUTHAJIMHTa pacTeHUM, oOBSCHSET HaAONIIOJaeMble MPOCTPAHCTBEHHBIE 3aKOHOMEPHOCTHU
CUTHAJIOB U OTBETOB U SIBJSIETCS IOMOJHUTEIbHBIM MOITBEPKICHUEM HATUYHUS CBA3U MEXKTY
UCCIIETyEMBIMU MPOIECCAMH.

AHaM3Upysi MPOCTPAHCTBEHHBIE 3aKOHOMEPHOCTH OTIEJbHBIX 3TAllOB BPEMEHHOMU
MOCJIEA0BATEILHOCTU COOBITUM, ONPENEIEHHON B MPEIbIAYIIEM pa3jielie, MOKHO BUJIETh,
yT0 yeM cuibHee BbipaxkeH BII (Oonblie aMmiutyna), Tem OOJbIIME H3MEHEHUs
koHueHTpaui AbK u KK npoucxoast B 3Tux e JUCThsX. Ha 0CHOBE COracOBaHHOCTH
MPOCTPAHCTBEHHOM JWHAMUKA W MPONOPLUHOHAIBHOCTH W3MEHEHUH HSIIEKTPUYECKOU
aKTUBHOCTU M guHamuku KoHueHTparuu KK (puc. 7, 8), a Takxke NpealIeCTBYIONIETO
m3meHenunto conepxanus KK pacnpocrpanenus BI1 MoxkHO NpeanonoKuTh HaTU4ue CBSI3U
MEXJy DOJEKTPUUECKMMH CUTHaJaMU W u3MeHeHusiMu KoHreHTpamuu KK B
HEpa3ApaKEHHBIX JIUCThAX MPU ACHCTBUM JIOKAIBHOTO CTUMYyJa. JlJis OLIEHKU ydacTus

QJICKTPUYCCKHUX CHUTHAJIOB B HWHAYKIHWU U3MEHCHUMN COACPpKaHUA (bHTOFOpMOHOB
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HEO0OXO0JIMMO MPOBECTHU aHAIN3 MEXAHU3MOB M3MEHEHHUS COJiepKaHusl (UTOrOPMOHOB MPHU

I[efICTBHH JIOKQJIbHOTO CTUMYJIA.

3.3. AHaJIU3 MEeXaHU3MOB U3MEHEHHSI COAePKAHUA (PUTOTOPMOHOB IIPHU ACCTBUH
JIOKAJIBHOI'0 CTUMYJIA

Hannuwne noreHumnanbHbIx nyTen BiIusHuA BI1 Ha mpoayKuuio cTpeccoBbIX TOPMOHOB
(Farmer et al., 2020), a Tak:ke 0OHapy>KEHHOE B Halllel paboTe JOCTATOYHO Majoe Bpems
MEXIYy JACHUCTBUEM CTUMYJIA U POCTOM KOHIIEHTPAIMU >KACMOHATOB B HEpa3ApPaKEHHBIX
YacTSIX PacTeHUs, MOTYT YKa3blBaTb HA TO, YTO MOBBINICHUE KOHIEHTPALMU CBSI3aHO C
CHHTE30M >KaCMOHATOB B HEpa3ApaXKEHHBIX YaCTIAX BCIEACTBUE pacupoctpaHeHus BII. B
psne paboT, B KOTOPHIX OblIa OCYILIECTBIICHA PETUCTPALUS SJIEKTPUUECKUX CUTHAJIOB U
YPOBHSI TOPMOHOB TPU JEUCTBUM JIOKAJIBHBIX Pa3gpa)XUTENICH, TaKkKe MNPEeAnoaracTcs
BO3MOKHOCTh HHAYKIIMU CUCTEMHOM MPOIYKIIMA TOPMOHOB B PE3YJIbTATE PACIIPOCTPAHECHUS
nuctaninonHoro curnana (Hlavackova et al., 2006; Hlavinka et al., 2012; Mousavi et al.,
2013; Suzuki et al., 2013; Krausko et al., 2017; Kumari et al., 2019). B To *e Bpems,
UMEIOTCA pabOThI, B KOTOPBIX MOKa3aHa BO3MOKHOCTh TPAHCTIOPTa (PUTOTOPMOHOB U3 30HBI
JIOKAJIBHOT'O pa3pakeHus C BBICOKOM cKopocThio (Sato et al., 2009; Sato et al., 2011;
Matsuura et al., 2012), yTo He MO3BOJSET MOJHOCTBHIO 3aKPHITH BOMPOC O TOM,
paclpoCTpAHSAIOTCA JM TOPMOHBI M3 30HBI JIOKAJIBHOTO PAa3IpAKECHUA WIH  KE
CUHTE3UPYIOTCSI B  HEpPa3ApaXEHHBIX  YACTAX  BCJIEACTBUE  PACHPOCTPAHCHUS
JVMCTAaHIMOHHOTO CUTHAJA.

B nameli pabotre maHHBIM BOMpOC OBLI MCCIEIOBAaH METOJOM OLICHKA H3MEHEHUS
cojliep>kaHusi (PUTOTOPMOHOB B TMOCJIEAOBATEIbHBIX (parMeHTax JKHCTa MIIECHUIIBI,
pacnoJiararouxcs Ha yTAIEHUU OT 30HbI JIOKAJIbHOTO HATPEBa, Ye€pe3 KOPOTKHUE BPEMEHHBIE
NPOMEXYTKHA TI0CJHE AEUCTBUSA CTUMYJIa. PasHble ckopoctu pacnpoctpaHeHus BIl u
TPAHCIIOPTa TOPMOHOB C YUETOM MaJIbIX BPEMEHHBIX UHTEPBAJIOB U JIOCTATOYHO OOJIBIINX
paccTosiHUM (HECKOJbKO CM) JIOJDKHBI TO3BOJUTH PA3JEIUTh IMPOIECCHhl TPAHCIOpPTa U

UHIYKIUU (PUTOTOPMOHOB. JIMCT NIIEHUIBI TPEACTABISAET COO0M MOAXOAAIUN 0OBEKT NSt
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TAaKOTO UCCIEIOBaHUs, TaK KaK UMEET MECTO JIMHEWMHOE paclpOCTPaHEHUE TUCTAHIMOHHBIX
XUMHUYECKOTO U JIEKTPUYECKOT0 CUTHANOB. DparMeHT JUCTa, MOJBEPraeMblil JIOKATbHOMY
HarpeBy, OTOpachIBAJICS, OMNpEJEICHUE KOHIIEHTpAllMd TOPMOHOB MPOBOJMIIOCH B JIBYX
cienyromux ¢parmentax gucta (puc. 14r). AnHanuz cojaepkaHusi (PUTOTOPMOHOB BO
(¢parMeHTax MIEHUIIBI HA BpeMEeHHOM uHTepBajie oT 0 10 5 MuH mokazan (puc. 14), 4ro
ADBK mnpakThueckn HE U3MEHSETCS HA JAHHOM BPEMEHHOM MPOMEXYTKE, HET pPa3IUdni
Mexay gparmentom 1 u pparmentom 2. CK Ha ucciegyeMomM BPEMEHHOM MPOMEKYTKE
U3MEHsEeTCs ¢1ado, IMHAMUKa MEXTy IByMsl (hparMeHTaMu JOCTOBEpHO He oTianvaeTcs. KK
3HAYUTENHHO BO3PACTAET KaK B IIEPBOM, TaK U BO BTOpoM (parmente. Kak uepes 2,5 MuH,
TaKk ¥ 4epe3 5 MHUH MOCJe JEeUCTBUSA CTHMYJa, MuHaMmuka koHueHTpanuu KK mis aByx
(parMeHTOB SIBIISIETCSl MPAKTUYECKU HUJICHTHYHOWU. Takum 00pa3oM, cXojHas AMHAMUKA
(bUTOTOPMOHOB JIBYX MOCJIEI0BATEIbHBIX (PPArMEeHTOB JINCTA MIIIEHUIbI TO3BOJISIET CAEIaTh
BBIBOJI, YTO TOPMOHBI HE TPAHCHOPTUPYIOTCS CAMOCTOSTEIHHO U3 30HBI JIOKAJIHLHOIO
pa3apakeHusi, a CHHTE3UPYIOTCSA B HEPA3APAXKEHHBIX YACTAX BCIEACTBUE PACIIPOCTPAHEHUS

AUCTAaHIIMOHHOI'O CUIHaljia, KOTOPbIM CKOPECC BCCTO ABJISACTCA BII.
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Pucynok 14. Jlunamuka koHneHnTpanuu abcunzoBoit kuciotsl (ABK) (a), canmununosoit kuciotsl (CK) (0),
xacMoHoBoM kuciotel (PKK) (B), MHAynMpOoBaHHAas JOKaJbHBIM HAarpeBoM, B HeEpa3Ipa’kEHHBIX
MOCJIeI0BaTEIbHBIX (PparMeHTax JIMCTA MIICHUIBI; MOMEHT renepauuu BII coorBercTByeT Touke 0 MuH; T
— cXeMa HKCIEePUMEHTa 10 aHAJN3y BO3MOKHOCTH TPAHCIIOPTa (PUTOTOPMOHOB U3 30HBI PA3IPAKCHUS

* — CTaTUCTUYECKH 3HAYUMBIE Pa3IMyusl OT KOHTposibHOTro 3HavyeHus (0 mun), p<0,05
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[Ipennonarasi BO3MOXHOCTh WHIYKIMHU 3JIEKTPUUYECKUMH CHUTHAJIIAMU H3MEHEHUU
cojiepkanusi (GUTOrOPMOHOB, HEOOXOUMO U3YUUTh, KAKUM 00pa3zom BII MoxeT BiusTh Ha
CUHTE3 rOpMOHOB. HecMOTps Ha BhICKa3aHHBIE paHEE B psiJie paOdOT MPEANOIOKEHHS O POJIU
BII B unaykuuu ropmonaisHoro orseta (Koo et al., 2009; Mousavi et al., 2013; Farmer et
al., 2020), ocTaroTcs HEBBIICHECHHBIMH MEXaHU3MbI Takoro BiIusiHUA. B padote Farmer et al.
(2020) npenmonaraeTcs, 4YTO MPU JIOKAIBHOM TMOBpexAeHUU ObIcTphiii cuHTe3 KK
IPOMCXOAUT IIPU yYAaCTUM 13-THMIOKCUTEeHa3bl, aKTMBHOCTL KOTOpoil 3aBucut ot Ca’'.
Taxxe npenmonaraercss Bkiaax H'-ATda3pl 1uasMaleMMbl B CTPECC-HHIYHPOBAHHOE
noBblieHue KoHUeHTpauuu KK Hapsy ¢ reHepamnuen 3JIeKTPUIECKUX CUTHAIOB, KOTOPBIE
B CBOIO O4Yepenb 3aBUCAT OT akTUBHOCTH npoxyuupyronien ADOK HAJIDH-okcuaassl.
[T05TOMY CIEAyIOLIUM 3TalloM JaHHOM paboThI cTano ucciaenosanue quHamuku Ca’', H n
H>0; npu renepanuu BII ¢ momompio cnenuduaabix GiayopeclieHTHBIX 30H/I0B U OLIEHKA
yuactus Ca*", H" u H,O2 B cTUMyII-HHIyLIUPOBAHHOM M3MEHEHHH COIEPKAHMUS TOPMOHOB C
TTOMOIIbI0O HHTHOUTOPHOTO aHAIK3A.

Hns sdbdextrBHON qOCTaBKU (DIIyOPECIEHTHBIX 30HAOB U MHTUOUTOPOB B KIIETKHU
pacTeHUs UCTIOIB30BANICSI METO BaKyyMHOU MH(MUIBTPALIMK OTCEUEHHOTO JIUCTA, KOTOPBIH
paHee yXe€ YCHEUIHO NPUMEHSJICSA JJIsI UCCIEAOBAaHUS CTPECCOBBIX PEAKIIMN PACTEHUN Ha
nokanbHble cTuMyJibl (Maffei, Bossi, 2006; Maffei et al., 2006). Micnionb30BaHue B Ka4eCTBE
00bEKTa UCCIIEIOBAHUSI OTCEUEHHOTO JIMCTA MIIEHUIIbI JOMYCKAaeT BO3MOKHOCTh Pa3iuyuit
B TOPMOHQJIBHOM CTaTyC€ MO CPAaBHEHUIO C LEJbIMH HWHTAKTHBIMA PACTEHHUSIMH, YTO
00ycnaBIUBaeT HEOOXOAUMOCTh OIPEJEICHUS YPOBHS TOPMOHOB B OTCEYEHHOM JIUCTE U B
MHTAKTHOM pAacTeHUU B OTCYTCTBUM pazfpaxeHus. AHanu3 mnokazan (puc. 15), dyto
koHueHTpauuu ABK n CK Oonbuie B orceuénnom nucre, KK u KK-uine He oOHapykeHbI
KaK B JIUCTE€ MHTAKTHOTO PACTEHHUS, TaK U B OTCEUEHHOM JIUCTE B COCTOSIHUU TMOKOs (0e3
pazapakeHus1), KOTOPBIM OBLI aJalTHPOBAH 10 MPOBEACHUS U3MEPEHUU B TedueHUE 14 U

IIOCJIC OTCCUCHMU.
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Pucynok 15. Konnentpanuu adcrmzoBoit kucinotel (ABK), camununoBoit kucnotel (CK), sxacMoHOBOM
kucioTel (JKK) u sxxacmonun-uzoneitiuna (JKK-use) B cocTossHMM OKOS B JINCTE MHTAKTHOT'O PACTEHUS U
B OTCEYEHHOM JIMCTE MIICHUIIBI

* — CTATUCTHYECKU 3HAYMMBIC PA3IMYUS OT KOHIICHTPAIIMU B MHTAKTHBIX pacTeHusx, p<0,05

[lepBbIM 1IaroM MHTHOMTOPHOTO aHalM3a CTANO UCClieloBaHue nTuHamuku pH npu
NEUCTBUM JIOKAIBHOIO pasapaxurend. MccnegqoBanne M3MEHEHUN TUTOILIA3MATHYECKOTO
pH mnpoBoamnoce Ha pacTeHHSX TMIIEHUIBI C MOMONIBIO paTuoMeTpudeckoro pH-
qyBCTBUTENbHOTO  (piryopecuentHoro 3oHaa BCECF,AM  1npu  ogHOBpeMEHHOM
perucTpanuu deKTpruieckor aktTuBHOCTH. MiMeet mecTo cHmkenne AR/Ro ripu renepanuu
BII (puc. 16), 4TO COOTBETCTBYET CHWXKEHMIO BHYyTpukieTouHoro pH. 3akucienue
BHYTPUKJIETOUYHOM CpeIbl SBISETCS BPEMEHHBIM: Tmpoucxoaut pocTt AR/Ro, dTO
cooTBeTCTBYET NnoBbilIeHNIO pH. Mccnenosanus pH Ha npyrux pacTeHUsX TakKe IOKa3aiu
BPEMEHHOE 3aKHCIICHUE LMTOIUIA3Mbl M 3allleJIauhBaHME aroluiacta npu reHepaunu BII
(Stahlberg, Cosgrove, 1996; Grams et al., 2009; Vodeneev et al., 2011; Sukhov et al., 2014;
Sherstneva et al., 2015).
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Pucynok 16. unamuka pH, uHAyuupoBaHHas JOKaJbHBIM HarpeBOM, B HeEpa3IpakEHHON YacTu
OTCEYEHHOI'0 JIMCTa IIIEHMIBI, NPU OJHOBpeMeHHOW peructpauuu BII (a); MOMeHT Haudana Harpesa
cooTBeTcTBYeT Touke ) MUH; O — cXeMa OJJHOBPEMEHHOM PEruCTpaIlM MMOBEPXHOCTHBIX MOTEHIIMATIOB U
bayopecueniun 3arpyxeraroro pH-uysctButensHoro 30512 BCECF,AM B 0TcCe4€HHOM JTUCTE TIIICHUIIBI
(D — u3MepUTENBHBIN BHEKJIETOUHBIN MaKpOAJIEKTPO.)

[Ipennonaraercsi, YTo BPEMEHHOE 3aKUCIEHUE IUTOIUIa3Mbl mpu TeHeparuu BII
CBS3aHO C IepexomHoi wuHaktuBanumeil H'-AT®a3pl B IIa3MaTHUecKod MeMmOpaHe
(Vodeneev et al.,, 2015). B mameii pabore npuMmeHenue wnuruburopa H'-ATdaswl
OpTOBaHaJaTa HATPUsA BBI3BIBAET YMEHBIIECHUE AaMIUIUTYAbl M CKOPOCTH CTUMYJI-
WHyIIMPOBAHHOI'O CHIKEHUs nurtorasmatudeckoro pH (puc 17). Takke Habmrogaercs
OTCYTCTBHME BOCCTAHOBJICHHsS 3HaueHU pH Ha ucciaegyeMoMm BpPEMEHHOM MPOMEKYTKE.
Hetvictue narubutopa H'-AT®a3k1 oTpaxkaercs u Ha mapamerpax BII: 3aMeTHO MeHbIIIE
aMIUTUTYyZa U CKOpocTh jaenoisgpuzanuu (puc. 17, 18). Cxomusiit 3¢dextT oproBaHagaTa
HaTpusa Ha napameTpsl BII oOHapyxeH B menbix pactenusix nmenuibl (Katicheva et al.,
2014) u pacrenusix ropoxa (Yudina et al., 2020). KpoMe Toro, y MyTaHTHBIX pacTE€HUU
apabumoncuca, aepuuuTHBIX 1o reny H'-AT®assr AHA1 yMeHblleHa aMILUIUTYa

ACTIOJIpU3allid W YBCIIMYCHA JUINTCIIbHOCTD (1)213 ACHoJIpu3allii W PCIIOJIAPpU3alii
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AJICKTPUYECKON PEAKIINHU, 3apETUCTPUPOBAHHON B HEPA3APAKEHHOM JINCTE MOCTE IEHCTBUS
JIOKaJIbHOTO MOBPEXKICHUS, IO CpaBHEHHUIO ¢ AuKuM TunoM (Kumari et al., 2019).
Nuruéutop H'-AT®a3sl BIusSeT ¥ Ha IOTEHIHAI I[TOKOS PACTUTEIBHBIX KIIETOK,
BBI3bIBasl YMEHbIIIEHHE ero MeTabonnueckoit komnoHeHThl (Katicheva et al., 2014; Yudina
et al., 2020). B namem uccinenoBanuu >p ekt narnouropa H'-ATdaswr Ha Beuunny pH B
MOKOE€ MPOSIBIISIICS B KOHCTUTYTMBHOM 3aKUCJICHUW BHYTPUKIETOUYHOM Cpeibl: 3HAUEHUE
otHomieHust  (ls90/la40) wmHTEHCHUBHOCTEM  dayopecueniuu BCECF,AM mnpu ero
BO30YykaeHun Ha juinHax BOaH 490 HM (l490) 1 440 uM (l440), mpsIMO TTPOMOPLIUOHATIEHOE
BenuurHe pH, B mpuCyTCTBUM MHTHOWTOpa OBUIO HIKE MO CPAaBHEHUIO C TaKOBHIM B
koutposie. Iloreps ¢ynkiun rena H'-AT®assr AHAl B MyTaHTHBIX pPacTEHHAX
apabujorncuca Takke BiIusuia Ha pH B cocTosHUM TMOKOs, OOyCiaBiIuBasi MEHbIIEE

3aKUCIIEHHE BHEKJIETOUHOM Cpeibl 0 cpaBHEHUIO ¢ MukuM TtunoM (Kumari et al., 2019).
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Pucynok 17. Junamuka pH, wmHayuupoBaHHas JOKaJbHBIM HarpeBOM, B HeEpa3IpakKEHHOM YacTu
OTCEYEHHOTO JIMCTAa TIICHHWIBI B YycHOBUsX uHruOupoBanuss H'-AT®da3pl, mpu o0aHOBpEMEHHOI
peructparu BII (a); MOMeHT Hadana HarpeBa cOOTBETCTBYeT Touke (0 MHUH; O — cXemMa OJIHOBPEMEHHOI
pEerucTpan MOBEPXHOCTHBIX IMOTEHIUAIOB U (IIyOpPECLUEHIMH 3arpy’KeHHOro pH-uyBCTBUTENBHOTO
3012 BCECF,AM B 0TCeu€HHOM JHUCTE MIIEHULIBI (D — U3MEPUTEIbHBIM BHEKJIETOUHBINH MAaKPO3JIEKTPO/)
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Pucynok 18. Bnusuue unruburopa H'-AT®a3el oproBaHagata HATPHs HA BapuaOCIbHBIA MOTCHIIAAI
(BII), nHOYyIMpOBaHHBIN JIOKAJIbHBIM HarpEBOM KOHUYMKA JIMCTA MIIEHULBL: a — ycpeHEHHBIE 3anucu BII B
KOHTPOJIbHBIX YCIOBUSIX W Tpu MHruOupoBannu H'-AT®a3pl; MOMCHT Hayalla HarpeBa COOTBETCTBYET
touke 0 muH; 6 — ammuiuTyaa BIT B KOHTPOJIBHBIX YCIIOBUsX U rpu uHrHOupoBanuu H-AT®a3sbr; B — cxema
peructpauuu BII B oTceuéHHOM nucTe MiueHUIs! (O — N3MEPUTENbHBIN BHEKIETOUHbIN MaKpOJIEKTPO)

* — CTaTUCTUYECKH 3HAYMMBIC Pa3InyMsl ¢ KOHTPOJIbHOH rpynmoit, p<0,05

Crnemyroium 1maroM HTHrHOMTOPHOTO aHalli3a CTano uzydeHue s3pdexkra uHruoutopa
H'-AT®a3pl Ha AUHAMHKY (PUTOTOPMOHOB IPU JEHCTBUH JIOKAIBHOIO pasiapasKuTEIs.
Jlunamuika (pUTOropMOHOB ObLJIa UCCIIEIOBAHA B OTCEUEHHOM JICTE MILIEHUIIBI B YCIOBUAX
neiictBus nHruouTopa H'-AT®asel opToBaHa aTa HATPHS U B KOHTPOJIBHBIX YCIOBHUAX 0€3
uHruburopa. JlokanbHBI HarpeB KOHYMKA JIMCTA IMIIEHUIIBI BBI3BIBACT YyBEIUUYECHUE
coaepxkanusi AbK depe3 15 Mun n yepe3 60 MUH B KOHTPOJIE U TOJIBKO yepe3 60 MUH mpu
JEUCTBUM MHTHOUTOpPA MO CPaBHEHUIO ¢ ypoBHEM 10 pazapaxkenus (0 mun) (puc. 19a).
OproBanagatr HaTtpus noBbimaeT coaepxkanne ABK B mokoe, a mpu pa3apakeHud pocTa
koHueHTparuu ABK He mnpoucxomut. JIeWCTBHE JOKAIBHOTO HAarpeBa BbI3bIBAET
yBennueHne koHueHtpanuu CK depes3 15 mun u dyepe3 60 MUH B KOHTPOJIE, @ B YCIOBHUAX
uaruouposanus H'-AT®as3sl pocra He mnpomcxoauT (puc. 196). OproBaHagar HaTpus

YMEHBIIAET BEIUYMHY CTUMYJI-UHAYIUPOBAHHOTO c/iBura KoHmeHTpauuu CK yepes 60 mun
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nocie pazapaxenus. JIokanbHbIN HarpeB BbI3bIBAET MoBbIIeHNE KOHIIeHTpauu JKK u KK-
uie uepe3 15 MuH u yepe3 60 MUH B KOHTPOJIbHBIX YCIOBUSIX, TPU IEUCTBUU MHTUOUTOpA

CTUMYJI-UHAYIIUPOBAHHOTO pocTa He HaOmtogaercs (puc. 19s,1).
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Pucynok 19. Jlunamuka koHteHTpanuu adciu3oBoit kucnothl (ABK) (a), canumiosoit kucnotsl (CK) (0),
skacMoHOBO# kucinoTel (JKK) (B), sxacmonmn-uzoneinuna (JKK-une) (r), mHIynupoBaHHAs JIOKATbHBIM
HarpeBoM, B HEpa3IpaKEHHON 4YacTW OTCEUYEHHOIO JICTA MIICHUIIbl, B KOHTPOJBHBIX YCIOBHSX M MpPHU
unruoupoBanun H'-AT®a3bl opTOBaHAIATOM HATPHUS; MOMEHT CTUMYJISILIUU COOTBETCTBYET TOUKe () MUH;
11— cXeMa ONpeieTIeHUs COAEp KaHus (PUTOrOPMOHOB B OTCEUEHHOM JICTE MIIEHULBI (D — U3MEPUTENIbHBIN
BHEKJIETOYHBIA MaKpOIJIEKTPO.T)

* — CTATUCTHYECKHU 3HAUYMMBIC PA3IMUusl OT KOHLUEHTpauu A0 pazapaxenus (0 mun), p<0,05

# — CcTaTHCTUYECKU 3HAUMMBbIC PAa3JIn4Ms OT KOHTPOJIBHOTO 3HaueHus (6e3 nuurudutopa), p<0,05

HN3meneHue KOHIOCHTPpAIMK IMPOTOHOB MOXKCT OKAa3bIBATh BJIMAHHNC HA HM3MCHCHHC

coliepKaHUsl (PUTOTOPMOHOB MYTEM PETyJSLMM UX METadOoIMYecKuX NyTeu. Perymsauus
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OMOCHHTE3a MOXET MPOUCXOJUTh HA HECKOJIbKHUX YPOBHAX, BKJIIOYAS TPAHCKPUIIUIO U
TPAHCISALIMIO, M TaKXXe BO3MOXHO, KATAIUTHYECKYIO AaKTUBHOCTH (EPMEHTOB B
OMOCHHTETUYECKOM ITyTH.

BuyTtpuknerounsle usMeHenus: pH MOryT urpaTb CUTHAJIBHYIO POJib B PETYJISIUU
ouocunte3a ABK. IlokazaHo, 4To M3MeHEHUsI BHyTpukieTouHoro pH mocratouHo s
MOAyJISIuu 3Kkcrpeccun reHoB ouocunte3a ABK u nakomnenus camoii ABK (Wang et al.,
2014). [IpenBaputensHas 00paboTKka  pacTeHUH  XHUMHYECKUMH arcHTaMH,
obOecneunBarommmMu n3mMmeHenue pH uurosons, Biausietr Ha koHIeHTpanuo ABK kak B mokoe,
TaK ¥ IpU OCMOTUYECKOM CTpecce, MpuuémM 3Tu u3MeHeHus konuentpanun AbBK B oTBeT Ha
cMmelenre pH sBAsStOTCS 0THOHAMPABICHHBIMU MO OTHOILIEHHUIO K KOHTPOJIIO (HOPMalbHbBIN
pH), kak u B Hamux skcnepuMeHTax. OAHAKO HMCKYCCTBEHHOE 3aKHCJICHHUE ILMTO30JIs
BbI3bIBAIO cHUKeHUe KoHlleHTpaunu ABK (Wang et al., 2014), yTo mpoTUBOpEUUT HAITUM
nanHeiM. CamMu aBTOpPBHI OTMedaroT, 4yTo OmocuHTe3 ABK ckopee Bcero nuHEHHO He
KOppenupyeT ¢ abCOMOTHBIM 3HaueHueM pH B kakux-1ubo KoMOapTMEHTax, a B OoJblien
CTEMEHM 3aBUCUT OT rpaaveHTa pH Mexay UMTOIIa3MOM M BaKyoJiblo (WA APYTrUM
komnaptmeHToMm) (Wang et al., 2014). Takum oOpa3zom, Ha 6mocunTe3 ABK ckopee Biusier
HapyIlIEHHbIM BHYTPUKIETOYHBIN roMeocTas pH.

Takxe U3BEeCTHO, 4TO yBenumuyeHue pH amomiacta B CTPECCOBBIX YCIOBUSIX MOXKET
crocoOCTBOBaTh THAPONAU3Y mnpenmiectBeHHUKOB ABK, Tem caMbiM moBbimas €€
konuuectBo (Netting, 2000; Duffield, Netting, 2001). eruaparanuss HHAYLHpPOBAJA
yBenuueHnue pH anomacta u konuentpanuu ABK, koTopbie ObUIH MOTHOCTBIO YCTPAHEHBI
TI0CJIE MIPEBAPUTEIBHOM 00pabOTKH (PY3UKOKIIMHOM, KOTOPBIM aKTHBUPYET cekpennto H u
TE€M caMbIM CIOCOOCTBYET 3akucieHuto anomiacta (Hartung et al., 1988).

Perynsnus ¢ nomoiibto pH KOHKPETHBIX MOJIEKYJISIPHBIX MUILIEHEH, Y4aCTBYIOIIUX B
ouocunteze ABK, Ha 1aHHBII MOMEHT OCTAa€TCSI OTKPBITHIM BoripocoM. M3BecTHo, uTo ABK
MOXET OBITh MOJIyYeHa MyTEM CUHTE3a de novo U MyTEM JNEKOHBIOTAIUU TIIOKO3UIIOBOIO
a¢upa abcunzoBoit kucnotel (ABK-I"3), koTopslii npeacrasisieT coboi GopMy XpaHeHUs

WX TpaHCIIOpTa ABK, HaKalllIMBACTCs B BaAKYOJIIX, allOINIaCTC, JHAOINIA3MAaTHYCCKOM
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petukynyme (OI1P) (Finkelstein, 2013). Hexkonbtoramus ABK-I"D OI1P u BakyonsipubiMu f3-
[JIIOKO3Ua3aMu  TO3BOJISIET ObICTpo chopmupoBath cBoOonHyro ABK B oTrBer Ha
a0MOTHYECKHE CTPECCOBBIE COCTOSIHUS, TaKhe KakK JeruapaTanus M COJIEBOM cTpecc.
Jlexonbtoraiusi ABK-I'D MoxkeT uMeTh BaXKHO€ 3HAY€HUE B OBICTPHIX CTPECCOBBIX
peakIusx, mockoyibky cBoboHas ABK renepupyercs B peakiiuu 0JJHOATAITHOTO THAPOIIU3A.
Takas peakuusi mpoucxoaut B Bakyolisax unu OIIP, cnenoBarenbHo, TpeOyeTCss UMIOPT
ABK-I'D B 3t kommapTmeHThl. B Bakyonu Takod HMMIIOPT OINOCPENOBAaH JBYyMs
Pa3IMYHBIMUA CUCTEMAMHU MEMOPAHHOTO TPAHCIIOPTA: MPOTOHHO-3aBUCUMBIA aHTUTTOPTOBBIM
MexaHusM u AT®-csa3piBarommii kaccetHsii (ABC) Tpancmoprtep (Burla et al., 2013).
HevictBue oproBanaaata Ha uMnopT ABK-I'D ¢ nmomomsro AtABCC2 B BakyoJlb MOKa3ano
camwkenue norjomenns ABK-I'D (Burla et al., 2013), yTo, mpeanoaoXuTeabHO, MOXKET
MOBJIMATh W Ha CHWXXEHHME KOHIeHTparuu cBoOomHoid ABK. B Hamem wucciaemoBanuu
opTOBaHaJaaT moBbImaeT cojaepkanue ADBK, ciemoBaTenbHO, opTOBaHagaT B OOJbINEH
CTEIMEHU BJIUSET HA JAPYroll HEM3BECTHBIA MPOLIECC, KOTOPHIA CIIOCOOCTBYET YBEIMUECHUIO
koHleHTpau ABK.

Perymsmusa xonuentpauun CK ¢ momombio pH Takxke MoxeT ObITh peaau3oBaHa
yepe3 BIWSHUE Ha TpaHCNOpTHBIE mporecchl KoHboratoB CK mo cxomnomy ¢ ABK-I'D
MEXaHU3My, TaK KaK M3BECTHO, YTO pas3nuuHble KOHbIOraTtel CK BoccTaHaBmuBarTCA B
aktuBHy0 (opmy CK mpu ctpecce, a BHyTpukieTouHblil ypoBeHb CK 1 €€ HeakTUBHBIX
dopm Haxozasrces mox kouTpoiem ABC-rpancnoprepos u H -antunoprepos (Maruri-Lopez
etal., 2019).

Perynsauus conepxxanust ABK u CK Takxe MoxeT ObITh 00yCIIOBIIEHA UX B3aUMHBIM
BJIMSIHUEM JpYr Ha Jpyra U BIUSHUEM >KACMOHATOB, KOHIIEHTpAIUsi KOTOPBHIX OBICTPO
YBEJIMYMBAECTCA  MPU  JOKAIBHOM  Pa3JIpa)X€HUH W JOCTUTaeT  MaKCUMyMa,
MpEIIECTBYIOMEr0 Mo BpeMeHu MakcumyMam koHieHTpauuid ABK u CK (puc. 5, 6).
B3aumHoe BiausiHMEe YpOBHEHW (PUTOTOPMOHOB JIPYT HA JIpyra MOKa3aHO B JUTEpaType Mpu
pa3IUuHbIX OMOTUYECKUX U abuoTuueckux crpeccax (Santino et al., 2013; Kudoyarova et

al., 2015; Zhao et al., 2021).
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B nureparype Takke MMEIOTCS JAHHBIE O BIMSHMM HM3MEHEHHs akTHBHOCTH H'-
ATd®da3b1 Ha conepkaHue kacMoHaTOB. MccnenoBanusi MPOBOAMINCH B HEPA3APaKEHHBIX
JUCTBSIX pacTeHUM apabuyoricuca Mpu JEUCTBUU JIOKAIBHOTO MOBPEKICHUS U TOKa3alH,
YTO y MYTAHTHBIX pacTeHui, aeuuuTHbIx Mo reny H'-AT®assr AHAL, mpoucxomur
MOBBIIIIEHHOE HAKOIUICHUE >KaCMOHATOB MOCJE MOBPEXKACHUS MO CPABHEHUIO C JIUKUM
tuniom (Kumari et al.,, 2019), yto corjmacyercs C HalIUMH JAaHHBIMH TIO BIIUSIHUIO
uaruoutopa H'-AT®das3sI.

[loreHunanbHOM TOUKOM BiIusiHUS pH HA OWOCHMHTE3 >KAaCMOHATOB SIBJISIETCS
M3MEHEHHE JOCTYMHOCTH cyOcTpara. M3BecTHO, OMOCHHTE3 >KaCMOHATOB MPOUCXOAUT B
pPa3IMUHBIX  KJIETOYHBIX KOMIIAPTMEHTAX: XJIOPOIUIACT, MEpPOKCHCOMa, IMTO30JIb
(Wasternack, Hause, 2013), crnemoBaTelbHO TaKO€ IMPOCTPAHCTBEHHOE pa3JeliCHHE
MpenoiaraeT Halluuyue HeoOXOoauMoro QgepmeHTa U cyOcTpara OJHOBPEMEHHO BHYTPHU
oaHoro komnaptMmeHnra. B cocrosanu nokost konuentpauuu KK n XXK-une ouens Huskue,
a KoHIeHTpanus ux npeamectseHHuka O®JIK mnopnepxuBaeTcss Ha ONPEACIEHHOM
BBICOKOM YPOBHE U OBICTPO CHMXKAETCS MPHU JIOKATHHOM MOBPEXKIECHUU B HEPa3APAKEHHBIX
mucthsx (Koo et al., 2009; Kumari et al., 2019). O®JIK cunTe3upyeTcsi B XJioporiacTax,
3aTeM JKCIOPTUPYETCS uepe3 BHYTPEHHIOI MeMOpaHy C MOMOIIbI0 KaHAJbHOIO Oeika
JASSY na BHemHior0 MemOpany. UMIopTt B mepoKCcUCOMY MPOUCXOAUT ¢ Tomolbio ATO-
3apucuMoro ABC-tpancnoprepa COMATOSE wim, 1no kpailHed Mepe, YaCTHYHO C
MOMOIIBI0 MACCUBHOTO MEXaHW3Ma 3axBaTa MOHOB u3-3a pH ~7,2 B murtosone u ~8,2 B
nepokcucomax. Ilocne nepememienns ODJIK cunrtes KK nmpoaoinkaeTcsa B nepokcucome
(Wasternack, Hause, 2019). Maru6urop H'-AT®a3b1 BEI3LIBAET 3aKUCICHUE LIUTO30JIS, B
pe3ynbTrare 6osbliee komuecTBo Mojekysl ODJIK nepexoasT B IpOTOHUPOBAHHYIO (POpMY
U CBOOOJIHO TMepeMemaloTcs 4epe3 MeMOpaHy MEepOKCUCOMBI, Tnae IenoyHoit pH
00yCnaBIMBAaET UX AMCCOIMAIMIO W HAKOIUJICHHE MO MPUHIMIY «aHUOHHON JOBYIIKW.
Takum oOpazom Oombiioe konndecTBO cyocrpara B Buge ODJIK ctaHOBUTCS NOCTYIHBIM
JUTS IEPOKCUCOMHBIX (hepMEHTOB, KoTopble cuHTe3upyOT JKK. /lanHOE npennonoxeHue Mbl

IPOBEPHIN, HCCIexys BiausHue wuHruomropa H'-ATdasel oproBaHajgara HaTpus Ha
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koHeHTpaiuo ODJIK B cocTosiHuu nmokos (B OTCYTCTBUM pasapaxenus). [lokazano, 4To
optoBaHaaaT cHuxkaeT ypoBeHb ODJIK (puc. 20). [Ipu sTom konuentpamuu XK u KK-une

Bo3pactaroT (puc. 19).
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Pucynok 20. Bnwmsuue maruoburopa H'-AT®da3wsl oproBaHajgara HaTpus Ha KOHIEHTpaunuio 12-okco-
¢dbutonuenooit kucnotel (ODJIK) B COCTOSHUN TTOKOSI B OTCEUEHHOM JTUCTE MIITCHUIIBI
* — CTaTUCTUYECKH 3HAYMMBIC Pa3InyMsl ¢ KOHTPOJIbHOH rpynmoit, p<0,05

Kak yxe 0b110 cka3zano, rpu renepanuu Bl npoucxoaut n3MeHeHue KOHIIEHTpaIuu
He Tonpko H, mo m Ca?’. IlosToMy CHemylOIMM 3TaloM JaHHOW paboThI CTalo
MCCIE0BaHNE TUHAMUKK BHYTPUKIETOYHOM KoHnenTpamuu Cat ([Ca?']) npu renepanyun
BII ¢ nomompio Ca?’-cmenmduunoro ¢uyopecueHTHoro 3ouza fluo-4, AM 1mpu
onHoBpemenHo peructpanuu BIL. Ilpoucxomut yBenumuenue AF/Fo (puc. 21), uro
coorsercTByeT yBenudeHuto [Ca?')i mpu remepamum BII. Ioswinenue [Ca®']i sBasercs
BpeMEHHbIM, 3HaueHus: AF/Fo MoCTeneHHO CHMXAlTCsA, YTO COOTBETCTBYET CHUKEHUIO

[Ca®']i. B pacTeHusix ropoxa 3KCIEepUMEHTaNbHOE HccaenoBaHue auHaMuku [Ca’'l;

npu
JIOKAIbHOM  pa3fpakeHUM TakKe II0Kasano BpeMeHHoe yBeamuenume [Ca®’]i B
Hepasapaxk€HHoU o0nacTu npu reHepanuu BII. B nutepaType uMeroTcs cXoAHbIE JaHHBIE O
noseinrenny [Ca®']i B Hepa3apaEHHBIX JTHUCTBAX MOCIE AEHCTBHS JOKAILHOTO CTUMYJIA Ha
npyrux pactenusx (Fisahn et al., 2004; Maffei et al., 2004; Nguyen et al., 2018; Yan et al.,

2018; Kumari et al., 2019), koTopoe cOmpoBOKIAaEeT TreHEPAIIMIO IEKTPUIECKOTO CUTHAJIa

(Fisahn et al., 2004; Nguyen et al., 2018).
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Pucynok 21. JlunamMuka BHYTpUKIETO9HON KoHueHTpauuu Ca?* ([Ca?')i), MEaynMpoBaHHas JOKAJIbHBIM
HarpeBoM, B Hepa3IpaXEHHOM Y4aCTH OTCEYEHHOIO JIMCTA IIICHULBI, IPU OJHOBPEMEHHOW pErucTpanun
BII (a); MOMeHT Hayaja HarpeBa COOTBETCTBYeT Touke (0 MHH; 6 — cXemMa OJTHOBPEMEHHOM perucTpaiuu
MOBEPXHOCTHBIX MIOTEHIUMAJIOB U (iIyopecieHiuu 3arpykeanoro Ca? -aysctBurensHoro 3ou1a Fluo-4,AM
B OTCEYEHHOM JIMCTE MIIECHUIBI (D — U3MEPUTENbHBIN BHEKJIETOUHBIM MaKPO3JIEKTPOIT)

[Mosemuenue [Ca®']i, xoTopoe mmeer MecTto mpH pacnpocrpanenuu BII, moxker
MIPUHUMATh y4acTUE B MeXaHu3Me reaepauuu BIl u ctTuMyn-uHIynnpoBaHHOM U3MEHEHUU
conepxkanust GUTOropMoHoB. Jlns ananusza ydactus Ca’’ B JaHHBIX IIPOLIECCAX MPOBOIMIH
uccienoBanye BiuaHus Onokaropa Ca’’ xamanos La’" ma mapamerper BII u crumys-
MHIyIUPOBAHHOTO CIBHMIra GUTOropMoHOB. JlelicTeue 6nokaropa Ca’" kaHAIOB IPUBOIUT K
yMeHbllieHuto aMmuty el BI1 B nucte mmenuns! (puc. 22). B apyrux Bugax pacTeHHi

npumenenue La** Taxoke camkaer ammntyny BIT (Julien et al., 1991; Furch et al., 2009).
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Pucynok 22. Bmmsaume Onokaropa Ca?" xamanos La** wa BapuaGenbnbii morenmman (BID),
MHIYLUPOBAHHBIN JIOKAJIBHBIM HAarpeBOM KOHYMKA JIMCTA IIICHULBL: a — ycpeaHéHHble 3anucu BII B
KOHTPOJILHBIX YCJIOBUSX M MpH OnokupoBanun Ca’’ KaHaloOB; MOMEHT Hayaja HarpeBa COOTBETCTBYET
touke 0 MuH; 6 — amruutya BIT B KOHTPOJIBHBIX YCIOBUSX ¥ 11U OokupoBanun Ca’" kaHaioB; B — cxemMa
peructpauuu BII B oTceuéHHOM nucTe MIueHUIb! (O — N3MEPUTENBbHBIN BHEKJIETOUHbIN MaKpOJIEKTPO)

* — CTAaTUCTHYECKHU 3HAUYUMBIE PA3IMUUs C KOHTPOJIbHOHU rpymnmnoi, p<0,05

B ycnosusix peiictBus 6mokaropa Ca?* kamanos La’" Obu1o mccnenoBaHo BIusHHE
JIOKaJIbHOTO pa3/ipa)KuTessi Ha U3MEHEHUeE cojiepxkanus puroropmoHoB. [Tokazano, uro npu
JEeUCTBUM OJIOKATOPA JIOKAIBHBIN HArpeB KOHUMKA JIMUCTA MIIEHUIbI BHI3BIBAET YBEIUUEHUE
cougepxkannusi ABK, XK u JKK-une tompko uepe3 60 MHH, 1 HE BBI3BIBAET U3MEHEHUS
xonuentpauu CK (puc. 23). La*" Biusier Ha conepxkanne ABK B nokoe u uepes 60 MuH
MOCJIE Pa3IpaKeHUs, MOBBIIIAS €€ YPOBEHb IO CPaBHEHUIO C KOHTposneM. OH Takxke
noBbimaeT kKoHeHTpanuo CK B nokoe, HO nmoxasnser €€ yBenudeHue yepes3 60 MuH nocie
IEHCTBUS JTOKAILHOrO cTuMya. biokuposanue Ca’' kaHAIOB BAMSET M HA KOHLIEHTPALMIO
’KACMOHATOB, MNPHUBOAA K €€ YBEJIMYEHHUID B COCTOSSHMM IIOKOSI 1O CPaBHEHUIO C
KOHTPOJIBHBIMHU YCJIOBUSIMH, OJJHAKO OHO mojaasiseT pocT koHueHTtpauuu XK n XK-une
yepes 15 MuH nocie CTUMYIISIIAN, KOTIa )KaCMOHATHI JOCTUTAI0T MAKCUMAJIbHBIX 3HAYCHUN

KOHIIeHTparuu (puc. 5).
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Pucynok 23. Jlunamuka koHIeHTpanuu adciu3oBoit kucnothl (ABK) (a), canmumiosoii kucnotsl (CK) (0),
skacMoHOBO# kucinoTel (JKK) (B), sxacmonmn-uzoneiinuna (JKK-une) (r), mHIynupoBaHHAS JIOKATbHBIM
HarpeBoM, B HEpa3IpaKEHHON 4YacTW OTCEUYEHHOIO JINCTA MIICHHUIIbl, B KOHTPOJBHBIX YCIOBHIX M MpPHU
onokuposanun Ca?* kamanos La’; MoMmeHT cTumyssimu coorTBercTByeT Touke 0 MHH; 1 — cXeMma
OTIpENICNICHUs] ColepKaHust (UTOTOPMOHOB B OTCEYEHHOM JIMCTE MIICHUIBI (D — H3MEpUTEIbHBIN
BHEKJICTOUHBIA MaKpOdJIEKTPOI)

* — CTATUCTHYECKHU 3HAUYMMBIC PA3IMUusl OT KOHLUEHTpauu 10 pazapaxenus (0 mun), p<0,05

# — cTaTHCTUYECKU 3HAUMMBbIC Pa3JIn4Ms OT KOHTPOJIBHOTO 3HaueHus (6e3 naruodutopa), p<0,05

N3menenne conepxaHusi (PUTOTOPMOHOB  MOXKET IMPOUCXOJUTh 33  CYET
perynstopHoro Biusuus Ca?’ Ha IpoIECCHl CMHTE3a TOPMOHOB, KaK Ha YPOBHE DKCIIPECCHU
reHOB OMOCUHTETUYECKUX (PEPMEHTOB, TaK U IIPU U3MEHEHUH KaTAIUTHYECKOW aKTUBHOCTH

caMux (pepMEHTOB.
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N3BecTHO, uTO yBenunuenue KoHueHTpaunii CK u xacMOHAaTOB MOKET MPOUCXOIUTD
Py JIOKAJIbHOM TIOBPEXJACHUU JUCTbEB Tabaka JUCTOTPHI3YIIMMH HACEKOMBIMH B
pe3yibTaTe aKTUBallMM OWOCHHTE3a TOPMOHOB C TIOMOIIBIO KaJIbIUM-3aBUCUMBIX
npotennknHasz (CDPK) nmpu ydactum Apyrux mpoTeMHKHHA3 U (PaKTOPOB TPAHCKPUIIIIUU,
KOTOpBI€ MOBBIIIAIOT YPOBHU TPAHCKPHUIITOB T'€HOB, yudacTByroumux B Ouocunteze CK u
xacMmoHatoB (Wu et al., 2007). Kpome TpanckpuniimoHHoil peryinsiuu o6uocunteza CK,
I0Ka3aHa M HNOCTTPAHCKPUIIMOHHAs perynsuus npu ydactuu Ca®’ (Huang et al., 2020).
[Mocpennukamu B Ca’'-3aBucumoli perynsaimuu Ouocunre3sa CK ABISAIOTCA pasinyuHbIE
CDPK, a Takxe kanbmonyiauH-cBsi3biBatoue 0enku (CBP), nanpumep, CBP60g (Romeis,
Herde, 2014; Huang et al., 2020).

Kpome CDPK u CBP, 6e1KOBBIMU CEHCOpPAMH, CBS3BIBAIOIIIUMH KaJIBITUM, B KIETKaX
pacTeHHil BBICTyHaroT KalbliHEeBpUH-B-nono6ueie 6enku (CBL). M3BectHo, uto CBL9
Moaynupyet Ouocunte3 ABK mpu abuotuueckom ctpecce. HapymeHue ¢pyHKIUU reHa
CBLY9 y pacrenuit Arabidopsis thaliana npuBOAUT K yBenuuyeHuto HakoruieHuss ABK B
CTPECCOBBIX YCIOBUSIX MO CpaBHEHUIO ¢ quKkUM TuioM (Pandey et al., 2004).

Veennuenne [Ca’’]i npu BII MoxkeT cmocoGCTBOBATh MOBBIIIEHUIO AKTHBHOCTU
dbepMeHTOB OMOCHHTE3a kacMoHaToB. MWM3BectHo, uTo 13-nmunokcurenassl (LOX)
KaTanu3upyrotr cuHte3 mnpeamectBeHHUKOB JKK, omna u3z Hux, LOX6 cmnocoOGcTByeT
osictpoMy cuHTe3y KK B Hepaznpak€HHBIX JIMCThSAX apabujoricuca MpU JOKAILHOM
noBpexaenuu (Chauvin et al., 2013). [Ipeanonaraercs, yto LOX6 nmeeT 10MEH CTPYKTYpPbI
B-60uonKa, KOTOpKIH MosxkeT cBa3biBath Ca’* (Farmer et al., 2020). Kpome TOro, HOBBILIEHHE
MPOAYKIIMU »ACMOHATOB MOCJIE MEXaHHUYECKOIO IMOBPEKJCHHUS MOXET ObITh BBI3BAHO
U3MeHeHueM akTtuBHocTH  (ocomunasst D (PLD): nputox Ca?*  ummgyuupyer
Tpancnokanuio PLD Ha memOpaHy, r/ie oHa BBICBOOOXKIAET MOJMHEHACHIIIEHHbIE YKUPHbBIC
KHUCJIOTHI U3 MeMOpaHHbIX (hochonununos, HeoOxoaumele st cunte3a KK (Ryu, Wang,
1996; Wang et al, 2000). Takum o00pa3oM, YMEHbBIIEHHE BEIUYHUHBI CTUMYJI-
MHIyIUPOBAHHOIO CIBUra AaCMOHATOB IIpU JelicTBuM Onokatopa Ca’’ kaHanos, IIo-

BUINMOMY, CBA3daHO CO CHMXXCHHCM AKTHBHOCTHU (1)epMCHTOB OMOCHHTE3a ZKaCMOHATOB, B
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gactHocTH PLD u LOX6, B pe3ynsrate ymenbinenus [Ca®']i. VBenuuenre KOHLIEHTpALUK
’KACMOHATOB B COCTOSIHMHU MOKOsI U uepe3 60 MUH, BEpPOSITHO, IPOUCXOJUT BCIEACTBUE
HETaTUBHOTO BIIUSHUA JUIMTENILHON OI0KMpOBKH Tpancnopra Ca®’,

Biusaaue Ca’?* Ha M3MeHEHHe KOHLEHTPALUHA TOPMOHOB TAKKE MOKET IIPOUCXOIUTH
uepe3 Ca’'-mnaynuposannble nsmeHenus pH B pesynbrare MOAyIsnuM akTHBHOCTH H*-
AT®a3sl ¢ mOMOIIBIO KalbIIU-3aBUCUMBIX mpoTenHkrnHa3 (Ookura et al., 2005). B cBoro
ouepenp aktuBHOCTh Ca’' kamamoB Moxer perymupoBaThcss ADK (Demidchik, 2018;
Marcec et al., 2019).

UccnenoBanne pauHamukun H>O> mnpu renepamum  BII ¢ momompsro  H>O»-
cneuuduyHoro ¢uyopecuentaoro 3ou1a Ampliflu Red npu onHoBpemeHHOM peructpanuu
BII noxkazano, uro mpoucxonut yBenuueHue AF/Fo, 4TO COOTBETCTBYET YBEIMYECHUIO
koHueHTpauu H>O> npu renepanuu BII (puc. 24). UccnenoBanusa konuentpanuu H>Oo
nocjie JACUCTBUSI JIOKAIBHOTO CTHUMyJa Ha JAPYTUX PACTEHUSX TaKXKe IOKa3bIBAIOT
noBbiieHrue ypoHsi H2O2 B Hepaznpaxénnbix mucthsax (Miller et al., 2009; Suzuki et al.,
2013; Devireddy et al., 2018), koTopoe cOpoOBOKAAET FEHEPALIUIO FTEKTPUUECKOTO CUTHAJIA

(Suzuki et al., 2013).
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Pucynok 24. Jlunamuka nepokcuga Bopopona (H20:2), umHaynupoBaHHas JOKaJbHBIM HarpeBoM, B
Hepa3ApaXEHHON YaCTH OTCEYEHHOTO JIMCTA MILIEHUIIBL, IPX 0OTHOBpeMEHHOM peructpaunu BII (a); MoMeHT
Hayaja HarpeBa COOTBETCTBYeT Touke 0 MUH; O — cXeMa OJHOBPEMEHHOW PErucTpaluu MOBEPXHOCTHBIX
NOTEHIMAIOB U (uyopecueHun 3arpyxennoro H>Os-uyBctBuTEensHOro 3onma Ampliflu Red B
OTCEYEHHOM JINCTE MIICHUIIBI (D — H3MEPUTETHHBINA BHEKIETOUYHBIA MAKPOIJIEKTPO.)

[ToBeiienne konueHtpauu H>O2, koTopoe umeeT Mecto npu pacnpoctpanenuu BlI,
MOXET NPUHUMATh YYaCTUE€ B CTHUMYJ-UHAYUMPOBAHHOM H3MEHECHUU COJCPKAHUS
¢uroropmonoB. Jlns ananmuza yuvactus H>O, B KadecTBe UWHIYKTOpa H3MEHEHUU
KOHIIEHTpaIuii (UTOTOPMOHOB MPOBOJUIN HCCIEIOBAHUE BIUSHUS HCKYCCTBEHHOTO
noBbIeHus KoHreHTpanuu H>O» Ha conepxkanne purtoropmonos. Jliist atoro pacteop H2O»
ONPEAECIEHHON KOHILIEHTPALUMKU 3arpy’kKajld B OTCEYEHHBIM JUCT MIIEHUILBI C MOMOIIBIO
BAKyYyMHON WHOUIbBTpAlMM ¢ Yepe3 OMNpeNeiEHHbIH BPEMEHHOM MHTEpBal MOcie
OKOHYAHUS 3arpy3KU aHAIM3UPOBAJIU CO/iepKaHue (PUTOTOPMOHOB.

brina onpeseneHa KOHIEHTPAIIMOHHAS 3aBUCUMOCTh COJIep>KaHusl ((UTOTOPMOHOB B
otBeT Ha neuicteue H20». Jlnanmazon koHuenTpauniit H2O2 11 3K30r€eHHOro NpUMEHEHUs
coctaisin S — 20 MM, 4To HaxoaUTCS B Ipeaenax auana3ona konuenrpaui H.Oz, kotopeie
UCIIOJB3YIOTCS MPU YK30T€HHOM JT00aBICHUM IS MHIYKIUH PA3JIMYHBIX CUTHAJIOB, B TOM

yuciie TOpMOHaNbHBIX U dnekTpudeckux (Hu et al., 2003; Maffei et al., 2006; Hu et al., 2009;
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Lv et al., 2019; Wang et al., 2019). [loka3ano, yto ABK He u3meHnsercst yepe3 15 MuH B
orBer Ha aeictBue H»>Oz, CK yBenmuuBaercs npu koHuneHtpauuu 20 MM H2O:2 mno
CpaBHEHHMIO ¢ KOHTpoJbHOU rpynnoii 6e3 H2O2, KK Bo3pactaet B otBeT Ha 5 MM 1 10 MM
H20,, XKK-une yBenuuuaercs tonbko npu 10 MM (puc. 25). UckyccTBeHHas: UHAYKIUS
NPOAYKIIMU (PUTOTOPMOHOB € TMOMOIIBIO 3K30reHHoro pgoOasinenuss H>O» panee
MPOBOAMIIACH B HEKOTOPBIX paboTax, mokazaHo yBennueHue konueHTpamuu XKK B oTBer Ha

nericteue H,O2 (Hu et al., 2003; Hu et al., 2009; Wang et al., 2019).
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Pucynok 25. 3aBucumMocth KoHIIeHTpauu adcumu3oBoit kKucioTsl (ABK) (a), canummmnoBoii kucinotsl (CK)
(6), xkacmonoBoii kuciotel (JKK) (B), sxacmonmn-uzoneimaa (JKK-une) (T) OT KOHIIEHTpAIUK 3K30T€HHO
npuMeHsieMoro nepokcuna Bogopona (H20z) uepes 15 mun nocie okoHuanus 3arpy3ku HoOz B oTced€HHBIN
JIMCT TILIEHHIIBI; T — CXeMa OIIPeJIeIeHUs COIepKaHus ((PUTOTOPMOHOB B OTCEUEHHOM JIUCTE MIIEHUIBI (D —
M3MEPUTEINIbHBIN BHEKJIETOUHBIN MaKpO3JIEKTPO.)

* — CTaTUCTUYECKH 3HAYUMBIC pa3Inyusl OT KOHTposibHOTro 3HavyeHus (0 MM), p<0,05
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s onpesiesieHusi BpeMEHHOM 3aBUCUMOCTH COJIepKaHUs (PUTOTOPMOHOB B OTBET Ha
nevicreue H>O: Obna BbiOpana koHuentpanuss 10 MM H>O-, BbI3bIBaromias mpoayKIuio
’KACMOHATOB, KOTOPBIE MPEJICTABISAIOT HAWOONBUIMKA HWHTEpEC Cpeau HCCIEAYEMbIX
(bUTOrOPMOHOB KaK MOTEHIMAJIbHbIE MHAYKTOPHl M3MEHEHUM BTOpOW (ha3bl aKTUBHOCTHU
dborocunteza. Jleiicteue H>O: Ha wu3MeHeHue coaepkaHuss (QUTOTOPMOHOB OBLIO
HCCJIEI0BAaHO Ha BpeMeHHOM uHTepBajie oT 5 a0 45 muH. Konnmenrpamum ABK um CK
Bo3pacTaroT 4yepe3 45 muH mnocie npumeHeHus H>0,, KK u KK-unme mnokasesiBarot
MaKCUMAJIbHYI0 KOHIleHTpauuto udepe3 15 mun peiictBus H2O: (puc. 26). {unamuka
¢uroropmonoB npu naeictBuu H>O2 uMmeeT cXOollHbIe YEPThl C TAKOBOM IMPHU JOKAJIHLHOM
pazapaxkeHuu (puc. 5): *KACMOHATHI IMOKA3bIBAIOT OBICTPBIA POCT C MAKCHUMYMOM BO
BpemeHHOM uHTepBasie 10 — 20 mun, ABK u CK yBenuuuBarotcs uepe3 0oJiee NIUTENbHbIC
BPEMEHHBIE MPOMEKYTKU ¢ MakcumyMmamu B uHTepBaie 40 — 60 mun. Takum oGpazom,
n3MeHeHne KoHueHtpaunu H>Oz MoOXeT ABIATBCA NOTEHUHAIBHBIM HHAYKTOPOM

M3MEHEHHU cojiepxKaHusi PUTOrOPMOHOB MPHU JEUCTBUU JIOKATBHOTO CTUMY/JIA.
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Pucynok 26. lunamuka koHmneHTparuu adciu3oBoii kuciotsl (ABK) (a), camununosoit kucinotsr (CK) (0),
xacMoHoBoM kuciotsl (ZKK) (B), sxacmonun-uzoneiuna (KK-une) (r), uHaIynMpoBaHHas 3k30reHHbIM 10
MM H>O2, B 0Tce4€HHOM JIHMCTE NIIEHULBI; MOMEHT 3arpy3ku H>O2 coorBercTByeT TOuke 0 MUH

* — CTaTUCTUYECKH 3HAYUMBIC Pa3IMyusl OT KOHTposibHOTro 3HavyeHus (0 mun), p<0,05

N3menenne koHuentpauuu H>O2 MoxkeT oOka3blBaTh BIMSHHE Ha HW3MEHEHUE
coliep>KaHusi (PUTOTOPMOHOB MYTEM PEryJSIIUM HMX METa0ONIMYEeCKUX MyTell dYepes
aktuBaimioo A®K-3aBucuMbrx Ca’’ kaHAJIOB W TIOBBIIICHHE KOHIICHTpAaI1 Ca”".
Bzaumocssass Ca?* Bomn u Bonmn AMK mpemioxkeHa B IMTEPAaType KaK KOMILICKCHBIN
MEXaHHU3M PacCIpOCTpPaHEHUs TUCTAHIIMOHHOTO cTpeccoBoro curHana (Choi et al., 2016;

Gilroy et al., 2016; Marcec et al., 2019), yuacTByromuii B ropmoHainbHOM perysiiuu (Xia et
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al., 2015; Vega-Muifioz et al., 2020). Ocobas posb B 3ToM Mexanu3me orBesieHa HAJIOH-

OKCHJla3e, MPUHAANEkKAIEH CEMEUCTBY T'OMOJIOTOB OKCHAA3 PECHUPATOPHOrO B3phIBa
(RBOH), xak aktuBHoMy mnpoayueHty A®K. Ponr RBOH mnoka3zana u B H3MEHEHUU
cojlepkaHusi (PUTOTOPMOHOB, HWHIYIIMPOBAHHOM JIOKAJIbHBIM TOBpEXIAeHUEM. Tak,
noBeiieHne koHueHntpamuu ABK, CK u KK B Hepa3apax€HHOM JIMCTE, KOTOPOE UMEET
MECTO MPH JOKATHLHON CTUMYJISIIIUU JINCTHEB apabuiorcuca, ObUIO MOJABICHO Y PaCTEHUMN
MyTaHTHOW JuHUM rbohD (Suzuki et al., 2013; Devireddy et al., 2018). Ctumynsauus
npoaykiuu KK y pacrenuit Arabidopsis thaliana (Hu et al., 2009) u Panax ginseng (Hu et
al., 2003) TpeboBana moBbImIeHUs KoHIeHTparuu H>O», 3aBHCHMOM OT aKTHBHOCTH
HAJI®H-okcunassl U noBblieHnst KoHnenTpamun Ca’*, B pacrenusx Aquilaria sinensis
yBenuuenue koHueHTtpauuit KK u CK B oTBeT Ha mNOBpexieHUE Takke TpeOoBajio
noBbieHus kKonneHtpauu H>O: (Lv et al., 2019). ITocpennukamu B aktuBaiuu ADK-
WHYIMPOBAHHOW MPOIYKIIMH »KACMOHATOB MOTYT SIBIATHCS MHUTOTE€H-aKTUBHPYEMbIE
npotennkuHaszsl (MPK): B pacrenusix Solanum lycopersicum B OTBET Ha aTaky HEMaTo[l
yBennueHnne konueHtpanuu JKK 3aBuceno ot aktuHoctu MPK1 u MPK2, koTopsie B cBOIO
ouepe/lb aKTUBUPYIOTCSI B OTBET HA PACIIPOCTPAHEHUE B3aMMO3aBUCHUMBIX JJIEKTPUUYECKUX U
A®K-curnanos, onocpenoBanHbix akTuBHOCThI0 RBOH1 (Wang et al., 2019).
Crnemyromum marom ctano uzyuenue 3pdekra sxzorennoro H>Oz Ha KOHIIEHTpaLIUIO
npeamecTseHHUKa )kacMoHatoB OP/IK. ITokazano, uto H2O2 BBI3BIBAET CHUKEHNE YPOBHS
O®JIK (puc. 27). Takoe camxkeHnue kKonneHTpanuu ODJIK nporcXoauT U Mpu 3aKUCICHUN
BHYTPUKIJIETOUHOM cpefsbl (puc. 20), koTtopoe umeeT mecto npu rerepamuu BII (puc. 16).
Kpome Toro, mo 1aHHbIM JIUTEPATYPhl B OTBET Ha 3K30reHHOe ao0aBienne H,O; Bo3HMKaeT
owIcTpas nepexoanas aenonspusanus (Maffei et al., 2006). DTo MO3BOJSIET IPEATOTOKHUTS,
yto H>0O2 MoxeT BbicTynaTh kak MHAYKTOp BII, a m3mMeHeHHe MOHHBIX KOHIIEHTpAIUi,

cornpoBoxaaromiee BlI, BEAET K MOBBIIEHUIO COAEPKAHUS KACMOHATOB.
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Pucynok 27. BnausHue »sk3oreHHoro mnepoxcuzaa Bopopoma (H202) Ha xonuentpamuto 12-okco-
¢utonuenoorr kucinotel (OD/IK) B COCTOSHUU MOKOS B OTCEUEHHOM JIMCTE MIIEHUIBI (KOHIICHTPAIIHS
H>0; — 10 MM, Bpems sxcnio3uniuu — 15 MuH)

* — CTaTUCTUYECKH 3HAYMMBIC Pa3InyMsl ¢ KOHTPOJIbHOH rpynmoit, p<0,05

B HekoTopbix paboTax B OTBET Ha JIOKAJIbHOE MOBPEXIACHUE TakKe HaOII0IaIOCh
osicTpoe cumxkenne ypoBHsa OD/IK depe3 5 MUH 1 HE3HAUUTENBbHBINA POCT B cieayrolue 60
MuH (Koo et al., 2009). [1o apyrum naHHBIM NPUMEHEHUE JIOKAIBLHOTO CTPECCa BHI3HIBAJIO
obicTpoe nepexoaHoe yBenuueHue KoHueHTpanuu ODJIK B Hepa3apakEHHBIX JUCTHIX B
MepBble MUHYTHI TOCIIE€ JAEUCTBUSI CTUMYJa, HO OBUIO MOJABICHO Y PACTEHHN MyTaHTHOU
munuu rbohD (Devireddy et al., 2018), yto npeanonaraet yyactue HAJI®OH-okcuaassl B
n3MeHeHnnu coaepxkanus OD /K.

TakuMm o6pasom, u3MeHeHHe koHueHtpaumii H', Ca?", H.0,, compoposxnaromee
reHepanuio BII, uaaynupyer usmeHnenue cojep:kanusi GUTOropMoHOB. BHyTpukieTouHoe
yBEIHUCHHE KOHIEHTpauud H' BbI3bIBAET 3HAYUTENBHOE YBEIUYEHHE COJIEPIKAHHS
KaCMOHATOB B COCTOSIHMY MOKO$, @ TAK¥KE MOBbIIIAET coqepkanne AbBK u cHuxaer ctumyi-
MHAyLUpoBaHHOE yBennueHue kKoHleHTpauuu CK. B cBoro ouepens nsmenenus pH moryr
ObITh cBs3anbl ¢ Ca’'-3aBucumoli nnaktuBamueii H-AT®a3bl B pe3ynbrare yBeIHMIeHUS
BHYTPUKJIETOYHOW KOHLIEHTPALUH Ca*, KOTOpPOE€ MOKET ObITh BbI3BaHO akTuBarueid ADK-
sapucuMbIXx Ca?' kamanmos. Takxke HeNb3s MCKIIOYATH NPSAMOE BIMAHME H3MECHEHUM

xonnenTpamuii Ca>" u A®K Ha n3MeHeHHe ypoBHS (PUTOrOPMOHOB.
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SAKIIOYEHHUE

DOneKkTpuyeckas M TOPMOHAJbHAs CUCTEMbl PACTEHHN UIPAOT BaXXHYIO pPOJIb B
Pa3BUTHUU CUCTEMHOTO OTBETA IMPH JIOKATHHOM pa3Apa’keHUH, CKOOPJUHUPOBAHHBIN BKIa]
KOTOPBIX PETyIupyeT (PU3MOIOTHUECKHE MPOIIECCHI, 00yclaBiauBarme (GopMUpOBaHUE
YCTOMYMBOCTHU K HEOJIArOMPUSITHBIM (DaKTOpam OKpY>Karolen Cpebl.

Pacnpoctpanenue BII B Hepa3apaxEHHbIE YaCTHU PACTEHUN UHAYLIUPYET CUCTEMHBIE
M3MEHEHUs COJIepKaHusl (PUTOTOPMOHOB U aKTUBHOCTU (oTocuHTe3a. OCOOEHHOCTHIO
(hOTOCUHTETUYECKOTO OTBETA B PACTEHUSIX TOPOXA U MILICHUIIBI SIBIISIETCS €0 IBYX()a3HOCTb.
NunykTopom nepBoit ObICTpoid (a3bl CHUKEHHS] aKTUBHOCTH (DOTOCUHTE3a, MO-BUIUMOMY,
SABJISIIOTCSL  M3MEHEHUS HMOHHBIX KOHILEHTpanui 1npu renepauuu  BII, BTOpas
npoaokuTenbHass (a3za CHUXKEHUS (OTOCHHTETHYECKOM AaKTUBHOCTH, BEPOSTHO,
UHIYIUPYETCS U3BMEHEHUEM cojiepkaHusi (UToropMoHoB. Cpeau MpoaHaIu3UpOBaHHBIX B
Hactosmieir pa6ote ropmoHoB (ABK, CK, XK u XK-ume) nanbosnee BbIpakeHHBIC
M3MEHEHHMS XapaKTEPHBI JJIsl KACMOHATOB, POCT KOHIEHTPALUU KOTOPBIX MPEIIIECCTBYET
(hOpMHPOBAHUIO TMPOJOHKUTENbHOM (ha3bl oTBeTa (oTocuHTe3a. MmMeromumecs mTaHHBIS
JTUTEPaATyphbl U MOJTYUYECHHbIE B pa0OTE PE3yIbTAThI MO3BOJISIOT MPEANOIOKUTE CXeMY (pHC.
28) BII-uHaynMpOBaHHOIO YBEJIMYEHHS COJEpP>KaHHUS >KaCMOHATOB U MOCJIEAYIOIIEro
CHUKEHHUSI aKTUBHOCTH (DOTOCUHTE3a MPH JIOKATBHOM Pa3IpakKeHUU.

JlokanpHOE  pasmpaxxkeHue  uMHAyUUpyeTr  pacnpoctpanenue  BII,  kotopoe
CONpoBOKAaeTcs M3MeHeHuaAMH koHueHtparuii HY, Ca?*, H2O,. IIpoucXoauT CHUKEHUE
BHYTpUKIEeTOYHOr0 pH M pocT BHyTpukiIeTouHOH KoHueHTpauuu Ca2’, a Takxke mMeer
MecTo yBenuuyeHue KoumeHTpaiuu H>O2. BeposiTHO, 4YTO Tmpolecchl HW3MEHEHUs
KOHIleHTpaluii noHoB U H>O> sABIAIOTCA CBSI3aHHBIMU: yBelnueHue KoHueHTparuu H>Oo
aktuBupyet Ca’* kanansl, nporcxoauT nputok Ca’* B KIeTKy, yBelIudeHHEe KOHIEHTPALUH
Ca*" Be3piBaeT MHakTHBALUIO H'-AT®as361, 4TO IPUBOAUT K CHHKEHUIO BHY TPHKJIETOUHOTO
pH. Usmenenue konnentpanmii H', Ca?’, H,O, MOXeT HHIyLUpOBATh H3MEHEHUE
COJepKaHMs )KACMOHATOB. B OTBET Ha yBeIMYeHHEe BHYTPUKIETOYHON KoHIeHTpanuu Ca®’

MOXET MOBBIIATHCS KATAIUTUYECKAsi aKTUBHOCTh (pEPMEHTOB OMOCUHTE3Aa )KaCMOHATOB, 13-
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munokcurenazsl LOX6 u docdomunazer D (PLD), yto npuBenér K MOBBIIICHHOU
npoaykuuu xacMoHaToB. Ca’’ Taxke wunaktuupyer H'-AT®aszy, dTO BBHI3BIBAET
3aKHCIICHHE LUTO30Ji1. B oTBeT Ha cCHMKeHHEe pH ImpOUCXOOUT yCuieHHE TPaHCIOKalUU
npeamecTBeHHKa kacMoHaToB O®DJIK u3 1UTO3018 B NEPOKCUCOMBI B PE3YJbTATE
nepexona O®/IK B mporoHnpoBaHHYIO (OPMY U KakK CIEICTBHE CBOOOIHOTO EPEMEILICHHUS
yepe3 MeMOpaHy MepoKCUcoMbI, re menounoit pH o0ycnaBnuBaet qucconuanuio OD/K u
e€ HaKOIUJICHUE MO NPUHITUITY «aHUOHHOM JIOBYLIKM». Takum 00pa3om 0oJibliiee KOJTUYECTBO
cyoctpara B Buae O®DJIK cTaHOBHUTCS MOCTYIHBIM JUIsl MEPOKCUCOMHBIX (PEPMEHTOB,
kotopele cuHTe3upyroT JKK. VYBennueHne KOHLIEHTpALlMM >KaCMOHATOB B PE3YJbTATE
ycuneHnus Ouocunte3a npuBoAuT kK JKK-MHAyIMpOBaHHOMY 3aKpbhITHUIO YCTHUIl, B
pe3yabTaTe 4ero MPOUCXOANUT CHUIKEHHE NOCTYIHOCTH YIJIEKHCIIOIO ra3a U pa3BUBACTCS

MMpOoAOJIZKUTCIIbBHOC CHUKCHNC aKTHUBHOCTHU (1)OTOCI/IHT633.

JlokanbHbIA cTUMYN
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Pucynok 28. Ilpeanonaraemas cxema BII-mHIynupoBaHHOrO yBEIMUYEHHUS COJEP)KaHUS YKACMOHATOB U
MOCTIEeIYIOIIET0 CHUKEHUSI aKTUBHOCTH (DOTOCHHTE3a IPH JIOKAIBHOM Pa3IpaskeHUH
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BbIBO/bI

1. JlokanbHbIA CTUMYJ BBI3BIBAET YBEIWUYEHUE COJEpKaHUSA a0CIIM30BOM KUCIIOTHI,
CaJIMLWIOBOM KHCIIOTHI M JKACMOHATOB B HEPA3JPAKEHHBIX YACTAX PACTEHUM ropoxa U
MIIEHUIIBl HapsAy CO CHUXEHUEM aKTUBHOCTH ¢oTocuHTe3a. PacmpocTpaHeHue
BapualeNbHOr0 MOTEHIMAIA MPEAIIECTBYET YBEJIUUYECHHUIO COJACPKaHUS (PUTOTOPMOHOB.
Poct ypoBHSI *acMOHATOB MpENIIECTBYET IIUTENbHON (haze oTBeTa (POTOCHHTE3a, YTO
MpeIoaraeT poib >KaCMOHATOB B UHAYKIIUHU 3TOM (a3bl POTOCUHTETUYECKOTO OTBETA.

2. 3MeHeHHEe KOHLEHTPAlUHUH >KACMOHOBOM KHUCIOTHI M HM3MEHEHHE AKTHUBHOCTH
(dboTocuHTE3a B HEpa3JIPaXKEHHBIX YACTIX PACTCHHUS] HMEIOT MPIMYK 3aBUCUMOCTH OT
aMILUTUTY bl BApUaOEIbHOTO MOTEHIIHATIA.

3. IloBelmieHHE CONEp)KAHUSA KACMOHATOB, WHAYILIMPOBAHHOE PACHPOCTPAHEHUEM
BapuabeabHOrO IIOTEHIMAIIA, MOKET OBITH CBA3AHO ¢ M3MEHEHHEM KoHueHTpamuii H', Ca?*,

H>0..
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