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CIIUCOK COKPAILIEHUN
ABK — aOcrms3oBas kuciaora
AOK — akTuBHBIE (HOPMBI KUCIOPOA
['KC — reHeTruecKk KOAUPYEMBIN CEHCOP
NYK — HHA0IWITYKCYyCHAsI KUCJIOTA
[IIIP — monumMepa3Has nenHas peakius
PybucKO — pubyno3zabucdocharkapOokcuiaza
Tpuc — Tpuc(ruAPOKCUMETHI)aMUHOMETAH
®CI — dpoTocucrema I
OCII — dhoTocuctema II
OJTA — >TuneHInaMuHTETPAyKCYCHAsI KUCIIOTA
Ca®* — MOHBI KAJTBIIHS
CAS — xnopomnactaslii cencop Ca?* (ot anru. calcium-sensing receptor)
CIPK — CBL-B3aumoneiictyromas Ca?*-3apucumas nmporeunkunasa 11, 24 (ot anr.
CBL (Calcineurin B-like protein)-interacting protein kinase)
Cl" — nons! xs10pa
CLSM - xondoxkanbHas nazepHas ckanupytoias Mukpockomnus (ot anri. Confocal
Laser Scanning Microscopy)
CWSI — unnekc BomHoTO cTpecca pactenuit (ot anrit. Crop Water Stress Index)
Fv/Fm — MakCHMalbHBIM KBAaHTOBBIN BBIXOJ (hoTOCHCTEMBI 11
GLR — noHHBIE KaHAJBI, TOAOOHBIC TIIyTaMaTHOMY perentopy (ot aHri. glutamate
receptor-like ion channels)
GORK — K*-kanaJjbl Hapy»HOT0 BeipsmiieHus (ot anri. Gated outwardly-rectifying
K* channel)
H,0, — nepokcun Bogopoaa
K" — noHbI Kamus
MCA — 6enku Mid1-komiuiemenTapHoi aktuBHOCTH (0T anri. Mid1-Complementing
Activity proteins)
Mg?* — HOHBI MarHus

MS — cpena Mypacure u Ckyra (ot anri. Murashige and Skoog medium)
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MSL — 6enku, mogo0HbIE MEXaHOYYBCTBUTEIBHBIM HOHHBIM KaHajlaM C MaJon
npoBoaumocThio (o anri. sSmall conductance mechanosensitive ion channel (MscS)-
like proteins)

Na" — HoHBI HATpHS

NPQ — Hedoroxumudeckoe tymenue payopecrennuu (oT aHrii. non-photochemical
quenching)

NSCC — HeceneKkTUBHBIN KaTHOHHBIN KaHai (0T aHrI. Nonselective cation channel)
OSCA — ynpasnseMble NOHUKEHHON TUIIEPOCMOIISIIEHOCTRI0 Ca2*-IpoHUIaeMBbIE
kaHabl (ot anri. hyperosmolarity-gated calcium-permeable channel)

R — cooTHOIIEHNE 3HaYEHUH UCTTyCKaeMO# (IyOpeCIeHIINN PaTHOMETPUIECKUX
(bIIyopecIeHTHBIX CEHCOPOB, TIOJYYCHHBIX MPU BO30YKICHUH CBETOM C Pa3HBIMHU
JUTMHAMHM BOJIHBI (OT aHT. ratio)

RALF — nentun dakxropa 6sicTporo noauienauynanus (ot aHrd. rapid alkalinization
factor)

RBOH — romonor HAJI®H-okcu1a3sl OKMCIUTEIBLHOTO B3phIBa (OT aHIJI. respiratory
burst oxidase homolog)

SOS-nyTh — CUTHAIBHBIN MTyTh MOBBIIIEHHON YYBCTBUTEIILHOCTH K COJM (OT aHrJ. salt
overly sensitive)

TPC — nByxmopoBbie kaHabl (0T aHri1. two-pore channel)

@Dps)| — KBAaHTOBBIM BBIXOJ (DOTOXMMHUYECKUX peakiuii porocrucremsr 11
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BBEJIEHUE

AKTYaJIbHOCTDH MCCJIeOBAHUS

3aconeHue SBISIETCS OJHUM W3 BAKHEHIIMX CTPECCOBBIX aOMOTHYECKHUX
BO3JICUCTBUM [IJISI CEJIBCKOTO XO3SHUCTBA. 3acCOJIEHUE BBI3BIBAETCS KaK W3MEHEHHEM
KJIMMaTa, TaK ¥ aHTPOIOTCHHBIMH MPUYMHAMH — TJABHBIM 00pa3oM, HEMPaBHIbHBIM
3€MJICTIONTh30BAHUEM W MCIIOJIb30BAaHUEM COJIEHBIX BOJ MPHU HEAOCTATKE MPECHOUN BOIBI
(Cheng et al., 2021; Gao et al., 2021; Mukhopadhyay et al., 2021). B pesynbTarte,
KOJIMYECTBO 3aCOJICHHBIX 36MEJIb YBEITMIUBAETCS C OBICTPOM CKOPOCTHIO — 110 1,5 MutH ra
B roa (Hossain, 2019). ¥ KynabTypHBIX pacTeHUN MOTEPs] YPOKAWHOCTU TIPH ICUCTBUU
3acoJIeHus1 MOKeT Bo3pacTtath 10 70% (Atta et al., 2023).

3acojeHUe HETaTUBHO BIWAECT Ha MOP(OJOTHYECKHE TapaMeTpbl PacTCHHUS —
yYMEHBIIIAeTCs JUIMHA KOpHEH W HapyiaeTcs ux pasputue (Saddiq et al., 2021; Bohle et
al., 2024; Yun et al., 2024), camxaercs ceipas (Abdel-Farid et al., 2020; Nefissi Ouertani
etal., 2021; Khalilova et al., 2023) u cyxas (Abdel-Farid et al., 2020; Saddiq et al., 2021)
Macca rooera. 3acojieHue IPUBOIUT K OrpaHHueHHIO BogHOU poBoaumoctH (Lu, Fricke,
2023), noxaBneHnuto aktuBHOCcTU doTocuHTe3a (Pan et al., 2021), mageHuro cuHTe3a
yraeBoaoB 1 0enkoB (Z0rb et al., 2019), uto npuBOAUT COBMECTHO ¢ MOP(OJIOTHUECKUMU
HapYIICHUSIMH K CHIDKESHHUIO KOJIMYECTBa M KadecTBa yposkas (Atta et al., 2023; Ahmed
et al., 2024). YpoxailHOCTh TECHO CBs3aHa ¢ (POTOCHHTETUICCKUMHU TIporieccamu (Zahra
et al., 2022), mosToMy M3y4YEHUIO BIUSHUS 3aCOJICHUS Ha (POTOCUHTE3 YIESETCS MHOTO
sunmManus (Chaves et al., 2009; Acosta-Motos et al., 2017; Wungrampha et al., 2018; Pan
et al.,, 2021). AxtuBHOCTH (POTOCHMHTE3a MOAABISETCS BO BpPEMs 3acCOJIEHUS H3-3a
orpaHudeHus ycTbu4HON npoBogumocth (Hussain et al.,, 2021b) u TokcuyHOCTH
HakorieHHOTo Na* (Pan et al., 2021), npuBoasSIIMX K CHUKEHUIO aKTUBHOCTH (DEPMEHTOB
mukiaa KaneBuna-bencona (Aharon et al., 2003; Hussain et al., 2021b), mogasiennto
CUCTEMBbI 3alTuThl OT U30bITOuHOrO ocBemleHus (Tsai et al., 2019; Zahra et al., 2022),
najeHuro coaepxkanus xjaopoduwon (ElSayed et al., 2021) u unHruObupoBanuio CUHTE3a
xnmoporactHeix 0eskoB (Takahashi, Murata, 2005).

3aconeHue  SABISACTCS ~ KOMIUIGKCHBIM — CTPECCHPYIOIIMM  BO3JCHCTBHEM,

BKJIFOUAIOIIUM HWOHHBIM, OCMOTHYECKMHA W OKHUCJIUTEIIbHBIA KOMIIOHEHTBI, MPUYEM
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NoCJIeAHUN sBJIsieTCs cheacTBueM nepBbix AByX (Liang et al., 2018; Wang et al., 2022;
Hualpa-Ramirez et al., 2024). MoHHBINi KOMIOHEHT OMpEAC/IIeTCsS KaK IMOCTYIUICHUE B
kiaetky Na“ u Cl, a oCMOTHYECKH — KaK CHHKEHHE STUMH HOHAMH OCMOTHYECKOTO
MOTEHIIaa cpeibl BHE KJIETKH, 00a KOMIOHEHTa aKTUBHPYIOT Pa3InIHbIC CUTHAILHBIC
CUCTEMBI B KJIETKaX U (DOPMUPYIOT UCXOAIINE U3 KOPHS B MOOET CUTHAIBI, CIIOCOOHBIE
MOIYJIMPOBATh B MOOETE€ aKTUBHOCTH pa3uuHbIX mporeccos (Pan et al., 2021).

VY pactenuii onucaHbl JUCTAHIIMOHHBIE CUTHAIBI XUMUYECKOU, AIEKTPUUECKON U
TUAPABINYECKON MPUPOIBI, KOTOPHIE MOTYT aKTHBUPOBATH APYTHE CUTHAIBHBIE CHCTEMBI
BHYTPM KJIKTKM M B CHCTEMHBIX TKaHSAX, Kak, Harmpumep, Ca?*-omusl u ADK-BoJHEI
(pacripocTpaHeHue MOBBIIICHUS] YPOBHS akTUBHBIX Gopm kuciopona) (Li et al., 2021).
DKCIIEPMMEHTAIBHO B OTBET Ha 3acojieHne Obuin 3aperucTpuposanbl Ca®*-omnsl (Choi
etal., 2014; Graus et al., 2022; Allan et al., 2023), nossimenne yposass ADK (Monetti et
al., 2014; Lim et al., 2019), uamenenue pH (Geilfus, Miihling, 2011; Geilfus, Miihling,
2014), yBennueHHe KOHIEHTPALUK CUTHANBHBIX JunuaoB (Darwish et al., 2009; Li et al.,
2019), rugpasianueckue curHanel (Kholodova et al., 2006; Katsuhara et al., 2011),
HM3MEHEeHHUeE dJiekTpudeckoro norennuana (Bose et al., 2014; Graus et al., 2022). Ognako
MO/IABJISIIOIIEE OOJIBIITMHCTBO PAOOT BBHIMIOJIHEHO HA KOPHSIX WA Ha KyJIbTYpe KJIETOK,
HEJI0OCTaTOYHO M3BECTHO O CUTHAJIaX, BBI3BAHHBIX 3aCOJICHUEM, B ITOOETE.

BrusiHre BBI3BaHHBIX 3aCOJICHHEM JHUCTAHIIMOHHBIX CHUTHAJIOB Ha aKTUBHOCTH
dboTOoCHHTE3a HE HCCIENOBAHO, OJHAKO BbI3BAHHBIE JAPYTUMHU  CTUMYJaMHU
JUCTAHIIMOHHBIC CHTHAJIBI MOTYT M3MEHSATh aKTUBHOCTH (otocuHTe3a (Sukhov, 2016;
Szechynska-Hebda et al., 2017; Sukhova et al., 2023). Kpome 3toro, mccienoBaHus
aKTUBHOCTU (POTOCHMHTE3a MPOBOJSAT Yallle BCETO CIYCTS JIUTEIHLHOE BpEMs IOCHe
HaJyaja 3acoJICHUS W CBS3BIBAIOT C OrPaHUYCHHEM YCTBUYHOW IPOBOJIUMOCTH,
HACTYMHBIITUM OKUCIUTEIHLHBIM CTPECCOM WIIH U3MEHEHUEM akcipeccrun reHoB (Kalaji et
al., 2011; Mittal et al., 2012; Zhang et al., 2018). PanHue u3MeHeHUsT aKTUBHOCTHU
dboTocuHTE3a OBUIM HCCIIEIOBaHbI B €IMHUYHBIX paboTax, HanpumMmep, Martinez-Pefalver
et al., 2012. Takue ucciea0BaHMs PACKPHIBAIOT TO, KAKWE BHYTPEHHHUE MPOILIECCHl MOTYT
BJIUSATh HAa paHHHWE W3MCHCHHS aKTUBHOCTH (POTOCHMHTE3a W MOJXKET JIM ATO BIMATH Ha

YYBCTBUTEIHHOCTH WX (HOPMUPOBAHUE YCTOMUMBOCTHU K 3aCOJICHUIO Y PACTCHHUSI.
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N3meHenne akTUBHOCTH (DOTOCHHTE3a W PACIpPOCTPAHEHUE CUTHAJIOB TMIPH
3aCOJICHMHM TMPAKTUYECKH HE UCCIENYEeTCs OJHOBpEeMEHHO. I[IpuMeHeHue cucrem
HENPEPBIBHOM  peructpanuu  GiayopecueHuy xjopoduiia Uisl  HCCleA0BaHUs
aKTUBHOCTU (DOTOCHHTE3a U MCIOJIb30BAaHUE PACTEHUN C TE€HETHUYECKH KOJUPYEMBIMU
(ryopeciieHTHBIMU CEHCOpaMU JJIsl aHaJIM3a CUTHABHBIX MOJIEKYJ C TIOMOIIBIO CUCTEM
¢ryopecieHTHOr0 UMUDKMHTA MOTYT TTOMOYb HanOoJiee MOJHO UCCIeI0BATh BIHMSHHE
PacpoCTPaHSIOIUXCS U3 KOPHS CUTHAJIOB Ha aKTUBHOCTH (DOTOCHUHTE3A.

Hean 1 3ag0a4M uccjie10BaAHUA

[lenbto pabOTHI SBISETCS aHAIU3 POJIM PACIIPOCTPAHSIIOIIMXCS U3 KOPHS B 1MOOET
JUCTAHIIMOHHBIX CUTHAJIOB B paHHUX M3MEHEHMUSIX AaKTUBHOCTH (POTOCUHTE3A,
BBI3BaHHBIX 3aCOJIEHUEM.

B cooTBeTcTBHU C 11€TBI0 OBLIN MOCTABJIEHBI CIEAYIONINE 3aJauu:

1. Co3nanue pacteHuil kapTodesns ¢ TeHeTUYECKH KOIUPYEMbIMU (DIIyOpEeCIEHTHBIMU
CEHCOpPAaMHM, 9yBCTBHTEILHEIMU K KoHIenTpauun HY, Ca?" n HyOy;

2. 3yuenue BIUSHUS 3aCOJICHUS HA TUHAMUKY aKTUBHOCTH (POTOCHHTE3Q;

3. Uzyuenue pomu HakoruieHuss Na® W OrpaHWYCHHUs YCTBUYHOH MPOBOJUMOCTH B
U3MEHEHUHU aKTUBHOCTU (DOTOCHUHTE3A;

4. BrIsiBIIeHUE CUTHAJIOB B ToOere, BeI3BaHHBIX JeicTBueM NaCl Ha kopHH;

5. Onpenenenve poiu BbI3BaHHBIX NaCl TuUCTaHIIMOHHBIX CUTHAJOB B M3MEHEHUU
aKTUBHOCTU (DOTOCHHTE3A;

6. BoIsiBIIeHHE POJIM MOHHOTO U OCMOTHYECKOTO KOMIIOHEHTOB 3aCOJIEHUSI B MHIYKIUU
pacnpoctpansoneiics B mooer Ca®*-BoJHEL

Hayuynast HoBU3HA

Jlns m3ydenus usmenenus yposHs pH, Ca?* u H,O, u BrepBbIe OBUIM CO3IAHBI
pacteHus KapTodens ¢ TeHEeTHUYEeCKH KOIUPYEMBIMH (IIyOpPECIICHTHBIMU CEHCOpaMH
(I'KC) Pt-GFP, Casel2 u HyPer7 cooTBeTcTBeHHO. BriepBbie moka3aHo, 4TO U3BMEHEHHE
aKTUBHOCTU (poTOCHHTE3a pu 00padboTke kopHel NaCl pa3BuBaercs B HECKOJIBKO (ha3,
HamOoJiee paHHSAS W3 KOTOPHIX Bo3HUKaeT uepe3 10-20 mMuHYT mocie 0OpaboTKH.
[TokazaHO, YTO MHAYLMpOBaHHEIA MoHamMu Na' pacrpoctpanstomuiica Ca?'-curnan

HUI'pacT BaXXHYIO POJIb B pPaHHCM CHUKCHHUHU aKTHUBHOCTHU (bOTOCHHTGSa.
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HayuyHo-npakTHyeckasi 3HAYUMOCTh

[Tony4yeHHbIC 3HAHUS TOMOJHAIOT TEOPETHUECKUE MPECTABICHUS O MEXaHU3MaxX
U3MEHEHHUS aKTUBHOCTH (OTOCHHTE3a Ha paHHUX CTaausax 3acojieHus. Takxke
MOJIyYeHHbIC 3HAHUS M UCCIEOBAaHHBIC MOAXOAbl MOTYT ObITh TPUMEHEHBI B OTOOPE U
CO3JaHUM YCTOMYMBBIX K 3aCOJEHUI0 pacTeHuil. OCHOBHBIE BBIBOABI M PE3YJIbTaThI
paboThl MOTYT OBITh HCIOJB30BaHBI B y4€OHOM NpOLECCE B paMKax KypCOB JUIS
CTYJIEHTOB, O0OYYAIOIINXCS 110 OMOJOTUYECKUM CIICIIHAIBHOCTSIM.

OcHOBHBIE 10JI0KeHUsI, BBIHOCHMbIE HA 3alIUTY

O6padoTtka kopHeit NaCl BbI3BIBACT CHIKEHHE AKTHUBHOCTH (POTOCUHTE3RA,
pasBuBarolieecs B TpU nocienosarenabHbie ¢asbl. [lepBas (aza cHUKEHUS aKTUBHOCTU
(doToCHHTE3a TPEIINICCTBYET HAKOIUICHWI0O Na® B JINCTE W CHUXKCHHIO YCTHUYHOU
IIPOBOJMMOCTH M BBI3BIBAETCH HCXOMAIIMM U3 KOpHS B mober Ca?*-cUrHamoM, KOTOpPbIA
UHIYLIUPYETCS B KOPHE, IIaBHBIM 00pa30M, HOHHBIM KOMIIOHEHTOM 3aCOJICHUS.

JIMYHBIN BKJIAJ aBTOPA

ABTOp JTUYHO Y4YacTBOBaJ B IUIAHUPOBAHUU U MPOBEJCHUH SKCIEPUMEHTAIBHBIX
UCCJIEeI0BAHNM, 00paOOTKE MOTYYEHHBIX JAHHBIX, aHAJIU3€ U OOCYKJIEHUU PE3yIbTaTOB,
nyOJMUKaIMKM TOJTYYEHHBIX pPE3yJbTaTOB B BHUJAEC CTaTeid B HAYYHBIX >KypHaJIax H
MPEICTABICHUH PE3YIbTATOB HCCIIEIOBAHUI HA HAYUYHBIX KOH(PEPEHIIUIX.

Jl0CTOBEPHOCTHh HAYYHBIX Pe3yJIbTATOB

JIOCTOBEPHOCTH Hay4YHBIX pe3ynbTaTOB NOATBEPKAAETCS ux
BOCITPOU3BOAMMOCTHIO, oOycIoBJIeHa HaJEKHOCTBIO IPUMEHSIEMBIX
HKCIIEPUMEHTAJIbHBIX METOI0B UCCIIEI0BAHNS, @ TAKXKE COTTIACOBAHHOCTHIO MOJIYYEHHBIX
JAHHBIX C pe3yJIbTaTaMU UCCIIEIOBAHUI APYTUX aBTOPOB.

AnpoOauusi padoTbl

OcHOBHBIE pE3yNbTaThl PaOOTHl MPEICTABISIIUCH, HA MEXKIYHAPOAHBIX U
BCEpOCCUMCKUX  MeponpusTusax: Bceepoccuiickas koHdepeHuus «CoBpeMEHHbIE
npodaembl Goroduosnoruu U ouodoronukn» (Hmwkuuit Hosropon, 2024), International
Conference on Plant Biology and Biotechnology (Kasaxcran, Amnmatei, 2024),
Bcepoccuiickast nikona-koHQepeHIns: MOJIOAbIX YUE€HBIX «buocucreMsl: opranusanus,

noBeaeHue, ynpasnenne» (Hmwxuuit Hosropon, 2024, 2023, 2022, 2021, 2020, 2019,
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2018), IV Bcepoccuiickass Hay4dHO-TIpaKkTU4YecKass KOH(EpeHIIUs, IMOCBsIeHHas 45-
JeTuto Kadeapsl PU3NKO-XUMUYECKOW OMOJIOTHH, OMOMHKEHEpUU U OMOUH(POPMATHKH
UI'Y (Upkytck, 2023), Beepoccuiickast HayuHasi koH(pepeHius «buonorus pacteHuil B
AMOXY TJI00ANBHBIX H3MeHeHMM knumata» (Yda, 2023), Bcepoccuiickas HaydHas
KoHpepeHuus «@Dusnonorusi pacteHuil M (eHoMHKa KaKk OCHOBa COBPEMEHHBIX
¢utobuorexnonoruit» (Huxuuit Horopon, 2022), PLAMIC2022 (Caunkt-IletepOypr,
2022), IlymmHcKasg ImKoJa-KOH(GEPEHIUs MOJOJBIX YYEHBIX C MEXIYHAPOIHBIM
yagactueMm "buonorms - mayka XXI Beka" (Ilymmuo, 2022, 2019), Bcepoccuiickas
Hay4dHasi KOH(pepeHius "DKcrnepuMeHTanbHasi OUOJIOTUSI PACTEHUM U OMOTEXHOJIOTHS:
ucropus U B3 B Oynyiee" (Mocksa, 2021), V poccuiickuii cummnosnyM «Kierounas
CUTHAJIM3alus: UToru u nepcrnektuBb» (Kazans, 2021), IV MexayHaponHas HaydHas
koH(pepennusa "Hayka 6ynymero" (Mocksa, 2021), XXXI 3uMHsIs MOJIOAC)KHAS HAYyIHAS
mkona  "llepcrekTHBHBIE — HampaBleHUd  (PUBMKO-XMMHUYECKOW  OHMOJNOTMM U
ouorexnosmorun" (MockBa, 2019), MexyHapo HBIM MOJIOACKHBIA HAY4YHBIN (HopyMm
«JTomonocoB-2018» (Mockaa, 2018).

yonukanuu

[To marepuanam mauccepTanuu omyOiaukoBaHo 19 pabot, Bkiro4as 3 cTaTbu B
perieH3upyemMbix HayuHbix usnanusx (Web of Science, Scopus), BXOSIIUX B CIUCOK
BAK.

CtpykTypa u 00bEM JUCCEPTAIIUA

PaboTta cocrouT u3 BBeneHHs, 0030pa JTUTEPATyphbl, OMUCAHUS MAaTEPUAIOB U
METO/IOB UCCJIEIOBAHUM, PE3YyJIbTATOB U UX 00CYX IACHUS, 3aKITIOUEHHS, BRIBOJIOB, CITHCKA
muteparypel. OOBEM  coctaBiusier 156  cTpaHWIl  MAIIMHONMHUCHOTO  TEKCTA,
WJUTFOCTPUPOBAHHOTO 34 pucyHKaMu U cojiepxaiiero 3 tadmauibl. CHCOK JIUTEPATYPHI
BKUTIOUaeT 479 ncTounuka, B ToM uucie 473 paboT Ha MHOCTPAHHOM SI3bIKE.

baaroaapuocTn

JluccepTallMOHHOE UCCIIEIOBAHUE BBIMOJIHEHO MpU (PUHAHCOBOW MOAJEPKKE

Poccutiickoro Hayunoro ¢onna, mpoekt Ne 22-14-00388-I1.
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I'JIABA 1. OB30OP JIUTEPATYPbI
1.1. BuausiHue 3aC0JIEHUSI HA pacTeHUs
1.1.1. Biusinue 3aC0JIeHUsI HA POCT, pa3BUTHE U MPOAYKTUBHOCTh PacTEeHUIA

3acoJieHre BBI3BIBACT HOHHBIM, OCMOTHUECKUN M OKUCIUTEIRHBIN cTpecc (Liang et
al., 2018; Wang et al., 2022; Hualpa-Ramirez et al., 2024). NonHBII cTpecc 3acONCHUS
NPOSIBIISIETCS. B MOHHOM JAucOaiiaHce, KOria KOHIeHTpaiuss Na® yBeauunBaeTcs, a
KoHIeHTpanuss K* yMeHbIIaeTcs, 4TO CKa3bIBae€TCS HA MPOTEKAHUU Pa3IMYHBIX
nporeccoB B pacteHuu (Isayenkov, Maathuis, 2019). OcmoTrueckuii cTpecc 3acOICHUS
BBI3BIBACTCA M3MEHEHHUEM OCMOJISIPHOCTH B Cpejic BHE KOPHEBOM CHCTEMBI, KOTOPOE
co3naéres n30piTkoM HOHOB Na*™ u Cl” cHapy»Ku KJIETOK, M SBJISICTCS TPUYUHON BOTHOTO
cTpecca pacTeHuid u 3akpeiTus yerbull (Yang, Guo, 2018; Pan et al., 2021; Zhou et al.,
2024). OKucIUTENBHBIN CTPECC — ATO CIEICTBUE MPOSBICHUSI HOHHOTO U OCMOTHYECKOTO
BO3JICHCTBHS 3aCOJICHHSI, MPU KOTOPOM IPOUCXOAWT HAKOIUICHWE AKTHBHBIX (hopm
KHCIIOPOJIa, KOTOPHIE TAKXKE BIUSIOT Ha MPOTEKaHUE pa3UYHbIX rporieccoB (Adem et al.,
2014; Hasanuzzaman et al., 2021).

3aconeHue BBI3BIBACT CHIDKCHHE pOCTAa W YTHETCHHWE Pa3BHTH PACTEHUS.
3acoseHue MpensaTCTBYET Pa3BUTHIO U POCTY KOPHEBBIX BOJIOCKOB, UTO PaCCMaTPUBACTCS
KaK aJanTaliOHHAasl peaKIys, HalpaBJICHHAs Ha YMEHBIIEHNE TIJIOMAIN TTOBEPXHOCTH,
NOJBEP)KEHHON Bo3aeiicTBUi0 comu (Yun et al., 2024). V pa3nuuHbIX pacTeHU
CHIDKAETCs Cyxoi Bec: KyKypy3bl (Ben-Gal et al., 2008), sumens (Nefissi Ouertani et al.,
2021), Tomata (Abdel-Farid et al., 2020), mmenunsr (Saddiq et al.,, 2021). Taxxe
YMEHBIIIAETCS CBEXKasi Macca JTUCThEB M KOpHeH, Hanpumep, y ssumens (Nefissi Ouertani
et al., 2021), Tomara (Abdel-Farid et al., 2020). YMeHnbi1aetcs 11uHa JIUCTHEB U KOPHEH
(Nefissi Ouertani et al., 2021; Saddiq et al., 2021; Bohle et al., 2024).

3acosneHue y TIOJOBBIX KYJIBTYP CKa3bIBa€TCA HA KAYECTBE M KOJIMYECTBE CEMSH
(Ahmed, Bot, 2009), camxaer cyxoit Bec y cemsir (Chen et al., 2010), cHmxaer maccy
ILUTOZIOB, JIOJIIO CYXOro BellecTBa U cojepxkanue Boabl (Meza et al., 2020; Suarez et al.,
2021; Kiferle et al., 2022; Li et al., 2023), cHmkaeT koaudecTBo 110108 (Meza et al.,
2020; Ntanasi et al., 2024). Y 3epHOBBIX KyJbTYp 3aCOJIECHHUE CHIKAET HE TOJBKO Maccy

3epHa (Abbas et al., 2013; Ahmed Kalhoro et al., 2016; Mutlag, Mohammed, 2022), Ho
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U KOJIMYECTBO 3e€pHA B MEeTEIIKE U ero mpopacranue (Zheng et al., 2021; Liu et al., 2022b;
Mutlag, Mohammed, 2022; Zheng et al., 2023). 3acojcHre 3HAYUTCIHHO CHIIKACT
collep KaHue KUPOB, OCITKOB M KieTdyaTku B 3epHE (Abbas et al., 2013) u amuno3sr u
aMUJIONEKTHHA B KiIyOHsX KapTodens (Wang et al., 2023). 3aconenue, CONpssKeHHOE C
HEJI0OCTaTKOM BJIard, MPUBOAUT K CHIDKCHUIO YPOXKAWHHOCTH JTMCTOBBIX KynbTyp (Kurunc,
2021; Sharavdorj et al., 2024), ogqnako Ha ¢oHE HeAOCTaTKa TMOJIMBa Ciaboe WIn
YMEPEHHOE 3aCOJICHUE MOXKET MOBBICUTh MX YPOXKAaHHOCTh, KaK, HAPUMED, Y MIMHHATA
(Ors, Suarez, 2017).

B pesynbTaTe BO3JEHCTBUS CPEIHETO YPOBHS 3aCOJICHUS MPOUCXOAUT IaJICHUE
ypoxaitHocTH y mmenuiibl 10 35% (Satir, Berberoglu, 2016; Sen et al., 2022), y cou 1o
40% (Hasanuzzaman et al., 2022), y kaptodens no 50% (Chourasia et al., 2021), y
KyKypy3bl 10 55% (Satir, Berberoglu, 2016; Cucci et al., 2019) u y puca m10 66% (Zheng
et al., 2023). D10 00BSICHSAETCSA TEM, UTO MOJABIIAIONIAS YaCTh KyJIbTYPHBIX PACTEHUH, B
TOM YHUCJIC YKa3aHHBIC BBIIIE, OTHOCATCS K TPYIINE COJICIYBCTBUTEIBHBIX PACTCHUH, UITH

FHI/IKO(l)HTaM, N OHHU MOTYT paCTH Ha IIOYBAaX C MAKCHUMAJIbHBIM YPOBHCM 34COJICHUA 300

MM NaCl (Shannon, Grieve, 1998; Munns, Tester, 2008).

1.1.2. Biusinue 3acoJieHus1 Ha GU3HOJIOTHUYECKHE MPOIECCHI

bonpmioe BiMsiHHME Ha BBI3BAHHOE 3aCOJIEHUEM CHIDKIEHUE MPOJYKTUBHOCTU
pacTeHuss OKa3bIBAIOT (PU3MOJOTUYECKUE TPOLECChl, B OCHOBHOM, (OTOCHUHTE3 H
PEryJIAIus OTKPBITUS YCTHHUIL.

VYpoxallHOCTh TECHO CBsi3aHa C (POTOCHHTE30M, KOTOPBIM CTpajaer BO BpeMs
3acosneHus (Zahra et al., 2022). JlonroBpeMmeHHOE CHU)KEHUE aKTUBHOCTU (DOTOCHHTE3A
NPOUCXOAUT U3-3a CHWXeHus mnoctyrmienuss CO; B CIIEICTBUE 3aKpbITUSl YCTBHUIL,
WHYIUPYEMBIX 3aCOJICHUEM CUTHAJIOB, CHUKEHUS TTOCTYTUICHUS! BOJIbI WM YBEIUYCHUS
cuHTe3a adcun3oBoi kuciaoTel (ABK), Tak U u3-3a HeMmocpeACTBEHHOro aercTBrs Na* u
Cl" B tucthsax (Zorb et al., 2019; Pan et al., 2021; Quamruzzaman et al., 2021).

3aconeHue MOXKET MPUBOAUTH K 3aKPHITHUIO YCTHUIL U CHUKEHHUIO Ta3000MEHa, YTO
CHWKAeT aKTUBHOCTh (POTOCHMHTE3a. Takue TMPUYMHBI CHIDKCHHUS aKTUBHOCTHU

dboTocuHTE3a Ha3bIBAIOT yCThUYHBIMEH orpanuudeHusmu (Pan et al., 2021). CHmwkenne
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noctyruiennss CO, yepe3 ycThUIla CHIDKAeT aKTUBHOCTH (pepMeHTOB InKiIa KanpBuHa-
bencona u yBenuuuBaeT jerpaaamnuio cyobeauHul] pudyno3oduchocdarkapOokcuiiasbl
(PybucKO) (Aharon et al.,, 2003; Hussain et al., 2021b). 3rto mnpuBomur kK
WHTHOMPOBAHUIO CHHTE3a OCJIKOB XJIOPOIUIACTa MW IIOJABIICHUIO CBETO3aBUCHUMBIX
peakmuii (Takahashi, Murata, 2005). O0mee aelictBue cHkeHHs moctyruieHus CO; u
HapylieHne WOHHOro OajaHca, YTO HA3bIBAIOT HEYCTHbUYHBIMU OTPAHUYCHHSIMU
dboTocuHTE3a, B IMCTE MPUBOAUT K OTPAHUICHHUIO TIOTOKA AJIEKTPOHOB OT (DOTOCHCTEMBI
IT (®CII) k poTtocucteme [ (DCI), mpensaTCTBHUIO MUKIMYECKOMY TPAHCTIOPTY JICKTPOHOB
Bokpyr @CI u nuroxpoma b6f, HapymiammeMy cucTeMy 3alIUThl OT H30BITOYHOTO
OCBEIICHMUSI, IOBPEXKACHUIO KAPATUHOMIOB, CHHKEHHUIO cUHTEe3a Oenka D1, yBenndenuro
Heoroxumuueckoro tymenus (NPQ). MarubupoBanue mnenu mepeHoca 3JIEKTPOHOB
OPUBOJUT K TICEBJAOUUKIMYECKOMY TPAHCIOPTY OAJIEKTPOHOB, YTO CIOCOOCTBYET
n3opITounomy HakorieHuo ADK (Murata et al., 2007; Stepien, Johnson, 2009; Amirjani,
2010; Wang et al., 2011; Percey et al., 2016; Poor et al., 2019; Tsai et al., 2019; Zahra et
al., 2022). CamwkaeTtcs kak o0riee coaepikanue xyopodumia (Ma et al., 2017; ElSayed et
al., 2021), Tak u coaepkanue xjopodusia a u O OTAEIbHO, YTO MOXKET IPOUCXOIUTH B
nepBbie yachl 3acosienust (Martinez-Pefalver et al., 2012; Mittal et al., 2012), npu sTom
YpOBEHBb OCTACTCs CTAOMIILHO HU3KKMM 10 45-90 nHedt Bo3neiicTBus 3acosenus (Parvaiz
Ahmad et al., 2012; Alharbi et al., 2022). ConepkaHne KapaTHHOHMJOB MOXET Kak
noBeimathes (Cerqueira et al., 2019; Tammam et al., 2023), Tak u noHmwkaThes (Amirjani,
2010; Martinez-Penalver et al., 2012; Mittal et al., 2012; Hannachi et al., 2022).
[IpeanonararoT, YTO HEYCTbUYHBIE OTpaHUYCHHS (DOTOCHHTE3a MPeodIagatoT Hall
YCTHUYHBIMU B YCIOBUSAX CHIJIBHOTO W MPOJOJIKUTEIHHOTO 3aCOJEHUS M3-3a KIIETOYHOU

JeTuapaTalii, MHruoupyroiei cuates oenka (Qin et al., 2010; Gandonou et al., 2018).

1.1.3. BpeMmeHHbIe 0COOCHHOCTH BJIMSHMSA 3aC0JIeHUS HA (POTOCHHTE3
@DOTOCHHTE3 MOKET CTPaAaTh KAaK /10 3aKPBITHUS YCThUI, TaK U BCJIEACTBUE ITOTO
(Martinez-Penalver et al., 2012; Hannachi et al., 2022). CyiecTBytOT pa3iryHbIC
napameTpbl, KOTOpblE MOTYT OXapaKTepU30BaTh MpPOTEKaHHUE (POTOCHHTETUUECKUX

pEaKIUi.



14

OCHOBHBIMH COCTaBJISIIOIIMMH, XapAKTEPUIYIOUIUMU HOPMAJIbHOE MPOTEKaHUE
dboTtocuntesa, MoxkHo cuutath padoty DCI um OCII, koropas MOXeT ObITh
OXapaKkTepu3oBaHa C TOMONIbIO TapaMeTpoB  (QUIyopecHeHIHH  XJopoduiia,
OTpaXalolUX aKTUBHOCTh CBETO3aBUCHUMBIX peakiuil, accumuisinuio COz u paborty
ycrbuuHoro anmapara. OCII, paboTy KOTOpoi MOXKHO OMHCAThH C TOMOIIBIO TAPAMETPOB
makcumansHou 3 pexkruBrocTr DCII (F\/Fr), 3dbdhexrrBHOTO KBaHTOBOTO BEIX0a DCII
(Ppsi) 1 NPQ (Murchie, Lawson, 2013), sBiseTcs 4yBCTBHTEIbHOW K 3aCOJCHHUIO
cTpykrypoii. ®ps); cHIKaeTcs dyepe3 vachl 3aconenus (Martinez-Penalver et al., 2012;
Mittal et al., 2012) u ocTaeTcst cTabMIIbHO HU3KUM J10JT0€ BpeMsi HaOmoaeHus (Mittal et
al., 2012; Yan et al., 2015). Hanpumep, y Arabidopsis thaliana ¢ukcuposaiu ero
CHIKEHHE depe3 2 yaca 3acosieHus: (Martinez-Penalver et al., 2012). NPQ, nanpoTus,
MOBBIIIAETCA M OCTAE€TCA BBHICOKHM Bce BpeMsi BozaencTBus 3aconenus (Wu et al., 2012;
Yan et al., 2015), u NPQ moxeT u3MeHaThCs qaxke panbine Dpg) (Martinez-Penalver et
al., 2012). F\/Fp, otpaxaromuii nienoctaocts OCII, uzmensiercs nozauee (Kalaji et al.,
2011; Sarabi et al., 2019). V Lonicera japonica oH HauWHACT CHHUYKATHCS TOCIC 7 AHEH
3acosienns (Yan et al., 2015), a y Portulaca oleracea — gepe3 12 gueii (Hnilickova et al.,
2021). K coxayieHuto, mMajiaoe KOJUYECTBO PabOT CKOHIICHTPUPOBAHO Ha OMHCAHUU
pPaHHUX U3MEHEHUM 3TUX mapameTpoB (puc. 1.1).

100 Pps) 200- NPQ

%

- 100

]
0" ‘3.3,:‘!.1'1

PasHuua, %
L (=]

]
PasHwuua, %

Pa3uHun

.. -

-100 1 1 1 1
10 100 1000 0.1 1 10 100 1000 0.1 1 10 100 1000

Bpems, 4 Bpewms, 4

Paznuua, %

1 I _150I I 1 I 1 I 1 1 1 I
0.1 1 10 100 1000 0.1 1 10 100 1000 0.1 1 10 100 1000

Bpewmsa, 4 Bpewmsa, 4 Bpewmsa, 4
Pucynok 1.1. U3menenue B % napametpoB dayopectiennuu xaopodumia (Fu/Fm, Dpsi,
NPQ, ®ps)) u mapamerpoB razoodmena u accumuisanuu CO; (A, gs 1 E) mo cpaBHeHHIO ¢
KOHTpOJIEM TIpu  00pabOTKe pacTeHUM, OTHOCAIIUMCS K  TIUKopuUTaM U
coJieuyBCTBUTENbHBIM copTaMm, 80-350 MM NaCl (koHIEHTpalud COOTBETCTBYIOT
YMEPEHHOMY U TsDKEJIOMY YPOBHSIM 3acoyieHust mouBkl (Z0rb et al., 2019)). UepHnslii 11BeT
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— CTaTUCTHUYCCKU 3HAYMMbIC U3MCHCHUA, CCpBII‘/’I IIBET — UIBMCHCHU 663 CTaTUCTUYECKOM
3HaYUMOCTU. ['pauKu MOCTPOEHBI Ha OCHOBE JaHHBIX U3 CTATEH:

FW/Fm — Amirjani, 2010; Kalaji et al., 2011; Martinez-Penalver et al., 2012; Parvaiz
Ahmad et al., 2012; Wu et al., 2012; Yan et al., 2012; Sarkar et al., 2013; Vivek et al.,
2013; Yan et al., 2015; Gao et al., 2016; Sun et al., 2016; Cigek et al., 2018; Zhang et al.,
2018; Cerqueira et al., 2019; Poor et al., 2019; Sarabi et al., 2019; Awlia et al., 2021; Bai
et al., 2021; Hnilickova et al., 2021; Tammam et al., 2023.

®ps)) — Martinez-Penalver et al., 2012; Mittal et al., 2012; Parvaiz Ahmad et al., 2012;
Wu et al., 2012; Yan et al., 2015; Cerqueira et al., 2019; Poér et al., 2019; Falouti et al.,
2022; Liu et al., 2023b.

NPQ - Backhausen et al., 2005; Martinez-Pefalver et al., 2012; Parvaiz Ahmad et al.,
2012; Wuetal., 2012; Yan etal., 2015; Wiciarz et al., 2018; Zhang et al., 2018; Cerqueira
etal., 2019; Awlia et al., 2021.

dps — Szopko et al., 2017; Wiciarz et al., 2018; Cerqueira et al., 2019; Poor et al., 2019;
Nosek et al., 2021; Falouti et al., 2022; Chen et al., 2023.

A — Backhausen et al., 2005; Kalaji et al., 2011; Parvaiz Ahmad et al., 2012; Yan et al.,
2012; Wu et al., 2012; Vivek et al., 2013; Sarkar et al., 2013; Yan et al., 2015; Gao et al.,
2016; Sun et al., 2016; Gandonou et al., 2018; Zhang et al., 2018; Poor et al., 2019; Sarabi
et al., 2019; Bai et al., 2021; Hnilickova et al., 2021; Hannachi et al., 2022; Zarbakhsh,
Shahsavar, 2023.

gs — Praxedes et al., 2010; Kalaji et al., 2011; Pandolfi et al., 2012; Parvaiz Ahmad et al.,
2012; Wu et al., 2012; Yan et al., 2012; Yan et al., 2015; Gao et al., 2016; Sun et al.,
2016; Redwan et al., 2017; Gandonou et al., 2018; Zhang et al., 2018; Cerqueira et al.,
2019; Poor et al., 2019; Sarabi et al., 2019; Bai et al., 2021; Hnilickova et al., 2021;
Hannachi et al., 2022; Zarbakhsh, Shahsavar, 2023.

E — Backhausen et al., 2005; Parvaiz Ahmad et al., 2012; Wu et al., 2012; Vivek et al.,
2013; Poor et al., 2019; Sarabi et al., 2019; Bai et al., 2021; Hannachi et al., 2022;
Zarbakhsh, Shahsavar, 2023.

N3menenune padbotrer @CI Bo Bpems 3acolieHus: onucano Mensle (puc. 1.1), mo
cpaBHeHuto ¢ OCII. OnHako Mo UMEIOIUMCS TaHHBIM MOXHO CYJUTh, YTO 3P (HEKTUBHBIH
kBaHTOBBIN BbIx0J1 DCI (Dps)), C MOMOIIBI0 KOTOPOT'O MOYXKHO OXapaKTepU30BaTh pabOTy
@®CI, menee yyBCTBUTENIEH K 3acOyIieHHTO, YeM aHaiorudabie 1ist @CII mapamerpsr — NPQ
u @pg; (Wiciarz et al., 2018; Podr et al., 2019; Falouti et al., 2022).

3aconeHue TakKe MOXKET BJIMITh Ha MPOTEKAHHE Tra3000MeHa M aCCHUMIIISIIHIO
CO2, 4TO MOKET HETaTMBHO CKa3blBaThb HAa MPOTEKAHUU CBETO3ABUCUMBIX PEAKIIMIi
dborocuntTeza. Accumwisiius CO,; — 310 KapOOKcuiauMpoBaHue puodyso3o-1,5-
ouchocdara, xoropoe karammsupyercs PybucKO (Hikosaka, Tsujimoto, 2021).

[IpoTekanue 3TOro mpoiecca MOXKET omucaTh ckopocTh accummwisiiuu COz (A).
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Ckopocts accumuisiiun CO,, n3mepsieMass kak noroinenue/oomen CO;, (Hikosaka,
Tsujimoto, 2021), cauxkaercs B niepBbie yachl 3acojienust (Backhausen et al., 2005; Poor
et al., 2019) u ocraercs Hu3kOW Bce Bpems HaOmomeHus (Hannachi et al., 2022;
Zarbakhsh, Shahsavar, 2023) (puc. 1.1). PaGoTy yCTBUII MOKHO OIMHUCATh C MOMOIIBIO
napameTpoB ckopoctu tpancrmpanuu (E) u yerenuno# nmpoBoaumoctu (gs) (Hikosaka,
Tsujimoto, 2021). CkopoCTh TpaHCHIUPAIHH, TO €CTh UCTAPESHHS BOJBI C TTOBEPXHOCTH
pacterns (Nilson, Assmann, 2007), MOXET CHUXAaThbCs y>K€ B TIEPBBIC Yachl 3aCOJICHUS
(Backhausen et al., 2005; Poor et al., 2019), xors dame Bcero e CHIDKCHHE
PETHCTPHUPYIOT Yepe3 HeckoabKko aueit 3aconenus (Wu et al., 2012; Vivek et al., 2013;
Sarabi et al., 2019; Bai et al., 2021) (puc. 1.1). YcTbuuHas npoBOIUMOCT OI[CHUBACT
CKOpOCTh razoooMeHa (T.e. noraotuieHuss CO2) u Tpancnupaiuu (T.€. MOTEPH BOJIbI) Yepe3
yCThHIIA JINCTA, KOTOpasi OMpeAeisieTCcs CTeneHbo packpeitus ycrbull (Lawson, Blatt,
2014). Pa3nbie aBTOpHI OTMEYAIOT CHUKEHUE gs KaK B NIEPBBIE I€CATKM MUHYT M 4acChbl
(Redwan et al., 2017; Podr et al., 2019), Tak u yepe3 HeCKOJIBbKO JiHEeH 3aconenus (Gao et
al., 2016; Cerqueira et al., 2019; Hnilickova et al., 2021) (puc. 1.1).

Kpome 3Tux mapameTpoB TakKe CHIKAETCS TPOBOIUMOCTh Me30(rinia, 00BIYHO
yepe3 HECKOIbKO aHel oT Havana 3aconenus (Yan et al.,, 2012; Zhang et al., 2018;
Cerqueira et al., 2019; Hnilickova et al., 2021; Zarbakhsh, Shahsavar, 2023), a Takxe
3¢ (GEeKTUBHOCTH MCIOIB30BaHUS BOIbI, ToBBIIIeHUE (Backhausen et al., 2005; Wu et al.,
2012; Zhang et al., 2018; Sarabi et al., 2019) unu nonmxenue (Yan et al., 2012; Sun et
al., 2016), koTopble TaKKe OOBIYHO PETUCTPUPYIOT YepPe3 HECKOJIBKO JTHEH.

Hakomienre Na* B JIMCThSIX MOMOJHUTEILHO CKA3bIBACTCS HA TPAHCIHMPAIMUA H
dboTocuHTE3€E, U TaK MPOsBiIsSeTCS HOHHAs kKoMmroHeHTa 3acoyienus (Ellouzi et al., 2014;
Ran et al.,, 2022). VYBenmuuuBaercs cunre3 ADPK u npoiauHa, OJHAKO Takke U
YBEIMYMBACTCSI aKTUBHOCTH aHTHOKCcHAa3HbIX cucteM (Hnilickova et al., 2021; Kiferle et
al., 2022). KonuyecTBO caxapoB YBEIMYMBAETCSA, YTO MOXKET OBITb CBSI3aHO C
OCMOTHYECKOH perynupoBkoit mpu 3aconennu (Gao et al., 2016; Hannachi et al., 2022;
Tammam et al., 2023; Zarbakhsh, Shahsavar, 2023), HO Tak)e¢ MOXET CHHKAThCS Kak,
HaIlpUMEDP, Y PHUCA, YTO MOXKET OBITh CBSI3aHO CO CHIDKCHHWEM aKTHUBHOCTH (POTOCHHTE3a

(Amirjani, 2010; Podr et al., 2019).
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1.1.4. U3MeHeHMe IKCIIPECCUH T€HOB

[Ipu Bo3AEHCTBUM 3aCONIEHUSI aKTUBUPYETCS MHOXKECTBO T€HOB, BKJIIOYasi HOHHbBIE
KaHAJIbI, PEIENTOPhI, CUTHAIBHBIC MOJICKYJIbI ¥ TEHBI, Y9aCTBYIOIINE B MPOU3BOJICTBE
COBMECTHMBIX pacTBopeHHbIX BemecTB (Reddy et al., 2011).

['maBHBIM 00pa30M, U3MEHSETCS IKCIIPECCHs T€HOB, OTBETCTBEHHBIX 32 aJaNTalUI0
pacTeHusi K ycIOBHsSM 3acosieHus. [loBbiaercsi ypoBeHb 3kcnpeccuu reHoB Na'/H'-
AHTUTNIOPTEPOB U B IIEJIOM CUTHAJIBHOIO MYTH MOBBIIIEHHOW YyBCTBUTEIHLHOCTH K COJIU
(SOS-nytH); 370 COOBITHE HEOOXOIMMO PACTCHHIO JIJIs1 00PHOBI ¢ 30bITKOM Na* B TKaHIX
(Rolly et al., 2020; Du et al., 2021; Sheikh-Mohamadi et al., 2022). YBenuunBaercs
HKCIIPECCHs T€HOB, CBSI3aHHBIX CO CTPECCOM: OOUIIBHOTO OeKa MO3/IHEro SMOpHUOTeHe3a
LEA1S, ¢akropa remnoBoro moka HSF30, nunokcurenasst LOXA u nerugpuna TAS14
(Hoffmann et al., 2021). Ho Takxe MOIr'yT aKTHBHPOBAThCS T'€HBI, y4acCTBYIOIIHME B
peaKkuu Ha JPyTrUe CTPECChl, TaKWe KaK aTaka MaTOTCHOB WJIM CTapeHHE, a TAKKe B
oomene OenkoB (Legay et al., 2009). YBenuuuBaeTcst SKCIIpeccusi T€HOB, YYaCTBYIOIIUX
B xejaTupoBanun u XxpaHeHuu metaioB (Heydarian et al., 2018). Ilobimaercs
aKTUBHOCTH TCHOB, YYACTBYIOIINX BO BTOPHYHOM META00IM3ME U CBA3AHHBIX C CHHTE30M
KJIETOYHOM cTeHkH U (enmnponanouanoro mytu (Heydarian et al., 2018; Hoffmann et
al., 2021). 3aconeHure ycuJIMBaeT aKTHBALUIO TPAHCKPHUMIIMOHHBIX (PAKTOPOB, B TOM
yucne AbK-3zaBucumbix u ABK-omocpenyembix. B o030ope Hussain et al.,, 2021a
MEePEUUCIICHBI 3TU TPAHCKPUTIITMOHHBIC (DAKTOPHI; MPUUYEM OHHU BOBJICUEHBI B PETYJIAIINIO
comepkanus xjopodwia U cuHte3a u JukBuaanuu A®K u cuHTe3a mnposuHa,
IOCPEACTBOM YEro y pacTeHHsi (POPMUPYETCS] YCTOMUMBOCTh K 3aCOJIEHUIO. 3aCOJIEHHE
BBI3BIBAET HM3MEHEHHUE DKCIPECCMM TEHOB AHTUOKCUIAHTHBIX (EPMEHTOB U
TPAHCKPUITIUOHHBIX (PaKTOPOB, MOAYIUPYIONIMX aHTHOKcHaaHTHBIN oTBeT (ROlly et al.,
2020; ElSayed et al., 2021; Che et al., 2022; Tang et al., 2023). [ToBsItaeTcst KCIIpeccus
nByX reHoB npoTenHpochoTaszpl 2C, KOTOPBIE SKCIPECCUPYIOTCS B JTUCTHIX M KOPHSX,
OHM MOT'YT 00yCaBIMBaTh YCTOMYMBOCTH K 3aconeHuto (Wu et al., 2023).

3aconeHue NPUBOIUT K CHUIKEHUIO TPAHCKPUIITOB, KOJUPYIOMINX OENKH,
npuHaiexamne Kk ®CI u OCII, u cunre3 xnopoduiia (Legay et al., 2009), a Takxke

CHW)KAeTCs ypoBeHb TpaHckpumimu reHoB RbcL m RbcS, komupyrommx PybucKO
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(ElSayed et al., 2021). Dkcnpeccus TeHOB OEIKOB aHTEHHOI'O0 KOMILJIEKCA PEryJIUpyeTCs
JUIMHHBIMA - Hekogupyomumu PHK, B pesynpraTe 4Yero mnpoUCXOIUT HACTpoOiiKa
YCTOMYMBOCTH K 3acoieHuto (Zhao et al.,, 2024). 3acomeHue 3aTparuBaeT M TECHBI,
CBS3aHHBIE C BOJHBIM OOMEHOM: YBEIIMYMBAETCS HKCIPECCUSI T€HOB AaKBallOPUHOB
MOJICEMEICTBA BHYTPEHHUX OenkoB IutazmMatudeckod memOpanbl (PIP) PIP1 um 2
(Nicolas-Espinosa et al., 2024).

3aconeHue HW3MEHSET OKCIOPECCHI0 T'EHOB, OTBETCTBEHHBIX 3a CHHTE3
(UTOTOPMOHOB — KaK TE€X, UYTO CBSA3BIBAIOT C PEaKIUEH Ha CTPECC, TaK U CBSI3aHHBIX C
pOCTOM M pa3BuTuEM. Tak B YCIIOBHUSX COJEBOrO cTpecca 3kcnpeccus reHoB ACS3 u
ACOI noBsIIaeTcs, 4TO yKa3bIBaCT HA YBEITMYEHUE BHIPAOOTKH ATHIICHA. AHATOTUYHBIM
o0Opa3oM, reHsl, nepenaromue curaaisl 00 stunene, EIN2 u EIL1, nemoHcTpupoBanu
MOBBIIICHHYIO DKCIIPECCUIO B YCIOBUSX 3acoieHus (Zarei et al., 2024). YBenuuuBaeTcs
JKCIIpeccusi TeHOB JHunokcuokcureHasol LOX, amneHokcuacuHrasel AOS, 12-
okcodutonuenarpeaykrazsl OPR3, koponatun-HeuyBcTBUTENBbHOTO MpoTenHa COIl u
nedensuna PDF1.2, kotopble cBsi3aHbl ¢ OMOCHMHTE30M KACMOHOBBIX KHCJIOT U C
nepeadyeit curHajgoB ¢ nomoinislo HUX (Zhang et al., 2017). 3aconeHue nmpuBOAUT K
aKTUBAIlMM  TE€HOB  OMOCHHTE3a  ayKCMHAa W YBEJIMYCHHUIO  IKCIIPECCUU
HuTpunamuHoruaponadsl NIT2, koTopas ruaponm3yeT WHAON-3-allETOHUTPUI B
unpommtykcycHyro kcioty (MYK) (Cackett et al., 2022). Takke 3acoieHue aKTUBUPYET
daktop Tpanckpuniumu SOMBRERO B kopHEBOM uexJIMKEe, KOTOPBIM HEOOXO0IUM
HEe00X0auM 1S 0a3alibHOM 3KCIpeccuy MeMOpaHHOro Tpancnoptépa aykcruHa AUX1 Ha
JaTepaibHOM  CTOPOHE KOPHEBOTO  4YEXJWKa, YTO CIOCOOCTBYET KOPHEBOMY
rasiorponiu3my (Zheng et al., 2024). Kpome reHOB cHHTE3a ayKCHHA TaKKe T'eHbl CHHTE3a
JIPYTUX BaXHBIX [JII pPOCTa U Pa3BUTUS TOPMOHOB AaKTUBUPYIOTCSA, HampUMep,
uToknHUHOB (Keshishian et al., 2018). 3aconenwe mnomaBiseT TPAHCKPHUIIIIUIO
pelenTopa, yCTOMYMBOTO K MUPOOAKTHHY/TIOJOOHOTO PE3UCTEHTHOCTH K MUPOOAKTUHY
PYR/PYL, Beimecrosiniero peryisitopa curainbHoro nmyta ABK, uro mpeporBpamaet
Hucxozsmyto nepenauy curnaina ABK (Che et al., 2022).

3acoJieHre CroCOOCTBYET M3MEHEHHIO METHUJIMPOBAHUS HYKJIEMHOBBIX KHUCJIOT U

BCIIOMOI'aTCJIBbHBIX 6GHKOB, 4TO CKa3bIBACTCA Ha OKCIIPCCCHHU I'CHOB. Tak oHO
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YBEJIMYMBAET YPOBEHb METUJIMPOBAHUS 3K30HOB U CIOCOOCTBYET IEMETHUIIMPOBAHMIO
HEKOTOPBIX KOPOBBIX THMCTOHOB, YTO HETaTMBHO CKAa3bIBAETCA HA JKCIPECCUU T'E€HOB
(Bilichak et al., 2012). Ilpu 3aconeHun 3KCIpeccusi TEHOB MPOTEHHOBHIX (pocharaz 2C
ABI1 u ABI2, xoTopsie cBsizaHbl ¢ CcUTHIBHBIM nyTeM ABK, TOHKO HacTpauBaeTcs
SMUTEHETUYECKUMHU MEXaHU3MaMM PEryJisiliy, BKIIOYAIOMMMH aleTUIIMPOBAHUE
ructoroB (Kim et al, 2015). MertunupoBanne MPHK, B wacTtHOCTH anmeHo3uHa,
criocoOcTByeT OonbIneit crabmibHOCTH MPHK 1 yBeImdeHnI0 yCTOMIMBOCTH pacTeHUH K

3aconenuto (Hu et al., 2021).

1.2. OcmoTu4YecKHii, HOHHBIH U OKMCJIUTEIbHBIN CTpecc, BbI3bIBaeMble
3acoJIeHueM

[lepeuniciieHHbIE BBIIIE TMOCIEICTBUS 3aCOJCHUS MPOUCXOASIT U3 JEUCTBUS €ro
MOHHOT'0, OCMOTHYECKOTO U OKUCIUTENHHOTO KoMnoHeHTOB (Wang et al., 2022). MoHHbI#
KOMITOHCHT TPOSBISAETCS B HemocpeacTBeHHOM jeiictBud Na® m Cl° Ha opraHuszm
pacTeHus, ¥ OJHO W3 TJABHBIX MOCJIEACTBUI MX HAKOIUICHUS — HapyIICHUE HOHHOTO
oamanca (Lindberg, Premkumar, 2024). OcMoTHYECKUI KOMIIOHEHT MPOSIBISETCS B
W3MEHEHUH OCMOJISIPHOCTH Cpellbl BHE KOPHS, YTO MPUBOJUT K CHUIKEHHUIO BOJHOM
npoBoaumocTd (Munns et al., 2020). OkUCAUTEIBHBI KOMIIOHEHT MPOSIBISETCS B
HakorieHnn A®DK, akTMBHpyeMOM HMOHHBIM W OKHCIWTEIHHBIM KOMITOHEHTaMH, U B
U3MEHEHUH paboThl aHTHOKCUAAHTHOM cucTembl (Hasanuzzaman et al., 2021). Bece tpu
KOMITOHEHTA 3aCOJIEHUSI MOTYT OKa3bIBaTh BIMSHUE Ha dKcnpeccuto reHoB (Umezawa et
al.,, 2002; Du et al., 2021; Sheikh-Mohamadi et al., 2022). Hmwke mnpencraBicHbI

OCHOBHBIC IIPOABJICHUSA 3THUX COOBITHH.

1.2.1. CHukeHHe BOJIHO MPOBOAUMOCTH
3acojicHUE BBI3BIBACT CHIDKCHHWE BOJHOM TIPOBOJUMOCTH Yy pacTeHUU. ITO
IIPOMCXOINT, B IMIEPBYIO Ouepelib, 3a cueT co3aaBaemoro noHamu Na' u Cl° cHmKeHus
OCMOJISIPHOCTH CHApyXH KIJIETOK KOPHS, U TaKUM OOpa3oM MPOUCXOJIUT CHIDKCHHE
BOJIHOTO MoTeHIana kopHeBoi cuctemsl (Ellouzi et al., 2014; Rostampour et al., 2023)

Y CHIDKEHHUE MMIPaBIMYeCcKOi mpoBoaumMocTu kopHei (Boursiac et al., 2005; Sutka et al.,
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2011; Calvo-Polanco et al., 2014; Kaneko et al., 2015). BeaencTBue 3Toro CHIKaeTcst
IOCTYILUICHHE BOJBI B KOpHU U U3 KopHe# B mooeru (Lu, Fricke, 2023).

OcmoTuyeckoe  BO3JACHCTBHE  3aCONCHHUS  TPOSBISETCS B CHUDKCHHUHU
TUIPABINYECKON MPOBOAMMOCTH KOpPHSA M Mo0Oera, 4To BBI3BIBACTCS MHTMOWPOBAHUEM
akBaropuHoB (Boursiac et al., 2005; Horie et al., 2011; Domec et al., 2021). NaCl
cHIKaeT ¢ochopuiupoBaHre akBalOpPUHOB, HANpUMeEp, OCTaTka cepuHa Ser283
akBaropuHa AtPIP2;1, xoropeiii HeoOxomaum s HampaeieHuss AtPIP2;1 «
miazMatndeckoir memoOpane (Prak et al., 2008). Tax:ke OCMOTHYECKHIA CTPECC MOXKET
OpUBECTH K  MepepaclpefelieHu0  TMOCTYIUJICHUS  BOJbI:  MHTEHCHUBHOCTD
TPAHCHEIUTIOJIIPHOTO U CUMIUIACTHOTO TPAHCIOPTA BOJbI B KOPHSIX CHHUXKAETCS IIPH,
MPEINOIOKUTENBHO, TapalsIeIbHOM yBEJIIMYEHUH aloIUIACTHOTO TPAHCIIOPTa B KOPHSX
(Suslov et al., 2024).

3acoJICHUE M3MEHSAET OCMOTHYECKHA M BOIHBIM IMOTEHLIHAN JIMCTHEB, CKOPOCTH
TpaHCIUPALMKU U OTHOCUTEIILHOE co/iepKaHue BOIbI B TUCThsAX (Amirjani, 2010; Ellouzi
et al., 2014; Hnilickova et al., 2021). CHmwkeHHe BOJHOIO IMOTCHIMANA JINCTHEB U
CHI)KCHUE OTHOCHUTEIILHOTO COJIEpKaHHUS BOJBI B JINCTHIX MPUBOIUT K TIOTEPE Typropa
(Redwan et al., 2017), 4ro, B CBOIO oOue€penb, MPUBOJAUT K 3AKPHITHIO YCTHUI[ U
orpannueHuto ycBoeHuss CO,; M CHWXKEHUIO CKOpocTH (oTocuHTe3a. PacteHus
pearupyroT IMOCPEIACTBOM OCMOTHYECKOW PETyJUPOBKH, OOBIYHO ITyTEM YBEIUUYCHUS
koHneHntpanuii Na* u Cl” B CBOMX TKaHSX, XOTS TaKO¢ HAKOIUICHHE HEOPraHHYECKUX
MOHOB MOXET BBI3BaTh JajbHEHIICE CHIIKEHHWE MPOBOAMMOCTH YCTBHI], CEPhE3HBIC
ToKkcuueckne H(P(EKTl W TMOBPEXKIACHUE KIETOK, a TaKKe WHAKTUBUPOBATh Kak
(GOTOCUHTETUYECKH, TaK M JbIXaTEeNIbHBIN TepeHoc 3eKTpoHoB (James et al., 2002;
Moradi, Ismail, 2007; Amirjani, 2010; Quamruzzaman et al., 2021).

3aconeHue CKa3pIBAETCsl HA BOJHOM OOMEHE HE TOJIbKO Kak Ha (PM3HOJOTUYECKOM
mporiecce, HO OHO TakXKe W3MEHsAET aHAaTOMHYECKHE CTPYKTYpHl, KOTOpHIC
MOJIICPKUBAIOT €r0 HOpMajbHOE TMpoTekaHwe. Hampumep, y copro 3acoseHue
MPUBOJIWIO K U3MEHEHHUIO THUAPABIMYECKONW CTPYKTYpPBI JIUCTHEB: 00Jiee Y3KUE KIICTKU
MPOTOKCHJIEMBI M METaKCHJIEMbI, YeM B KOHTpOJIC, YMCHBIIICHUE IITUPHHBI JTUCTA U

Iiomaayx MmomnepeyHoro CCHCHUA, YMCHBUICHHUC KOJIMYCCTBA KUJIOK, YHACTBYIOIIUX B
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nepeHoce Bojbl. [Ipym 3TOM 3HAYEHHUS CKOPOCTH OCAXIEHUSI BOABI TECHO CBS3aHBI C
pa3MepoM ndjeMeHTOB mpoTokcwiembl (Baum et al.,, 2000). YV sumMeHs CHUXXEHHE
THAPABINYECKON TMPOBOJUMOCTHA TIPU 3aCOJICHUM BAXXHO JJIsl 3aKPBITUS YCTBHUII,
CHU)KEHUE CKOPOCTH TPAHCHHUpALUU OJIArONPHUATHO BIMSET Ha COJICYCTOMYMBOCTH, U
MPOUCXOANT TOJABJICHHE JKCIPECCUU AaKBAlOPUHOB, YTO CIIOCOOCTBYET CHIKEHUIO
TUAPABIMYECKON MPOBOIUMOCTH Bcero pactenus (Vysotskaya et al., 2010). Onnako y
Opokkosin KojmdyecTBO akBanmopuHoB PIP1 u 2 Ha mazmanemme MOBBINIACTCS MpU
OJTHOBPEMEHHOM CHIDKEHHH IpoBogumocth ycthull (Nicolas-Espinosa et al., 2024).
JlonroBpeMeHHOE BJMSHUE 3aCOJCHHS HAa pacTeHHE MPUBOJUT K CHUXKECHHIO
TpaHCIUPAIIMK HE TOJBKO M3-3a 3aKPBITHS YCTHUII, HO M U3-3a CHUKEHUS UX KOJIMYECTBA
(Romero-Aranda et al., 2001) u yMeHBIIICHUS UIMHBI M IIUPUHBI TAPHI 3aMBIKAIOIIHX

kieTok (Sun et al., 2016).

1.2.2. UouHbIi aucoaganc

3aconenre npuBoauT K HakorieHnio Na* u Cl™ y pasnuunbix pacrenuii (Romero-
Aranda et al., 2001; Hnilickova et al., 2019), a Takxe k yreuke K*. Hakoruienne Na* B
JUCTBSIX Y Pa3IMUHBIX KYJIBTYp B CpeIHEM HAuYMHAIOCh 4Yepe3 24 daca OT Hadala
3acosienus (Ellouzi et al., 2014; Peng et al., 2016; Ruwanpathirana et al., 2021).

3acoseHue, BEI3BaHHOE BBICOKMMH KoHIIeHTparussMu NaCl, MOXeT CHUXaTh poCT
3a CYET OJHOBPEMEHHOT0 HaKOIUIEHHUs BhICOKMX KoHueHTpauuii Na* u CI', Ho aeiicTBue
THX JBYX HOHOB MOXKET pa3jnuaThCsi. Bbicokoe comepkanne Na® HpensTcTByeT
ycsoennto K* u Ca?* u napymaer >Qp(QeKTUBHYIO PETYIIAIMIO YCTHHII, YTO MPUBOANT K
nonasienuio Qorocunte3a u pocrta (Tavakkoli et al., 2010; Pan et al., 2021). Na*
uHrubupyer Oemok D1, ©Oemok kucimopon-Beiessiomiero komiuiekca (OEC1),
cyobeaunaniel AT®-cunrtaser, PybucKO u ¢pykro3o-1,6-ouchocdarasy (Yang et al.,
2008; Kang et al., 2012; Pan et al., 2021). B Hopmanbubix ycnoBusx Cl ydacTByer B
pPEryJslIMd MHOTHX TIPOIECCOB, BKIIOYas (POTOCHHTE3, M JIOKA3aTCIbCTBA €T0
TOKCHYHOCTH MaJto u3y4eHbl; ogHako Cl” BeI3bIBaCT merpaaaiinio Xaopoduiuia u CHUKaeT
aktuBHOCTH (hoTocunuTe3a (Tavakkoli et al., 2010; Geilfus, 2018; Wang et al., 2020).

Bonauelii moreHImMam M OCMOTHYECKHM MOTEHIMA I100€roB CTAHOBHUTCA Ooliee



22

OTPHILIATEIILHBIMU C YBEIMUYCHHEM 3aCOJICHHUs, YTO CBs3aHO ¢ HakoruieHrneMm Na* u Cl' B
mucthax (Gulzar et al., 2003).

Cumkenne K' B 1urosome BiuseT Ha paboOTy MHOXKeCTBa (PEPMEHTOB,
ynpaBisgeMbix K* M ydacTByOIIMX B NEpBHYHOM MeTabosm3Mme, Iukie KanbBuHa-
bencoHna, peHMIMPONaHOWIHOM TYTH, TIUKOJIN3E U CHHTE3¢ MOJUAMUHOB M KpaxMmasa,
Takke BIMOmMuX Ha GorocuHTtes (Zhao et al., 2020; Gupta et al., 2021;). HegocraTok
K" cnocobctByer ociabnenuio ¢ukcaiuu CO,; B nuxie KanpBuna-bencona wu
yeermueHuto npoaykinn ADK (Wang et al., 2013a; Tighe-Neira et al., 2018; Zhao et al.,
2020; Gupta et al., 2021). MarubupoBanue 1Lenu mnepeHoca AIEKTPOHOB, BBHI3BAHHOE
cHIKeHUeM ckopocTH yTuwin3anuu CO», MPUBOIUT K aKTUBALIUU TICEBIOIMKINYECKOTO
MepeHoca dJIEKTPOHOB, YTO CHOCOOCTBYET U30bITOYHOMY HakomieHuio ADPK wu
JalbHEHIIIEMy MMOBPEXACHUIO (poTOoCHHTeTHYEeCKOro ammnapata (Stepien, Johnson, 2009;
Percey et al., 2016; Zahra et al., 2022).

3acosieHue, BbizBaHHOE M30bITKOM Na* u CI', crmocoOCTByeT HAKOIUICHHUIO IPYTUX
HOHOB. Tak y OPOKKOJIM B JIMCThAX HaKaIUIMBACTCsA HE TOJbKO Na', HO M Me/b U IIMHK
(Nicolas-Espinosa et al., 2024). V s4MeHS W TPUTHKAJIC 3HAYMTEIHHO YBEIUYHIIACH
KOHLEHTpays Mg?*, 4TO IOTEHIMAILHO MOYKET OBITH CBS3aHO C AKTUBALMEH I'€HOB,
CBA3AHHBIX C IEPEHOCUYUKaMu Mg?* B yCIOBHSAX 3aCOJIEHHMS, a TAKKe KeJle3a U LUHKA

(Rasouli et al., 2024).

1.2.3. OkucauTeIbHBIN CTPece MPH 32COJTeHUHI

A®K, ypoBeHb KOTOPBIX YCHJIHMBAETCS IMPHU 3aCOJICHWH, OKa3bIBAIOT OOJIbIIEe
BIUSIHUE Ha MPOTEKaHWE pPa3IuuHbIX (usuonorunueckux mnporeccoB (Hossain, Dietz,
2016).

Krnerounsiii metabonusm renepupyeT ADK ¢ HU3KOW CKOPOCTHIO B KayeCTBE
OOBIYHOTO TOOOYHOTO TpOoJayKTa. YBenuueHue ypoBHI ADK MoxeT mnpuBecTH K
METa0OIMYECKUM HApYIICHUSM, TOBPEKIACHUIO KJIECTOK U  MPEKICBPEMEHHOMY
CTapeHuI0 WM Hekposy. UpeamepHo Hakarmupatomuecss ADPK moryt pearupoBath ¢
HYKJIEMHOBBIMH KHUCJIOTaMHU, Oenkamu, tunuaamu u xjaopodmuiamu. K ocHoBabiM ADK

OTHOCATCS HEPAJIUKaIbHBIE MOJIEKYJIbI, TAKHE KaK CHHTIETHRIN Kuciaopoa (102) u HoOo,
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a TakKe CBOOOJHBIC paaUKaNbl, Takue Kak cymnepokcun (Oze-) M THIPOKCUIIbHBIC
pagukansl (*OH). OHM npoAyUUPYIOTCS pa3IUYHBIMU (EepMEHTaMHU: TOMOJIOTaMH
HAJI®H-okcuaa3zel  okuciurensHoro  B3peiBa  (RBOH),  muToxoHapuambHON
aJIbTEPHATHBHON OKCHJIA30# U IUIACTUIHON TepMHHAIbHOM okcumaszoin (Hossain, Dietz,
2016; Hasanuzzaman et al., 2021).

[Ipy HU3MEHEHHWH HHEPreTUYECKOr0 METa0O0IM3Ma YCHIIEHHE OKHUCIUTEIBHOIO
cTpecca MpUBOAMT K OosblieMy HakomieHutro ADK B pacTeHusix, 4yTo yCWJIMBAET
aKTUBHOCTb M cuHTE3 paznuuyHblx AdK-nornomarommx ¢epmMeHToB (Karanasbl,
CYNEpPOKCUJUTUCMYTa3bl M ackopOarmepokcuaasbl),  (epMeHTOB  ackopOat-
IIIyTaTHOHOBOTO UK (meruapoackopoOaTpeyKTassbl,
MOHOJETUPOACKOPOATPEyKTa3bl),  TIyTaTUOH-S-TpaHCc(epa3bl, MOHOOKCHUTEHA3bI
nuToxpoma P450 U HEKOTOPBIX APYruX OENKOB, KOTOPHIE YYACTBYIOT B MOJJEP KAHUU
YPOBEHSI OKHCIIUTEIbHOBOCCTAHOBUTEIBHOIO CcTaTyca OEJIKOBOW AUCYIb(HUAN30MEpPa3hl
Ha ontumaibHOM ypoBHe (Hussain et al., 2021b). AKTHBHOCTh AHTHOKCHIAHTHBIX
(epMEHTOB KaK MPaBUJIO IMOBBIIAETCS HE Cpasy, a MOCTENEHHO, U Yepe3 HECKOJIbKO
Hejenb qocturaroT MakcumymMma (Parvaiz Ahmad et al., 2012; Gao et al., 2015; ElSayed
et al., 2021). Konmenrpamus A®K y ycTOWYUBBIX M UYYBCTBUTEIBHBIX PACTCHHM
omiimuaercs. Mensuiee conepxanne ADK y ycTOMUMBBIX K 3aCOJIEHUIO PACTEHUA MOKET
ObITh OOBACHEHO M3HAYaJbHO 00JIe€ aKTUBHBIMU (PEpMEHTAMHU CUCTEMBbI JTUKBUAALMH
A®K (Esfandiari, Gohari, 2017). B To *e BpeMsi yMeHBIIIEHHE KOJUYECTBA U30(OpM
RBOH, npoayuupyromux ADK, MoXeT ObITh MOTEHUMATIBLHO CBA3aHO C HBOJIIOIUEHN
TOJIEPAHTHOCTH pPacTeHUM K 3acojeHuto. Kpome »Toro, y ranouroB MNOSBUINCH
JOTIONTHUTENbHBIC T1IeNieBble calThl (pocdopunupoBanuss Ha N-koHmax RBOH, uto
NOTEHIIMAIBHO  MOJYJMPYET AaKTUBHOCTh (PEPMEHTOB W  MO3BOJSET  JIydlle
KOHTPOJIUPOBaTh WX (YHKIHMIO, YTO NPUBOIUT K Oosee 3¢ exTuBHON mepemaye
curnajgoB A®K u aganranuu k 3aconenuto (Liu et al., 2020).

3acosneHue BbI3bIBAECT CHUXKEHUE 3(P(HEKTUBHOCTH MCIOJIB30BAHMS SHEPTUH MPU
dorocuntese (Zahra et al., 2022) u ycunenue poroasixanus (Kangasjarvi et al., 2012).
B pesyJibTare (hOTOXUMUYECKHUX peakiui dboTocuHTE3a o0Opa3yrTcs

BoccTaHOBUTENbHBIC KBUBANCHTH (HAJIDH), 60bIIMHCTBO KOTOPBHIX UCHOIB3YETCS B
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nukie KanbBuHa-bencona. OpHako TpH 3aCOJICHUHM TMPOUCXOIUT HMHTHMOUPOBAHUE
dbepmentoB nmkina KanbBuHa-beHcona, B pe3ylbTare 4ero  HAKOIUICHHbBIE
BOCCTAHOBUTEJBHBIE JKBUBAJICHTHI MOIYT IPHUBECTH K nepenpou3Boactsy ADK,
KoTopblie BbI3bIBatOT oTounruouposanre B @CIl u OCII, To ecTh 3aBucsiee OT cBETa
CHI)KCHHE KBAaHTOBOTO BBIX0/1a (POTOCHHTE3A M3-32 (POTOOKUCIUTEIHBHOTO MTOBPEKACHUS
oenka D1 (Chaves et al., 2009; Goh et al., 2011; Cerqueira et al., 2019). BeposTHo, 3a
neaktuBaiuio H»O,, Bhustomero Ha (OTOCHHTE3, OTBEYAIOT MUTOXOHJIpUAIbHbBIC
rrytatuoHnepokcuaassl (Lima-Melo et al.,, 2016). PaGotra muToXpom-c-OoKCHAa3bl U
QIbTEPHATUBHOM OKCHJAa3bl MUTOXOHJPUM TakKe OJaromnpusiTHO CKa3bIBAETCS Ha
aKTUBHOCTU (oTocuHTe3a mpu 3acosienun (Analin et al., 2020; Challabathula et al.,
2022).

Hpyrue ¢opmbr ADK, nanpumep, NO ToXe HMMEIOT BaXKHOE 3HAYCHUE MpU
3aconmeHnr. NO moBblmaer akTuBHOCTh HY-AT®da3 mnazmamemmer u  Na'/H'-
OOMEHHHKOB, YTO CITIOCOOCTBYET ynaieHuto Na® U3 IUTO30JIs, MOBBIIIACT IKCIPECCUIO
KaJab5MOJyJIMHA, CEHCOPHOTO Oenka, cessbiBaromiero Ca?* (De Vriese et al., 2018), u Ca®*-
MPOTEMHKUHA3BI, a TAKXKE€ MHAYIUPYET HAKOIJICHHE OCMOJIMTOB U aHTHOKCUJIAHTOB 32

cueT ycueHHs 3Kcnpeccun ux reHoB (Rezayian, Zarinkamar, 2023; Sharma et al., 2024).

1.3. CurHaJjbl, HHIYHHpYyeMble 3aC0JIeHHEM
1.3.1. CurHaJjibl, UHAYHMPOBAHHbIE NIPH 32COJIEHUHU, B KOPHE

3acosneHue 0Ka3pIBaeT HOHHOE U OCMOTHYECKOE BO3ICHCTBUE HA KJIETKA PACTCHHSI,
U OHO MOJKET OINYIIAThCS KJIETKOM HECKOJBKUMHU CIOCOOaMU, BBI3bIBAS PA3IMUHBIC
MECTHBIC M pacnpoCTpaHsomuecss curuanbl. Eme g0 mocrymieHuss Na* B KIETKy ero
NPUCYTCTBHE B CpEIe MOXET OIIYIIAThCA KICTKOH, KaK M CHW)KCHHE BOJHOTO
MOTEHIIMAIa CHAPYKHU, co3aaBaeMoro u30biTkoMm Na* u CI'.

CHmwKeHHe BOJHOTO TOTeHIMana, Bei3BaHHOE NaCl, mpUBOIUT K YBEIUYCHHUIO
OTTOKA BOJIbI M3 KJICTKW ¥ CHIDKCHHIO TTOTCHIIMAJIA JaBJICHUS U MaJeHuo Typropa (Al et
al., 2023b; Yu et al., 2024). DTi COOBITHS MPHUBOIAT B MEPBYIO OYEPeIb K TeHEPAIUH
pactpoCTpaHSIOMICHCS BOJHBI HM3MEHSIOIIETOCS THAPOCTATHYECKOTO JIaBICHUS —

rujpaBaudeckoro curHana (Zhao et al., 2020), KOTOpBIil SBISETCA CaMbIM OBICTPHIM
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curHajom y pacrenuit (Gorgues et al., 2022). Takxe ymeHbIlIeHHE TOCTYIJICHUS BOABI U
YBEJIMYEHHE €€ OTTOKAa B KJIETKaX KOpPHA caMmo MO ce0e MOXKET ObITh CUTHAJIOM JIJIs
HEKOTOpBIX CTPYKTyp B mobere (Christmann et al., 2013). CHmwxenue mnoTeHIuana
JABJICHUS PUBOJUT K U3MEHEHUIO CBA3BIBAHUS U PACCTOSTHUS MEXKY TUIa3MajIeMMON 1
KJIETOYHOW CTEHKOW M W3MEHEHUIO JaTepalbHOTO HATSHXKEHUS MeMOpaHbl, YTO
OIYIIAE€TCS] MEXaHOYYBCTBUTEIIBHBIMA KAaTHOHHBIMHU KaHajaMH, Hampumep, OelKamu
Mid1-komMrIieMeHTapHOM AKTUBHOCTH (MCA), Oenku, Nno100HbIE
MEXaHOUYYBCTBUTEJIbHBIM HOHHBIM KaHajllaM ¢ Maliod mpoBoaumocTeio (MSL),
nByxmopoBbie kaHaibl ToHomIacta (TPC) u mHAyMpOBaHHBIM THIEPOCMOJISIPHOCTHIO
kanagoMm (OSCA), uto crumynupyer nputok Ca?* B murosons (Choi et al., 2014;
Hamilton et al., 2014; Ma et al., 2022). Ponrs MCA u MSL B oTBeTe Ha 3acojICHHE BCE
emié ocraeTcs 1o BormpocoMm (Stephan et al., 2016), B otimuune or OSCA. B OSCA1.2 y
A. thaliana rupodoOHBIH THHKEP MEKIY IBYMS JIIMHHBIMH [IATO30JIbHBIMH CITUPAJISIMH,
BBICTYTAIONINI B JIMIUIHBIA OUCIION KaK SKOpPb, UIACHTU(PUIIUPOBAH KaK YHUKAIbHBIN
CTPYKTYPHBI KOMIIOHEHT M MOKET CITY>KUTh TaTYUKOM OCMOTHYECcKOTo cTpecca (Liu et
al., 2018b). M3meHeHHe OCMOTHYECKOTO IMOTEHIMAIa OMBIBAIOIIETO KOPHH pPacTBOpa
YyBCTBYETCA Takxke peuentopHoil kuHazo FERONIA, BeposTHO, W3-3a U3MEHEHUS
pPacCTOSIHUS MEXTY KJIETOYHOM cTeHKoM u MemOpanoii (Novakovic et al., 2018), koTopas
nocpenctsoM Manbsix ['Tda3z Rho-cemeiictBa pactenuit (ROP-I'T®a3) aktuBupyer
RBOH wu renepammio ADK (Smokvarska et al., 2021; Smokvarska et al., 2023).
CrenepupoBannbiii RBOH H,0O; moctymaer B kiteTky yepes akBanopunsl (Dutta, 2023),
a 3areM MOXeT akTHBMpoBaTh Ca’'-IpoHMIaeMble KaHalbl, B IEPBYI0 OYEPEb,
anHekcunbl (Laohavisit et al., 2013).

Na* cHapyXu KIETKH OIIylmaeTcs ceHcopamu 3acojieHus. COUHrOIUImUIbI
rivko3uwrHOo3uTONhochopuiepamuasl (GIPC), koTopbie MHUPOKO pacIpoOCTPAHEHHI B
rIa3MaTudecko MemMOpaHe (cocTaBisiOT 10 25% OT BCeX JIMMHUJAOB IJIa3MaJIeMMBI),
CBs3bIBAIOTCS ¢ Na', NpUBOAS K YBEIMYCHUIO MOBEPXHOCTHOTO IMMOTCHIHANA. DTH
COOBITUS IPUBOJAT K AKTUBALMU HEM3BECTHBIX Ca’'-NIpOHMIIaEMBIX KAHAIIOB, BEPOSTHO,
IOTEHIIMAI3aBUCHMBIX HECENEKTHBHBIX KaTHOHHBIX KaHanos (NSCC), u nmputoxy Ca®* B

kiaerky (Jiang et al., 2019; Ismail et al., 2020; Liu et al., 2021). [pyrum cencopom
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3acosieHus BbicTynaeT penentopHas kuHaza FERONIA, koTopast MOKeT BOCHpPUHUMATh
HE TOJIBKO U3MEHEHUS B KIIETOUYHON CTEHKE, BBI3BAHHBIE OCMOTUYECKUM BO3JICHCTBUEM
3aconenus. B kinerounoii crenke Na* konkypupyer ¢ Ca?*, B CI€ICTBHE YEr0 MEHSETCS
CIIIMBKa MNEKTHUHOB. MaJjeKTUHOBBIN TOMEH FERONIA CBSI3BIBACT
JTEMETUIICTEPU(DUIIMPOBAHHYIO TAJTAKTyPOHOBYIO KHCIOTY KJIETOYHOM CTEHKH U
omrymaet n3mMeHeHus 3Tux cmuBok (Rui, Dinneny, 2020). BzaumonetictBue FERONIA -
MEKTUH, M0-BUAUMOMY, CHTHAIIU3UPYET O CTaTyCE KIETOYHOM CTEHKH BHYTPUKIIETOYHO
Takke yepes ¢pyHkuonaasHocTh ROP-I'Tda3 (Feng et al., 2018; Gigli-Bisceglia et al.,
2022). Cxoxum 1o Mexanusmy c¢ FERONIA ceHcopoMm sBIsieTCS KOMIUIEKC
Theseus1/Hercules, akTuBaiusi KOTOPOro TaKke MPUBOIUT K YBEIUUYECHHUIO TTOCTYIUIICHUS
Ca** B muroszoms (Gigli-Bisceglia et al., 2022). M3MeHeHUs CTPYKTYpHl KJIETOYHOM
CTCHKHA MOJKET OIIyIlIaTh Takxke He Tojabko camMa FERONIA, HO UM KOMIUIEKC U3
AKCTEH3UHOB C JeHnuH-0orateiMu moBTOpamu 1 wmm 3/4/5 (LRX1, LRX3/4/5) u
nentuaoB (akropa ObicTporo moxamenaduBanus (RALF) 1 wm 22/23 (RALF1,
RALF22/23) cooTBercTBeHHO: TMOj jaedcTBueM 3acosieHust komruieke LRX-RALF
pacnagaercs, U RALF coenunsercs ¢ FERONIA, nocne ywero FERONIA nogsepraercs
OHOLUTO3Y U B 00pPA30BABIIMXCA MUKPOJIOMEHAX MOXXET aKTHBHPOBATH HEH3BECTHHIC
PETYJIATOPHBIE ITyTH, KOTOPBIE MPUBOIAT K CHUKEHNIO HakoruieHust ADK u yposus ABK,
’KaCMOHOBOM M calMIuiIoBo# kuciaot (Zhao et al., 2018; Liu et al., 2021; Zhao et al.,
2021; Liu et al., 2024). Oro B3ammopeiictBie RALF-FERONIA BbI3bIBacT ObICTpOE
yeenuuenne yposHs Ca?" B umroszone (Liu et al., 2024). TouHbIil MeXaHU3M COOBITHIA,
npoucxoaamux B cieactsue B3aumoneinctBus RALF-FERONIA mnpu 3aconieHnn He
u3BecTteH. M3BectHo, uto B3aumopeictBue FERONIA ¢ RALF33 umu RALF36,
aKTUBHPYEMBIX 3aKHCIICHHEM amoruiacta npu aktuBanuu H'-AT®da3bl 1mia3mManeMMbl
NEenTUAOM, cojaepxamuii cynbdatupoBanabii  THpo3unl, (PSY1), mnpuBogut K
aktuBanuy Ca?*-poOHMIIAEMBIX KAHAJIOB, IIPEAONOKUTEILHO, MEXaHOUYBCTBUTEILHBIX
KAHAJIOB U LIUKJIMYECKUX HYKJICOTH-3aBUCUMBIX KAHAJIOB, U yBeJIM4eHHIo ypoBHs Ca’’ B
uutosone (Gjetting et al., 2020). Yeenuuenne yposus Ca?" npuBoaut k aktusanuu CBL
(kanmpuuitHeBpUH-b MOJT00HBIN 0eJ10K)-B3auMOICHCTBYIOIICH Ca®*-3aBuUcCUMOi

nporeunkuHasbl 24 (CIPK24) u SOS2-nogo6Hoit nporennkuHaszsl S5 (PKSS) (ona xe
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CIPK11), xotopsie ¢ochopunupyer ocratok cepuHa Ser931 C-konma H'™-ATdazsl
mIa3MajieMMbl U TakuM oOpazom unruoupyer e€ (Fuglsang et al., 2007; Li et al., 2022),
B CJIJICTBHE YETO MPOMCXOANT olenaunBanne anormiacta (Gjetting et al., 2020). Taxxe
RALF moeT akTuBHpOBaTh APyTrHe MPOTCHHKIUHA3BI, HAIPUMED, B3aUMOICHCTBYIOIIYIO
C PELENTOPOM CEPUH/TPEOHMHOBYIO MPOTEUHKUHA3Y, W BBI3bIBATH (HOChHOPHINpOBAHUE
JPYTUX aMUHOKUCIOTHBIX 0cTaTkOB H'-AT®a3b1, Hanpumep, aMUHOKHCIIOTHBIH OCTATOK
cepuna Ser899 (Haruta et al., 2015; Gjetting et al., 2020). [TogoOHBIC COOBITHS MOTYT
MPOUCXOAUTH U TIPH 3aCOJCHUU.

OCHOBHBIM TTyTeM TocTyruieHus: Na* B KOpeHb cuHTaroT ero Bxon uepe3 NSCC,
KOTOpbIE JIMOO HE 3aBUCAT OT HANpsDKEHUs, 00 c€1abo 3aBUCAT OT HANpPSLKEHUs
(Demidchik et al., 2002; Chen et al., 2007). [Toctymieare Na* B KIeTKy GUKCHpYeTCs
yepe3 4-5 MUHYT IOCJIE MOSIBJICHUS COJIUM B OKpYy»Karoliel kopeHb cpene (Wegner et al.,
2011). Bxoxg Na' B kJIeTKy BBI3BIBAET Jienoiisipu3aluio miazmaireMmsl (Chen et al., 2007;
Bose et al., 2014; Shabala et al., 2016a; Su et al.,, 2019). 13 nuro3ons Na*
niepexaunBaeTcs 1100 B kcumiieMy u B mooer Na*/H*-antunoprepom ruazmanemmsl SOS1
u katuoHHbIM aHTHnoptépom CHX (Maathuis, 2014) wim B BakyoJsib, YTO
ocymectBisiercss Na*/H*-antunoprepom ronorutacta NHX (Apse, Blumwald, 2007; Ji et
al., 2013; Wegner et al., 2021). Na" 3arpyxaeTcsi U3 KCHJIEMbI B KJICTKH JIUCTa Yepe3
kaHaibel NSCC u u Beicokoaduuubie Tpancnoptépbl K HKT; Na'/H™-antumnopreps
BBIBOIAT Na* M3 IMTO30J1s1 KIIETOK JucTa Bo ¢utosmy (Maathuis, 2014; Hanin et al., 2016).

[ToBenuenHslii ypoBenb Ca?* B LIMTO301€ MOXKET yBEIMYUBaTh ypoBeHbh ADK
nyrém aktuBanuu RBOH (Huh et al., 2010; Li et al., 2021). B xopue Ca?*, mpoxoasmiumii
yepe3 aHHEKCHHBI, KOTOpble OblM akTtuBupoBaHbl H20, (Laohavisit et al., 2013),
aktuBupyeT SOS-nyTh BeiBegeHns Na* u3 knerku. [Ipoxoxaenne Ca?* yepes aHHEKCHH
aKTMBHMPYET COJb-4yBCTBUTENbHBIH Oenok 3 (SOS3) m SOS3-momoGubii  Ca®'-
cBs3piBatouit  Oenok 8  (SCaBPS8), kotopele OTHENstOTCS OT  aHHEKCHHA.
Cepun/TpeonnHoBas nporennkuaaza SOS2 copmectro ¢ SOS3 dhochopunupyer Na*/H™ -
anTunoptep miasmanemMmbl SOS1, cHumMas ero ayroumnruouposanue (Ali et al., 2023a).
Taroke SOS2 moxer yBennuuTh aktuBHOCTH Na*/H*-antunoprepa tonoruiacta (NHX),

KOTOpBIA Takxke sBisgercss ydacTHUKOM SOS-nytu BbiBegeHuss Na“ w3 1uto3051s
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(Yamaguchi et al., 2003). YBenuuenue xonuenTpanuu Ca®" B IINTO30J1€ TAKKE MOKET
croco0cTBOBaTh yBenudeHuto aktuBHocTd SOSI: Ca?* aktuBupyer Oenku 14-3-3,
KOTOpbIe B3aumojecTByloT ¢ PKS5 u penpeccupyior ee, aktuupys H'-ATdazbl
r1a3MaTUyeckod MmeMOpanbl, uyTo yiaydmaer aktuBHocTh SOS1 (Li, Yang, 2023; Ma et
al., 2019). Jlononnurensno Ca?*, nocrynarommii B KIeTKy uepes oTHocsamuecs kK NSCC
MOHHBIE KaHalbl, MOJ00HBIE TiyTamaTHoMy peuentopy (GLR), mMoxer mnoBbimaTh
skcrpeccuro SOS1, SOS2 u SOS3, a Takxke B3auMOACHCTBOBAaThL ¢ OeinkoM 14-3-3, uTo
MOJKET CIIOCOOCTBOBaTh BBIBEACHHMIO Na' M3 IMT03011 U (OPMUPOBAHHIO OTBETA Ha
3acosnenue (Yu et al., 2022).

3acosnenue nocpeactoM Ca?* u aktuBaropa (GpochoMHO3UTON-4-KHHA3ZEI MACCOM
49 xJla (PIK-A49) nossimaer akTUBHOCTH (hocdonHo3uTon-4-kuHaszel (Yang, BOSS,
1994), Omaromapss dyemy ¢dochaTHAMHOZUTON, KOTOPHIM B OOBIYHBIX YCIOBHUAX
uHrnoupyer H'-ATda3zy mmazManeMMsbl, CBSI3bIBasICh C aMHHOKHCIOTHBIM OCTAaTKOM
cepuHa Ser931 wna C-xonine, Qochopunupyercs a0 dochounosuron-4-docdara,
KOTOPBIi cBsi3biBaeTcs ¢ C-koHioM Na'/H*-antunoprepa u aktusupyet ero (Dewald et
al., 2001; Yang et al.,, 2021). YMmenbiienue konudectBa GHochaTuaAMHUHOZUTONA
npuBOAUT K akTuBanuu H'™-ATda3el u MOBBIIEHHIO [HUTO30JbHOTO pH, uTO
MOJIOKUTEBHO CKasbiBaeTcsl Ha aktuBHOCTH SOS1 (Shabala, Yu, 2021). H*-AT®a3y
TIa3MajieMMBI TaK)Ke HAMIPSAMYIO aKTUBHPYIOT IO HEU3BECTHOMY MEXaHH3MY CBOOOTHBIE
HEHACHIINICHHBIE >KUPHBIE KHUCIOTHl (OJIEMHOBAsi KHUCIOTa, JIMHOJIEBAasl KHUCJIOTa U
JIMHOJICHOBAs KHUCJIOTA), KOTOPBIE, BEPOSITHO, 00pa3yIOTCs BCIICACTBUE JA€CTAOMIM3ALIUU
MeMOpaH, yMEHBIIEHHSI THAPATALMH KMPHBIX KMCIOT U BeiTecHus Ca®* B MemOpaHax,
Bei3BaHHOro Na® (Han et al, 2017). IloBsimenue aktuBHocTH H™-AT®da3ml
Ia3MajeMMbl  MHAYIHUPYET PEMoJIIpU3aiio MEeMOpaHHOTO TOTEHIHajda B KOpPHE,
nputok Ca?* uepes aKTMBUPOBAHHbIE KAHAIIBI U IPEAOTBpaINaeT MHAyupoBannyio NaCl
norepro muro3oiabHOro K* uepes K'-kamanbsl HapyxxHoro beinpsmicaus (GORK),
CHW)KAIONIME AaKTUBHOCTh Kacma3omoJ00HBIX (EPMEHTOB | TMPEIOTBPAIIAOIINAC
kiaerounyro rudens (Tracy et al., 2008; Ma et al., 2012; Laohavisit et al., 2013; Shabala,
Yu, 2021). Taxxke npemossipu3anys TOHOIUIACTA, CO3/aBaeMasi BakyoJsipHbiMu H'-

AT®azamu B pesynbrare aktuBanuu SOS-mytH, aktuBupyet TPC (Dindas et al., 2021)



29

1 crocobcTByeT yBenuueHuto yposHa Ca?" B mmrosone (Choi et al., 2014). Takum
00pa3oM, ONHO TNOBbILECHHE ypoBHA Ca®’ MOXKeT IPOBOLUMPOBAThH IIOCIEAYIOIIEE
MOBBIIIICHUE €T0 YPOBHSI.

Takum o0Opa3om, B pe3yibTaTre 3acojCHHS B KOPHE aKTHBUPYETCS TOBBIIIICHHUE
Pa3TUYHBIX CUTHAJIBHBIX MOJIEKYJ U COCTOSTHUH, KOTOPBhIE MOTYT (DYHKITMOHHPOBATH KaK

B OAHHUX CUTHAJIBHBIX IIYTAX, TaK U B ITYTAX C IIPOTHUBOIIOJIOKHBIMHU 3(1)(1)6KTEIMI/I.

1.3.2. PacnpocTpaHsionHecs U3 KOPHS B Mo0er CUIHAJIbI, 3aperucTPHpPOBaHHbIE
NpH 32COJIeHUH

3aconeHue MHAYIUPYET Pa3IMYHbIE CUTHAJBI, UCXOJSAIIUE M3 KOPHS B IOOET.
Cpenn XMMHMYECKUX TJIABHBIX pojib 3aHuMaroT Ca?*-curmansl m A®K-curmansr. Ca®*-
CHUTHAJIBI — 5TO CAMOPACIPOCTPAHAIONIAsACS BOJIHA MOBbIIEeHUs ypoBHs Ca?* B muTo30171¢,
onocpenosanHas Ca?'-poHMIAeMBIMM ~ KaHAJaMHM 3a CYEeT BHEKJIETOYHBIX M
oprase/ubHbIX ncrounukos Ca?* (Choi et al., 2014; Gilroy et al., 2016; Medvedev, 2018).
A®K-curnan — 3to camopacnpoctpanstomascs BoiaHa npoaykiuuun ADOK (H20z, Oze),
onocpenoBannas aktuBanuen RBOH (Gilroy et al., 2016). B kauecTBe XUMHYECKOTO
CUTHaja TakXe BBIACISIIOT CHTHAIMHT  (pochomunuaoB  (dhochaTuauamHa3uTOI
rekcadocdara, docharuammnazuron 4-dochara, docharuaunmHazuton  4,5-
oudocdara, QochaTuaHON KUCIOTHI, AUALMITIHLIEpONUpOPochaTa), 00pa3yeMbIX
paznuuHbiMu (poconunazamu u kuHazamu u3 (pochonnoszurona memoOpan (Munnik,
Testerink, 2009), u cur"an pacnpoCTPaHSIONIETOCs W MECTHOTO wu3MeHeHuss pH
arnoruiacTa, 1UTO30JIsI, BAKYOJId U XJIOPOIUIACTOB, 32 KOTOPHIE OTBETCTBEHHBI TJIaBHBIM
obpazom H*-AT®da3s1 u non/H" -antunoprepsr (Felle, 2001; Raghavendra et al., 2023).

BriensoT Takxke B KaUeCTBE CUTHAJIOB MPHU 3aCOJICHUU DJISKTPUUECKHUE CUTHAIIBI
U PACTIPOCTPAHCHHWE THUAPABIMYECKUX BOJH. OJEKTPUUYECKUH CUTHAI — 93TO
pacrnpocTpansiolieecs U3MEHEeHHe MEeMOpPaHHOTO MOTEHIMada, KOTOPOE MOXKET ObITh
CBA3aHO ¢ u3MeHeHueM ypoBHs Ca?* mmm pa6oroit HY-AT®ass1 mnasmanemmsl (Choi et
al., 2016). 3acoieHre MOXKET BBI3BIBATh MECTHOE M3MEHEHHNE MEMOPAHHOTO TIOTCHITHATIA
npu nocryruiennd Na* B kietky (Monetti et al., 2014; Su et al., 2019). 'uapaBaudeckuii

CUTHAJI — 3TO OBICTPO PacCHpOCTpaHSIONIeeCs HM3MEHECHHE BOIHOTO ITOTEHIIMANIa WIIH
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JIaBJICHUS, BBI3BAHHOE W3MEHEHHEM BOJHOTO HATSDKEHHUS, TYpPrOPHOTO [aBICHHS H
ocMmoTHrueckoro norennuaia (Malone, 1993; Christmann et al., 2013). I'uapaBauueckuii
CUTHAJI WHIYIUPYET W3MEHEHUS BOJHOTO TMOTCHIIMANA, BBI3BIBAEMBIC CHIDKCHHEM
OCMOJISIPHOCTH CHapY XM KJIETOK KOpHs u3-3a u30biTka Na* u Cl” (Zhao et al., 2020). Drot
CUTHAJI SIBJIICTCSI CAMBIM OBICTPHIM JIaTbHOJICUCTBYIOIIUM CHTHAJIOM B PACTCHUSX, €TO
CKOPOCTb ITPEBBIMIACT CKOPOCTH npyrux curHanos (Huber, Bauerle, 2016; Gorgues et al.,
2022). B kauecTBe CUTHAJIBHBIX BEIICCTB MOTYT BBICTYIATh U ()UTOTOPMOHBI, TIIABHYIO
poJib cpean KoTophix mpu 3aconiennu urpaet ABK (Fahad et al., 2015).

Pa3Hple TUIIBI CHTHAIOB MMCIOT Pa3HYIO CTETIICHb PACIPOCTPAHCHHUS M3 KOPHS B
noOer mpu KOPHEBOM 3aCOJICHUU. [ UapaBiIdeCcKuil CUTHAJ paclpoCTpaHsIeTCs B OOET B
nepBble ceKyHIabl-MUHYTHI 3acoieHus (Kholodova et al., 2006), cxoxkell ciocOOHOCTBIO
oomamaer Ca®*-curman (Xiong et al., 2014). Undopmanus npo ADK-curman npu
3aCOJICHUM HEIOCTAaTOYHA, 3TOT CUTHAI OOHAPYKHMBAIM B CYCIIEH3MOHHON KYJBTYpE
kiaerok (Monetti et al., 2014; Formentin et al., 2018) u B modere (Lim et al., 2019).
Tosbko B kopHE 00HapykuBaiK u3MeHeHus pH nuro3ois u anorutacta (Katsuhara et al.,
1997; Gao et al., 2004; Schulte et al., 2006; Rombola-Caldentey et al., 2023) 1 u3mMeHeHne
MemOpanHoro morennuaia (Jayakannan et al., 2013; Shabala et al., 2016a; Su et al.,
2019), yTo HENb3sl CUMTATh PACIPOCTPAHSIONIUMCS CUTHAJIOM, OJHAKO ATHU COOBITHS

MOT'YT OKa3bIBATh BJIMAHUC HA JPYTUC CUTHAJIBHBIC CUCTCMBI.

1.3.3. Mexanu3mbl BJUSIHUS PACTIPOCTPAHSIONINXCHA CUTHAJIOB Ha (poTOCHHTE3

OgHuM U3 BEpOSITHBIX MEXAHM3MOB MOJYJIMPOBAHMS PAaHHUX W3MEHEHUN
doTocHMHTE3a MOXKET MPOUCXOAUTH TOCPEACTBOM HCXOIALIMX M3 KOpHA U
pacmpocTpaHsOIUXCA MO Modery curHayioB. Panee oTmeuanoch, 4TO B peryisiliuu
YCTBUYHOUM MPOBOJAUMOCTH M (POTOCHHTE3a UMEET MECTO B3aUMOICHCTBHE Pa3IMUHbBIX
curHaibHbIX MoJiekya (Liu et al., 2022a).

[MapaBIMYeCcKuii CUTHAI TPHUBOIUT K yBEIMYEHUIO B Me3oduiie yposHs Ca*
nocpenctBoM MSL u, Bepositno, MCA 1 KMHa3bl SKCTEH3WHOTIOIOOHBIX PEIENTOPOB,
Gorareix npomHoM PERK HEKOTOpBIX APYrMX BO3MOXKHBIX KaHalnoB U Bxoxy Ca?* B

kiaeTku Me3oduimta (Christmann et al., 2013; Shabala et al., 2016b). Takxe u3BecTHO, 4TO
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U3MEHEHUS! TYPropHOTO JABJICHUSI, KOTOPbIE BBI3BIBAIOTCS TMAPABINYECKUM CHUTHAJIOM,
Ha OOJIBIIIUX PACCTOSIHUSIX OT MECTa BO3/ICHCTBUS BHI3BIBAIOT YBETUUCHUE KOHIICHTPAIIUU
rIlyTaMmara U JJOKalbHYIO akTuBaluio kaHanoB GLR, uro HaGmro1anoch B OTBET Ha OXKOT,
MEXaHUYECKOE MOBPEXICHUE U THIToocMoTHYeckuii cTpecc (Grenzi et al., 2023).

Ca?* cuuraercsa 0qHON U3 BAKHEHUIINX CUTHAIBHBIX MOJICKYJI, KOTOPas IPHHUMAET
ydacTHe KaK HEMOCPEJACTBEHHO B pPEryisiiuud (OTOCHHTETUYECKHX TIPOIECCOB B
XJIOPOILJIACTE, TaK U B peryisinuu (GoTocuHTe3a nocpeacTBoM noctynHoctu CO; uepes
yCThHIA. XJIOPOILIACTHI — 3TO OPTaHEIIbl PACTCHHUH, B KOTOPBIX COJEPKUTCS BBICOKAS
xonuenTpamusa Ca®* (15 MM), ogHako Gonblnas 9acTh xjopomtactaoro Ca®* casana ¢
OTPHIATENLHO 3apPSKEHHBIMH TUIAKOUIHEIMU MeMOpanaMu unk ¢ Ca?*-cBa3pIBalOIMME
Oenkamu, mosTomy KoHuenTpanus Ca* B ceo6oguol Gopme cocTasiseT okono 150 =M
(Hochmal et al., 2015), yTo mpuMepHO COOTBETCTBYET €0 KOHIIEHTpAIIUU B IIMUTO30J1€
(Stael et al., 2012b). Ca?* moxkeT nocTynars B CTpoMy K3 IUTo301s 9epe3 Ca?*/Tsokensle
metauibl AT®azet HMA 1, manonpoBoisiiue MeXaHOUyBCTBUTENIbHbIE HOHHBIC KaHAJIbI
win GLR (Stael, et al., 2012b; Nomura, Shiina, 2014; Pottosin, Shabala, 2016).

[Moseimenne yposHs Ca®*, B TOM uuciie U BHEKJIETOYHOTO, MOKET OLIYLIAThCS
xj10porIacTHeIM cencopom Ca?* (CAS), pacnonokKeHHbIM Ha TUIAKOMIHON MeMOpaHe
(Li et al., 2022). N-xomeny CAS, comepskammii gomeH cBssbiBanus Ca®, BeposTHO,
PacCIOJIO)KEH Ha CTPOMAJbHON CTOPOHE THJIAKOUIHOW MeMOpaHbl M BOCHPUHUMAET
noseinenue yposHs Ca?* B crpome (Han et al., 2003). OnHuM U3 MEXaHU3MOB aKTUBALIUH
CAS Ttaxxe MoXeT BKJIOYaTh rWcToHMeTwnazy Tuna H4R3sme2 (mns rucrona H4
apruHuH-3 C CUMMETPUYHBIM JTUMETUITUPOBAHUEM ), CBS3BIBAIOIIYIO
aprunnaMmetuntpancdepasy 5/Shkl (CAUIL) (Fu et al., 2013). [loBblmeHHbINH ypPOBEHD
BHekseTounoro Ca®t cHmwkaer accommammio CAUl ¢ npomotopom CAS, dro,
CJIeIOBATEIbHO, YMEHBIIIAET METHJIMPOBAHUE TMCTOHOB XpoMmaTuHa CAS u ycTpaHser
nonasieHue CAS (Fu et al., 2013; Fu et al., 2018; Li et al., 2022). AKTUBUPOBaHHBII
CAS MokeT MHUITMUPOBATh CUTHAIBHBIN IyTh HHO3UTOJI-1,4,5-Tpudocdara (Han et al.,
2003), KOTOPBIii, B CBOIO OYepeab, aKTUBHPYeET Bbixox Ca?* U3 BHyTPEHHMX JIENO KIETKHU
(Tang et al., 2007). Takxxe CAS aktuBupyet renepanuto ADK xnopomnacramu (Li et al.,

2025), 4TO TaK)Ke MOXKET IIPUBOJMTE K yBeanueHuto ypoBus Ca?* B qurosoue.
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OcHoBHasi ponb CAS B CHM)XKEHUM AaKTUBHOCTH (POTOCHMHTE3a — Yy4yacTHe B
dbopmupoBanuu perporpagHoro curHana (Nomura, Shiina, 2014) u B xjopormiacTHON
perymsun 3akpeiTus yeThull (Bai et al., 2022). XnmopormnacTHasi perysiuus 3aKphITHS
YCTBUI] TpeOyeT CHUKEHHUS IyJia IIacTOXUHOHOB, BhIpaboTku H2O2 u NO nuctbsamu u
dochopmmposanus CAS u ceerocobuparormiero komiuiekca II (Wang et al., 2016; Bai et
al., 2022). CAS moxeTt ObITh (hocHoprmmpoBaH M0 AMHHOKHCIIOTHOMY OCTaTKy TPEOHUH-
380, pacnonoxenHnoMy Ha C-koHIle BOJM3M JOMeEHa, mojgooHoro pojanese (Li et al.,
2022), npoTenHKnHa30M, nepexoxasuiei B coctosinue 7, (STN7) npu cnabom ocBelIeHUN
wir 8, (STNS) mpu CUIBHOM OCBELIEHMH, a TaKke HeusBecTHoi Ca®*-3aBHCHMON
npotennkuHazoit (Vainonen et al., 2008; Cutolo et al., 2019; Jonwal et al., 2022).
CooOmanocb, yto STN8 MOXKET HMETb CAUTBHl CBS3bIBAHUS C KaJIbMOAYJIUHOM
(Dell’Aglio et al., 2013), cnenoBaTenbHO, 3Ta KMHA3a MOXKET ObITh 3aBUcuMa oT Ca?*,
STN7 akTuBU3UpYETCsS NPH YPE3MEPHOM CHIKEHMM IyJla IJIACTOXMHOHOB, KOTOPOE
MPOUCXOJUT U3-32 KOPOTKOBOJIHOBOTO (A<650 HM) wusmyudeHus, BO30YKIAIOIIETO
npeumyiiectBenno ®CII (Vener et al., 1997; Jonwal et al., 2022). STN7 Ttakkxe MOKET
dbochonmupupoBaTh cBeTocoOuparmmii  komruieke II, B pe3ynbTaTte dYero ero
B3aumojericteue ¢ OCII ocnabasercs, a cpoacto ¢ OCI yrenmuuaercs (Jonwal et al.,
2022). IIpeanomoxurensao, CAS Bei3biBaeT HakomieHue HoO, u NO B 3aMBIKarommx
KJIETKaX IIOCPEACTBOM AaKTUBAIIMKM, YTO Jajiee 3alyCKaeT YBEIMYCHHE YPOBHS
uuTozonsHOro Ca®* (Zhao et al., 2015; Li et al., 2022), Tak xak H,O, MOXeT NpOHHKATH
U3 XJIOPOIUIACTOB B IIMTO30J1b Yepe3 akBanopuHsl (Mubarakshina-Borisova et al., 2012).
OTH cOOBITHS, KOHEYHOM UTOTE, MPUBOISAT K 3aKPHITHUIO YCTHHUII.

Kpome perynsuuu XJIOpOIJIACTHOTO 3aKPBITUSI YCTHHUI[] TaKXe COOOIIANIOCh O
B3amocBs3n CAS W mMKIMYECKOro TpaHcmopTa djekTpoHoB y Chlamydomonas
reinhardtii: Ca?*-axtuBupoBannbiii CAS B3aumopeiictBoBan ¢ PRGS5 (Genkom
peryisiuud IpoTOHHOTO rpaauenta 5)-noaoOHbM Oenkom 1 (PGRL1) u, BepodarHo, ¢
JIPYTUMU OCJIKaMH, XapaKTePHBIMU JJIS Pa3HBIX CTPECCOPOB, 00pa3yst MyIbTHKOMITICKC,
YTO TOJICPKUBACT IUKIMYECKHN TpaHcropT d3iekTpoHoB (Terashima et al., 2012).
Henocpencreenno Ca?* Takke MOXKET BIUATH HA UKINYECKUH TPAHCHIOPT SIEKTPOHOB:

apyroii ero kommnoneHT — HAJI(®)H-meruaporenasHelii kommiaeke — moxer Ca?*-
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3aBUCUMO  (GOCHOpUITUPOBATHCS, B PE3YJIbTaT€ YEro TAKKE MOJJIEPKUBACTCS
UKJIMYECKUM TpaHcopT AekTpoHoB (Wei et al., 2025).

Ca®* MOXET BIMATH Ha YCTBHYHYIO IPOBOAMMOCTH 6e3 CAS, uTo HasbIBaeTcs
HEXJIOPOIIACTHON PEryisnueil 3aKkpulTus ycThull. Ilpu stoM nytu perynsmuu Ca?t
IOCTYNaeT B 3aMbIKaromue KiaeTkn ycrbunl vepe3 NSCC wu, axktuBusupys Ca®'-
3aBHCHMBIC TPOTEMHKHUHA3Bl, BIMAECT HAa AHUOHHBIE KaHAJIbl MEJICHHOTO Tuma |
(SLAC1), uepe3 KOTOpble MPOUCXOAMUT YTEYKA AHUOHOB M BCIEICTBHE 3TOr0 —
JCTIONIAPU3AIHSI, KOTOPAst MPUBOAUT K OTKphITHIO KaHaioB GORK u yreuke K u3 kinetku
(Lietal., 2021). B utore 3Tu COOBITHS IPUBOJIAT K 3aKPBITHIO YCTHHII.

[oseimenne ypoBHs Ca®" B cTpoMe MOXKET HENOCPEACTBEHHO HETATHBHO
pEeryMpoBaTh aKTUBHOCTH  (¢pykTo3a-1,6-Oucdocdarazer um  cemorenrynosa-1,7-
ouchocdaraser nukina Kanpeuna-bencona (Kreimer et al.,, 1988; Pottosin, Shabala,
2016). Kpome »5Toro, HekoTopele XJopormuiacTHele Oenku MoryT Ca?*-3aBucuMO
(ochopuanupoBaThCA MM MMETH CaiiThl cBs3biBaHus ¢ Ca®’, oqHAKO (yHKIMOHAIbHAS
pouib 3TUX coObITHI Hen3BecTHA. Tak cyobenunuiibl @CI N (Reddy et al., 2002; Stael et
al., 2012a) u H (Lunde et al., 2000) dpocopunupyrorcs Ca?*-3aBucumo, cyobeMHALA
®CII PSBO umeer Ca?*-cpaspiBaromuii caiit (Murray, Barber, 2006), a HAJ*-xunasa,
yuacTBytomass B cuHTe3e HAJID', 3ammre XJIOpOIIaCTOB OT OKHCIUTEIBHOTO
noBpexaeHus u B cuatese xjaopoduina (Hochmal et al., 2015), umeer caiit cBsizbiBaHUS
¢ kanpmoaynuHoM (Dell’Aglio et al., 2013).

Kpome mosbimennst ypoHs Ca?* CHWKEHHE THIPABIMYECKOH IPOBOAMMOCTH
KOpHS ¥ mo0era MoXeT IPUBOJUTH K MoBbleHH0 YpoBHS ADK B nurozone 3a cuér
uHrnoupoBanusa akpanopuHoB (Gilroy et al., 2016). ADK npuBoAsST K MOBBIIICHUIO
cunte3a ABK, xoropas yepe3 AT®-conepxkamme kaccetHsle TpaHcnoprepsl ABCG
(Kuromori, Shinozaki, 2010) moctymaeT B 3aMbIKaIOIIME KJICTKH YCThUIA U
BOCIIPUHUMAETCSl  peuentopamu ycrohyuBoctd Kk nupoOaktuHy (PYR)/PYRI-
nonooHbeIMU (PYL)/perynstopasiMu komnonenTamu perenrropoB ABK (RCAR) (Liu et
al.,, 2022a). Kpome 53TOro, B KOpHSIX B OTBET Ha JACOHUIMT BOJbI, BBI3BAHHBIN
OCMOTHYECKUM Bo3aeicTBueM, cunresupyerca nentus CLAVATA3/okpyxkaromas

amOpuoH obnacts 25 (CLE2S5), KOTOpBI TpaHCHOPTUPYETCS B 3aMBIKAIONINE KIIETKH,
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cnocobctBys cuHTesy ABK (Liu et al., 2022a). Penentopest PYR/PYL/RCAR
MHaKTUBUPYIOT (ocdorasy 2C, B pe3ylbTare 4ero akTUBHPYETCS MPOTEUHKUHA3A,
cBs3aHHas ¢ caxaposzoHedepmentupyronum Oemkom 1 (SNF1) (Singh et al., 2017),
KoTopas dochopuiimpyer NpoTeuHKHHa3y OTKpbIToro ycrbuiia 1 OST1 u nmocpeacTBom
sTOro BbI3bIBaeT MpuTok APK uepes akBanopunsl (Groszmann et al., 2017; Sharipova et
al., 2022). A®K B 3aMBbIKaIOIMX KIETKaX NMPUBOIMT K yBeJIMueHHI0 ypoBHs Ca?*, B
pesyabTare yero npoucxoaut aktupanus SLAC1 u GORK u 3akpeiTie ycrbuir (Singh et
al., 2017; Liu et al., 2022a). Ina ADK Taxxke BBIABUTAIOCH IPEIIOIIOKCHHUE O
BO3MOXKHOM TMPSAMOM KOHTPOJUPOBAHUM HUMH IMOTOKOB HOHOB 4Yepe3 THIIAKOUIHYIO
MeMOpaHy, YTO MOXET BIHMITh Ha akTUBHOCTH (hoTocuHTe3a (Pottosin, Shabala, 2016).

Hpyroin myTtb, ¢ mnomombio KoTtoporo A®K moryr BiIuATh Ha aKTHBHOCTH
dboToCHUHTE3a, — ITO CHUCTEMA THUOJI-IUCYIbGUIHOTO OOMEHA, KOTOpas MCIOJb3yeTcs,
HaIpUMep, I KOOpIUHAIMK cKopocTel oopazoBanus HAJI®™ u AT® co ckopocTsamu
WX  HUCHOJB30BaHUs TpU  (OTOCUHTETUYECKOM YCBOCHUHM  yrjiepoja  4Yepes
nocpeaaudectBo THopeaokcuHoB (Foyer, 2018). H,0,, kpome 3TOro, crnocoOCTByeT
CYKIMHWIMPOBAHUIO U allETUIIMPOBAHUIO HEKOTOPBIX OEJIKOB, B TOM YHUCJIE U OOJBIION 1
manoir cyowenunul, PybucKO, omgHako QyHKIIMOHAJIBHBIE TOCIEACTBUS ITUX
Moaudukanuii HemzBecTHbI (Zhou et al., 2018).

PacnpocTtpansitoiyecst dIeKTpUUECKrEe MTOTEHIIUAIBI TaK)Ke CIIOCOOHBI BIUATH HA
akTuBHOCTH (porocuuTe3a (Sukhova, Sukhov, 2021). [Torennuan neiictBusi (ObicTpas
MMITyJIbCHAs JENOIsIpu3anys, Bei3biBaeMas notokamu K, Ca?* u Cl) u BapuaGenbHbIi
noTeHran (MeIeHHas BOJIHA JCTIOIAPHU3aIiK, BeI3BaHHas nHaKkTHBarue H -AT®da3b1
U1a3MajeMMBbI) CIIOCOOHBI BBI3bIBATh Takue u3MeHenus (Szechynska-Hebda et al., 2017).
Ecnu moteHnumansl JEUCTBHMS MOTYT BIMSATH Ha AKTUBHOCTH (POTOCHHTE3a MMyTEM
yBenuuenust yposHs Ca®* m cHmwxkenus yposHs K', BiusHME KOTOPBIX OBLIO OIHCAHO
BBIIIIE, TO BapualesibHbIC MOTEHIIUAIBI MOTYT BIMATH MOCPEACTBOM CHWXKeHus pH
IIUTO30/1s1 u3-3a nojasieHuss H-AT®a3wr (Sukhov et al., 2013; Sukhov et al., 2014).

3aKuCICHUE IUTO30JI1 MOJXKET MPHUBOJAWTh K WHTHOMPOBAHUIO ITUTO30JIbHOMN
KapOoaHruapasbl, 3aBUCUMON OT pH u wurparomeil BaKHYIO poOJib B IPOBOJUMOCTH

meszodmna 1y COz, u3-3a 4ero CHMXAeTcsl akTUBHOCTH (pepMeHTOB 1ukia KaapBruHa-
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bencona; Takxke cHmwkenue accumMuwisiuu CO; HEraTUBHO BIMAET Ha TPaHCHOPT
9JIEKTPOHOB, YTO IPUBOIUT K cHIKeHuI0 Dpgy (Grams et al., 2009; Pavlovic et al., 2011).
3aKHCIACHHE IUTO30JII MOXET BIHATh Ha TpaHcmopT HAJI™ OenxoM-mepeHOCYHKOM
nykieotunoB NDT1 B xnoporuiactel (Palmieri et al., 2009). HAJI®" HeoOxoaum jist
¢ynkmonupoBanus OCI u cunresa ATD, a cHUKEHHE €TO COJEep:KaHUs MPUBOJIUT K
uHrnouposanuio porocunresa (Hashida, Kawai-Yamada, 2019). Hemocratok HA/I' B
XJIOPOILJIACTaX MOYKET BbI3bIBATH BBHIPAOOTKY TJIMKOJbAJIbACTUId, HHTUOUTOPA MHOTHX
depmentoB nukia KanmeBuaa-bencona (Takahashi, Murata, 2005; Mano et al., 2009).

Cumxkenne aktTuBHOCTH H'-AT®a3bl Takke CONMPOBOXKIACTCS 3allle/lauiBaHUEM
armoruiacta, oT 4ero mMoxet 3aBucetb accummwisanus CO; (LlepctueBa u ap., 2015).
3amenaynBaHye aroIuIacTa CHIKAET OKHCIHUTEILHO-BOCCTAHOBHUTEIIBHBIN MOTCHITHA,
uTo ocnabnser nepenady curaana A®K u Ca?* o sdpdexropos (Zhou et al., 2025) u
MOBHIIIAET aKTUBHOCTH ackopOaTokcuaasel (Karpinska et al., 2018), a Takyke usmeHnser
aKTUBHOCTH arnoriacTHoi nuaBeprasbl (Chikov, Akhtyamova, 2019) u moBsIiiaetT CMHTE3
(Geilfus et al., 2021) u xomnaptmentanuzanuio ABK (Wilkinson, Davies, 2008), uro
MO>KET BJIUSTHh HA aKTUBHOCTH (DOTOCHHTE3A.

['enepanust 1 pacmpocTpaHeHHUE BapuaOEIbHOTO TMOTEHIMAala COMPOBOXKIACTCS
W3MCHCHUEM THIPABINYCCKOTO JaBJICHUS, B PE3yIbTaTe YETO YBEIMYUBACTCS YPOBEHB
ABK ¥ %acMOHOBOM KMCJIOTBI, UTO MMPUBOJUT K 3aKPBITHIO YCTHUIL U MTAJICHUIO CKOPOCTH
accummisiiuu CO; (Hlavackova et al., 2006). Takke kacCMOHOBBIE KUCIIOTHI HATPSMYIO
MHTUOUPYIOT KapOokcuiazHyro akTUBHOCTh PybucKO u cHMKaOT cnocoOHOCTH K
pereHeparu pudy030-1,5-6ucdocdara (Popova et al., 1988; Metodiev et al., 1996).

Takum 00pa3oM, CyIIECTBYIOT TMOTEHIMAIbHBIE MYTH BIUSHUS HEKOTOPBIX
pactpoCTpaHSIOMIUXCSA CHUTHAJIOB HAa aKTUBHOCTH (oTocuHTe3a. [lpm 3acosieHun
PETUCTPUPYIOTCS  PACTIPOCTPSHSIONIUECS CUTHAIBI, KOTOPhIE MOTYT BJIUSATH Ha
aKTUBHOCTH (DOTOCHHTE3a, OJTHAKO IKCIIEPUMEHTAIBHBIC CCIICIOBAHMS, IOKA3bIBAIOIITUE

HJIA OITPOBCPraromuc 3T0, OTCYTCTBYIOT.
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I'IABA 2. MATEPHUAJIBI U METO/bI
2.1. O0BEeKTHBI uccae10BaAHUuSA

OOBEKTOM UCCIIEIOBAHUS BBICTYNAIM pacTeHus kaproders (Solanum tuberosum
L.) copra HeBckuii. Copt HeBckuit — 3T0 cpeiHEpaHHUN COPT CTOJIOBOTO Ha3HAYEHMUS,
KOTOphIi ObLI BeiBeieH CeBepo-3anagnsiMm HUMCX. Bo B3pociioM COCTOSIHUM — HUBKHE
CHUJIBHOBETBUCTHIE KyCTHl. OOamaeT yCTOWYMBOCTBIO K (PUTOPTOPO3Y, BHUPYCHBIM
0oJe3HsIM, napiie 0ObIKHOBEHHOM, paky kapTodens. [IpennasHauen A BO3eIbIBAHUS
B Heuepnoszembe Poccnu (JlykaTkun u np., 2005).

Pactenuss Bo3pactoM 4 Henelu, BBIpAIICHHbIE HA MNHUTATENbHOU cpeae MS B
YCIOBUSIX In Vitro, aganTUpoBadud B TeueHWe | Hejenu B OaHKaX, HAIMOJTHEHHBIX
ctangapTHeiM pactBopoM (1 MM NaCl, 0,1 MM CaCly, 0,1 mM KCl) (lutuenko u ap.,
2002), n 1100 WX UCIOIH30BAIU B SKCIEPUMEHTAX C OMBIBAIOIIUMH KOPHU PacTBOPOM
(manmee — MUKpOpacTeHus), JIMOO MX MEpPECaXUBAIM B TOPIIKK pazMepoM 9x9x10 cm ¢
rpyatomM, coaepxkammm 220 mr/m NH4"NOs, 200 mr/m P,0s, 250 mr/n KyO wu ¢
coaepkanuem Na* 20 mmoiw/Kr cyxoro Beca, pH 5,5-6,5, ¢ moauBom pa3 B 3 mHs AJis
noiyuyeHust kiyoHed. KiiyOHUM BbICAXKHMBaIuM B TPYHT JJIsI TOJYYEHUS JIOHOPHBIX
pacTeHull, BbIpamuBaeMbix 4-5 Hemenb. C TOHOPHBIX pacTEeHUM cpe3anu molOeru ¢
YEThIPbMS JIATePaJIbHBIMUA U OJTHOM aluKaIbHOM MOYKAMH, COJIEpXKAIU B CTaHAAPTHOM
pacTBOpe B TEUEHUE OJHOM HeAeH 10 00pa30oBaHUs KOPHEW U MepecakruBajiu B IPYHT, B
KOTOPOM BbIpamuBaiu eni€ 2 Henenu. Pacrenus BoipamuBaiu npu tremneparype 24°C u
ocBeleHun JroMuHeceHTHbIMU JlamniaMu (OSRAM, ©PTI) ¢ poTtonepuoaom 16/8 yacos

CBET/TEMHOTA U HHTEHCUBHOCTBLIO OCB@HIéHHOCTI/I 60 MKMOJ’H)/MZC.

2.2. MeToabl HCCJIeI0BAHUSA
2.2.1. I'eneTnueckasi Tpancopmanus pacreHuii kaprodess
Pactrenust kaprodens, Hecymue rensl pH-uyBcTBUTENbHOrOo ceHcopa Pt-GFP,
Ca?*-uyBcTBuTensHoro cencopa Casel2 umm H,O,-uyBcTBUTEnBEHOTO ceHcopa HyPer7,
NoJlydyald METOJOM TEHETHYEeCKOW TpaHCchopMamuu C TMOMOIIBI0 arpodakTepuii
(Agrobacterium tumefaciens). dakT BcTaBKH II€JIEBBIX T€HOB MOATBEPKIATH C TOMOIIBIO

meroma IIIIP u snexrpodope3a B arapo3znom rene mnonaydeHHbIX [IL[P-mpomykTos.
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TpanchopMaHThl aHaTU3UPOBAJIM HA KOH(POKAJIHLHOM JIa3€pPHOM CKAHUPYIOUIEM

mukpockorne LSM710 (Carl Zeiss, ®PT).

2.2.1.1. YcaoBusi KyJbTHBHPOBaHUsI iN Vitro
MuKkpoKJIOHAIbHOE PA3MHOXKEHHE U T€HETHUECKYIO TpaHCchopMaluio KapTodens
npoBOAMIHN Ha cpee MS ¢ MmoauuimpoBaHHbIM cocTaBoM (Tabd. 1).
Taobmuna 1

[Tpomuck mUTaTeIBLHON cpelibl Ha ocHOBe cpeabl MS (Murasnige, Skoog, 1962)

Komrmonent KonunyecTBo BelecTBa, Mr/i
NH4NO3 1650
MgSQO,-7H,0 370
KH,PO, 170
KNO3 1900
CaCl, 330
H3BO;3 6,200
CuS0O4-5H,0 0,025
NazMOO4'2H20 0,250
ZnS04-7H,0 8,600
Kl 0,830
MnSQO,4-5H,0 22,300
CoCl,-6H,0 0,025
FGSO4‘7H20 27,550
OtwienauaMuHTeTpaykcycHas kuciora (OTA) 37,250
Caxapo3sa 30000
Arap 6500
Me301HO3UT 100
Tuamun 0,500
HukoTtrHoBas kuciiora 0,500
[Tupuaoxkcuu 0,500
I'manun 2

MUKpOKIIOHAJIbHOE Pa3MHOKEHHUE MPOBOAMIA YEPEHKOBAHUEM, YYACTKH CTEOIen
cakaJii B cpely MS B CTEKJISIHHBIX TPOOUpKaX.

[Ipu npoBenennn arpo0akTepraIbHON TpaHcHopMaUU UCTIONB30BAIN CPENY AJIs
WHIYKITUM OpraHorenesa — cpeny MS ¢ puroropmonamu 6-0ensmnamunonyput (6-bBAIT)
(3 mr/m) u YK (0,5 mr/m).

Pactenus  kynpTuBHpoBaM npu  Temmeparype 24°C W OCBEUIEHUU
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moMmuHeclieHTHbIME  Jamriamu  (OSRAM, ®PI) ¢  dortonepuonom 16/8 yacos

CBET/TEMHOTA U HHTCHCUBHOCTBLIO OCBGHIéHHOCTI/I 60 MKMOJII)/MZC.

2.2.1.2. ArpodakTepuajibHas Tpanchopmanus kaprodest

Jnsg  reHeTnyeckod TpaHcpopmanuu KapTodens HUCHOIb30BAIH  HITAMM
arpoOaktepuit AGLO, necymuit B cinyuae reHa Pt-GFP mmasmuny pART27-ptGFP
(NanoLight Technology, CIIIA) ¢ reHamu ycToMuMBOCTH K KaHamunuHy nptll B T-
peruoHe M yCTOMYMBOCTH K criekTuHoMuIIMHY aadA BHe T-pernona, B ciyuae HyPer7 —
wiazmuy pART27-HyPer7 (NanoLight Technology, CIIIA; EBporen, Poccusi) ¢ renamu
nptll u aadA, pacnonokeHHbIMU TaM ke, U B cirydae reHa Casel2 — OMHApHBIN BEKTOP
PH7WG2-Casel2 (Invitrogen, CIIIA; EBporen, Poccus), comepkammii Takke TeH
ycronunBoctd K rturpomuimHy B Hyg B T-pernone um reH yCTOWYMBOCTH K
CTPENTOMULIMHY U CIIEKTUHOMHLIMHY BHE T-permona. I'enst Pt-GFP, HyPer7 u Casel2
HAXOJIWJIMCh TIOJT TPOMOTOPaMHU MPOMOTOpa Bupyca Tabaunoit Mmozauku CaMV 35S.

ArpobakTepun pa3zMHOXKAJIM METOJIOM IITpUXa HA TBEPJON MUTATENBHOU cpeje,
conepxkamen 10 r/n menrona, 10 r/n apoxxeit, S r/a NaCl u 15 r/n arapa. Ilepen
reHeTHYeCKo TpaHchopmalmeilt kapTodens aenaid HOYHYIO0 KYJIbTypy arpoOaKTepHii:
BbICEBANIM OAKTEpHUM C TBEPAOW NMUTATENBHOW Cpelbl B 0€3arapo3Hylo Cpeiy TOro ke
COCTaBa, CoJiepkKallyro AonoHuTeNbHO 100 Mr/n pudamMnuuud sl CeIEKIMU TOJIBKO
arpo6aktepuii 1 100 Mr/m CHEKTHHOMMIIMHA IS CEJICKIIMH TOJIbKO arpoOakTepHid,
Hecymux miaasmuabl pART27 wim pH7WG2, n noMeman B opOUTaNbHBIN HIeKep
Innova 40 (New Brunswick Scientific, CIIIA) co ckopocTsto BparieHus 250 060poToB B
MUHYTY Ha 14-16 yacoB 10 AOCTWXKEHHUS ONTUYECKOW MyTHOCTH 2,8 Mk®d, uto ObLIO
U3MepeHo ¢ nomouisio qeHcunomerpa DEN-1 (Biosan, JlatBus).

[Tomy4yeHHyt0 arpobakTepuaIbHyI0 CyCIIEH3UIO HAHOCWIIA Ha CPEeIy JIsl MHIYKITAN
opraHoreHesa B yamkax [lerpu MeTo1oM GakTepranibHOrO ra30Ha M KIIAIW SKCIUIAHThI —
CErMEeHTHI cTe0JIs1 pazmepoM 3-5 MM 6e3 mouek. Yaiku ¢ dKCIJIaHTaMHy TTOMENain Ha 2
JHA B TEMHOTY Iipu Temnepatype 24°C. 3atem 3KCIUIaHThI IEpEcaXKUBAIIA HA CPEAY s
WHIYKIIMU OpraHOTeHe3a, COJIEPKAIYIO IONOJIHUTEIbHO aHTUOMOTHUKH: CEJIEKTUBHBIN —

100 mr/n kanamuruH (B cirydae renoB Pt-GFP u Hyper7) unu 20 mr/n rurpomuniva B (B
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cinyyae Casel2) v 3IMMUHUPYIOIIUN — YepeAyIoIIuecs ¢ Kaxaou nepecaakoi 600 mr/i
AmoxkcukiaB (Sandoz, d.d., Cnosenust) u 600 mr/n Tumentun (HiMedia, Uunus).
DKCIJIaHTHI TIepeca)KMBaJi Ha Cpely yKazaHHOTo coctaBa 1 pa3 B Hegento. [lepBrie 4
HEJICJIM DKCIUIAHTHI COJEPXKalld B TEMHOTE, 3aTEM KYJIbTHUBUPOBAIA B CTAaHJIAPTHBIX

ycioBusX. [lonmydeHHbIe pereHepanThl NepecaKuBalid B MPOOUPKHU €O cpeoil MS.

2.2.1.3. MoJjieKyJsIpHO-TeHeTHYEeCKM aHAJIN3 JIJIS1 IOATBEPKACHUSA BCTABKH I'eHAa
[Tepen mposenenuem [P Beinensmu JJHK meTogom 3amMopakBaHUs-OTTAMBAHUS
U3 JIUCTHEB MPEANOJIOKUTEILHO TpaHCTeHHbIX pacTtenuid (Fulton et al., 1995). 100-200
MT JIUCTHEB PACTUPAIIU UX IO OJTHOPOJHOTO COCTOSIHHS C MTOMOIIIBIO TTecTuka B 750 MK
peaktuBa MicroPrep Buffer must Beigenenust pacturensroit JJHK m BerpsixuBanm Ha
opoutanbHoM 1rerikepe MS 3 basic (IKA, ®PI'). Peaktus MicroPrep Buffer cmemmBanu
u3 peakTuBOB 5% N-nmaypuicapko3uH HaTpueBas cojb, Oydepa mis BoigeneHus JJHK
(0,35 M copburoi, 0,1 M Tpuc(ruapokcumetii)amuaomeran (Tpuc), 0,05 M DJITA,
pH=7,5) u O6ydepa s musuca sinep (2 M NaCl, 0,2 M Tpuc, 0,05 M D/ITA, 0,055 M
HETWITPUMETHIIaMMOHMI Opomua, pH=7,5) B cootHomenuu 1:2,5:2,5. Jlanee nmpoOupku
WHKYOUpOBaJId Ha BOAsTHOM OaHe 45 munyT ripu +65°C. B npobupku qodasisiu 700 M
xjopodopMa, BCTpSAXMBAIM HA OPOUTATHLHOM IIEHKEpe M MEHTPpU(PYrUpoBaId B
nerrpudyre MiniSpin Plus (Eppendorf, ®PT") 5 munyt npu 10000 060pOTOB B MUHYTY.
Hanee otoupanu 500 Mk BepxHel BOIHOHN (ha3bl B HOBYIO MPOoOUpPKY, gobarmsim 330
MKJI M30MponaHoia u ueHtpudgyrupopand 5 munyt npu 10000 060poTOB B MUHYTY.
CynepHaTaHT ciauBaiM, ocaJiok B mpoOupkax mpombiBasid 500 mxn 80% 3THIOBOTO
CIUpTa ¥ CHOBAa MPOBOJIWIM LEHTPU(DYTHUPOBAHUE MpU TeX ke ycuoBusix. Ocaaok
BBICYIIMBAJIA B TepmocTate npu +37°C, nodasmnsuin 30 MK JEMOHU3UPOBAHHOM BOJIbI
(mQ) u mpwmBaiu o 1 mxir PHKa3e1. Cmecu nakyouposanu 30 munyt mipu +37°C.
[Tonyuennsle cmecu mnpoBepsuin Ha Hamumuue JIHK ¢ momomipro KameiabHOro
onHoaydeBoro crnektpodoromerpa NanoVue Plus (GE, CIIIA). Peakuunonnsie cmecu
TOTOBIJIM Ha JCOMHU3MPOBAHHOUN Boje ¢ moOaBieHune 5X cmecu s TP ScreenMix
(EBpores, Poccus), coaepxKalen Taq JAHK-nonumepa3sy, CMECh

nesokcunykneosuarpudocdaros, Mg?*, peakumoHnblii Oydep M KpacHTENb IS
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HAHCCCHMSI TIPU MTPOBEICHUS IJIEKTPO(POPETHUECKOrO aHaIu3a, U 25X CMECH IpaiMepoB
(EBporen, Poccust). CoctaB mpaiiMepoB mnpecTaBiieH B TaOauIe 2.
Tabmuma 2

[Iparimeps! uccnenyembix reHoB aiis [P

I'en JlnuHa 11e71eBoro [Tpatimepsl (5°-37)
aMIUTMKOHA, T1.H.
Pt-GFP 464 pSIMOH ATGAACCGCAACGTGCTGAA
oOpaTHBIT TACACCAGATCCACTTCGCC
Casel? 1044 IPSIMO AGGTCACGCAGTCAGAGCTA
0OpaTHBIN ACTCGGAATGCCTCACGGAT
HyPer7 998 IPSIMOi AGGAGTTGGATGCCGTTAGC
0oOpaTHBIM CAGCATGTGGTCGTTTTCGG

Jus TILP wucnonb3oBaidd B KadecTBe MNpoO JIEMOHU3MPOBAHHYIO BOJY Kak
OTpHUIIATEIbHBIN KOHTPOJIb, Ia3Muay pART27-ptGFP, pART27-HyPer7 nau pH7/WG2-
Casel2 kak INOJOXUTENbHBIM KOHTPOJIb Ha HAJIM4YME HMCKOMOIO T€Ha, KOHTPOJIb Ha
OTCYTCTBHE I'€Ha B pacTeHUU (HEeTpaHCPOPMUPOBAHHOE pacTeHue copta HeBckwuil) u
ONBITHBIE TPOOBI MPEANOJOKUTENBHO TpaHCHOpPMUPOBAHHBIX pacTeHuid. [ILIP
npoBown B amiiudukarope C1000™ Thermal Cycler (Bio-Rad, CIIIA). [Tporpamma
[TLP ns pa3nuyuHbIX T€HOB yKa3aHa B Ta0auIe 3.

Tabnuua 3

VYcnosus nposenenus [P (Temnepatypa, °C; Bpewms, c; KonnuecTBo HUKIIOB)

Ortan Pt-GFP Casel? HyPer7
Harpes +95; 180; 1 +95; 300; 1 +94; 120; 1
Jlenatyparus +95: 60; 28 +95: 60; 28 +94: 40:; 25
Omxur npaitMepos +55: 30; 28 +60; 60; 28 +60; 40; 25
DnoHranus +72; 60; 28 +72; 60; 28 +72; 120; 25
JlocTpoiika KOHIIOB +72;450; 1 +72; 300; 1 +72; 300; 1
Oxiaxnenue +12 +12 +12

[To okonuanuum peakiuu npoBoawiau snekrpodope3 IIP-mpoxykroB B 1%
arapo3HoM Telie Ha ocHOBe Tpuc-aneratHoro oydepa (0,8 MM Tpuc, 0,02 MM D/ITA,
0,624 MM nensiHas ykCycHas Kuciota), cogepkaiiem 0,5 Mxr/mi atuaus Opomuaa. [11[P-

MNPOAYKTBI B TICJIC ACTCKTHPOBAIN C IMOMOIIBIO FGJ’II)I[OKYMGHTHPYIOIHCFI CHCTCMBI
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Quantum-ST4-3020/WL/LC/20M (Vilber Lourmat, ®panmus), a wu300paKkeHUs

nosydanu B nporpamme Quantum-Capt (Vilber Lourmat, ®panius).

2.2.1.4. CLSM pJis1 npoBepKH TPAHC(POPMAHTOB
QIIyOpeClIEHTHbIE  U300pAKEHHUST  KJIETOK TpPaHC(OPMAHTOB M CHEKTPHI
¢ryopecieHIIN CEHCOPOB B paCTEHUH MOJIYYalld ¢ IOMOIIBIO JIA3EPHOU CKaHUPYIOIICH
cucteMbl LSM710 (Carl Zeiss, ®PI') npu 06:1ydeHun KIETOK Jla3epaMu ¢ JJIMHAMU BOJIH
405 u 488 um mia Pt-GFP u HyPer7 wnu 488 um qis Casel2 ¢ moMonipio 00beKTHBA
Plan-Apochromat 20x/0.5 wmu Plan-Neofluar 10x/0.3. ®ayopecleHIMI0 CEHCOPOB
npuHUManu B juanasone 505-525 uMm. M300pakeHus oOpabaThiBaiM € IMOMOIIBIO

nporpammHoro ooecneyenus Zen 2.1 (Carl Zeiss, ©PT).

2.2.2. Crumyasinus

B Tteuenue wuccienoBaHus ObUIO MPOBENEHO HECKOJIBKO THIIOB CTUMYJIALIUNA
curHajioB. Jlis TpoBepku pabOThl CEHCOpPOB B TpaHCHOPMAHTaX MPOBOJWIN
CTUMYJISLIMIO JINCTA JIs1 IPOBEPKH MECTHBIX U PACTIPOCTPAHSIONINXCS CUTHAIOB U KOPHS
JUIs TIPOBEPKH CUTHaJIa B HeM. JlokanpHasi CTUMYJSIIIUS JUCTa Oblla MPOBENCHA B
HECKOJIbKMX BapUaHTax:
1. AObakcuanbHasi CTOpOHA JIMCTa MEePUOIMYEcKu oxJaxaanack (mo 16,4, 9.4, 49 u
3°C B TeueHHE 2 MUHYT JUIsl KaXJOr0 BapHaHTa C MEPUOJUYHOCTHIO 5 MUHYT) WIIU
HarpeBanach (1o 34,7, 42,9, 50,7 u 59,1°C B TedueHue 2 MUHYT JJIs1 K&KJIOTO BapUaHTa C
MEPUOANYHOCTHIO 5 MUHYT) C HOMOIIbIO AemeHTa [lenbThe;
2. Otnenénnbie UCThs oxaaxaanu 10 9,4 °C B TeueHue 3 MUHYT, a 3aTeM 4depes3 7
MUHYT Harpesayii 10 42,9 °C B TeueHue 3 MUHYT C TOMOIIBIO deMeHTa llenbThe;
3. KoHuMK nHCTa MIOmansio 1 cM? HarpeBaaM KepaMUYECKUM HArpeBaTENbHBIM
AJIEMEHTOM B TEUEHHE YETBIPEX MUHYT 110 +52°C;
4. JIuct mromaneio 0,5-1 cM? mogBEprancs 03Kory OTKPBITBIM IJIAMEHEM;
5. Jlucr mnomaneio 0,5-1 cm? mogseprancs obpaborke pactsopom 10% H,0, n
0,05% MoauduumpoBanHoro rentameTuiTpucuiokcana (Cunbser 408) win pacTBOpoM

0,05% Cunbeet 408 B KauecTBE KOHTPOJIS;
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Temnepatypy npu HarpeBaHUM WIH OXJKJIEHUU KOHTPOJIUPOBAIU C MOMOUIBIO
tepmoumMukepa Testo 885 (Testo, ®PI'), momyuenHsie n3o0paxkeHus: 00padaThIBaIM B
nporpamme IRSoft (Testo, OPI).

Ctumynsinus KOpHS Uil TPOBEPKH pabOThl CEHCOPOB B TpaHCHOpMAaHTAX
IIPOBOJMJIACH C TOMOIIBIO pacTBOpoB HoHOodopa 500 mxM a23187 (Sigma-Aldrich,
CIIA) B crangapTHOM pactBope, AorostHeHHOM 5 MM CaClsy, 10% H,0; ninun naaykTOpa
A®K 1 MM napakpara (Sigma-Aldrich, CIIIA) B cTaHZapTHOM pacTBOpE; KOHTPOJIEM
BbICTynana 00paboTKa CTaHIaPTHBIM PACTBOPOM.

3aconeHue cuMynnpoBaiu 00paboTkoil pactBopoM NaCl. B skcnepumenTax c
pa3BuThiMH pacTteHussMu B ropiok npuiuBaiu 100 miu 400 MM NaCl no comepxanus
Na* 150 MmMomb/KT cyXoro Beca. B skcriepuMeHTax ¢ MUKpOPACTEHUSMU UCTIOIH30BaJIH
pactBop 100 u 200 MM NaCl, a a1 npoBepku posi Na* ¥ OCMOTHYECKOTO KOMITOHEHTA
3aconenuss — 200 MM KCl u 400 MM copOuTosia COOTBETCTBEHHO, 3THU PaCTBOPHI

00Ja1at0T TOM K€ OCMOJISIPHOCTHIO, uTO U pacTtBop 200 MM NaCl.

2.2.3. U3mepenue pOTOCHHTETHYECKOH AKTUBHOCTH
AKTHUBHOCTh (DOTOCHHTE3a OMNpPEAENSIM C TMOMOILBIO PETUCTPALUU JUHAMUKU
bayopecueniuu xjopodumia dorocuctemsl Il Ha ycranoBkax IMAGING-PAM M-
Series (Heinz Walz GmbH, ®PT") u PlantExplorerPro+ (PhenoVation, Hunepianmsr).
beum  um3mepensl mapameTpbl  Fu/Fn, ®psy u NPQ, KOTOpbIE pPacCUMTHIBAIHCH
BCTPOCHHBIM ITPOrPaMMHBIM oOecnieueHueM 1o ¢popmyiam (Maxwell, Johnson, 2000):
FuFm= (Fm - l:"0)/|:m,
rane Fo — munumanbHas diayopecieHIms xjiopoduiia B aIanTUPOBAHHOM K TEMHOTE
COCTOSIHUHU, Fry — MakcuMasnbHbIN BbIX0 (piryopecueHnu XJ1opoduiiia;
@psii = (Fn” — F)/ Fu’,
rne F u Fy’ — Tekymmii u MakcuMamnbHBINM BBIXOA (piryopecueHuuu xJjopoduia B
YCIIOBUSIX OCBELICHUS;
NPQ = (Fm— Fn’)/Frw’.
Ilepenq wu3MepeHueM MapaMeTpOB AKTHUBHOCTH (HOTOCHHTE3a HA YCTaHOBKE

IMAGING-PAM M-Series pactenust agantupoBaiu B TeMHOTe 30 MUHYT, Ha YCTAHOBKE
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PlantExplorerPro+ — 15 munHyT. 3aTeM HCIIOJB30BaIN OCNIbI aKTHHUYHBIA CBET IS
nojasiep>kanusi GOTOCUHTE3a, KOTOPBIM Mpe/ICTaBIs cCOO0H CyMMY MOTOKOB (POTOHOB OT
JTUOJOB C MakCUMyMaMu wu3iaydeHus npu 455, 525 u 660 HM, MIOTHOCTH MOTOKOB
dboroHoB coctaBimsuia 270 wim 136 MKMOJIB/M2C COOTBETCTBEHHO. HachIIMaonme
UMITYJIbCbl T€HEPUPOBAIMCH MPHU OCBEIICHUU JHOJOM C JJIUHONW BOJIHBI 635 HM,
IUIOTHOCTBIO TOTOKa (OTOHOB 2881 MKMOIB/M?C M IPOJOIDKMTENLHOCTEIO 300 McC.
[TonyueHnHnsle n300pakeHus1 ObLIM 00paboTaHbl B mporpamme ImagingWin v2.41a FW
MULTI RGB (Heinz Walz GmbH, ®PI') unu Data Analysis 4.6.7-64b (PhenoVation,

Hunepnanasl) COOTBETCTBEHHO.

2.2.4. U3mepenne CWSI

N3meHeHne MHTEHCUBHOCTH TPAHCHUPAIMKM JUCTHEB OICHUBAIM C MOMOIIBIO
uHjekca BojgHoro crpecca (CWSI). M3MmeHeHne TpaHCIHpaIUK TPSIMO KOPPEIHPYET C
U3MEHCHHEM TeMIiepatypsl moBepxHoctu ucta (Lopez-Lopez et al., 2011; Tian et al.,
2020), mostomy c¢ momormibto CWSI MOXHO OIICHUTh W3MEHEHHUE OTHOCUTEIHHOM
tpancrupanuu (Zhou et al., 2021). Taxxxe Obuta BeisiBieHa Koppessiiusa mexay CWSI ¢
ycereuuHO# nmpooauMocThio (Ru et al., 2020; Liao et al., 2024; Ramos-Fernandez et al.,
2024). 1ns pacu€ra CWSI nmosryyanu TepMorpaMMbl JINCTA, & TAKIKE CYXOT0 H BJIKHOTO
CTaHAApTOB € MOMOIIbI0 TepMoumumkepa Testo 885. TepmorpamMmmbl 0OpabaThiBanu B
nporpamme IRSoft, CWSI paccuutsiBanu o gpopmyste (Jackson et al., 1981):

CWSI = (Tcyxoﬁ - T)/ (Tcyxoﬁ - TBnaxchﬁ),

rne T — TemmepaTypa MOBEPXHOCTH JUCTA, Teyxoii — TEMIIEpATypa CyXOro CTaHAApTa,

Tanasusii — TEMIIEPATypa BIAXKHOTO CTaHIAPTA.

2.2.5. ®ayopecueHTHbII UMMWIKUHT
Usmenenne ypous pH, Ca?", H,O, m Na' ompemensnu 1o H3MEHEHHIO
(bayopecleHIIuM TeHEeTUYECKH KOJUpyeMbIX ¢diyopecieHTHbIX ceHcopoB Pt-GFP,
Casel2 u HyPer7 u ¢uyopecuentnosix 30108 Fluo4 AM (Molecular Probes, CIIIA) u
CoroNa Green AM (Thermo Fisher Scientific, CIIIA) ¢ noMompbl pa3aUYHbBIX

JETEKTUPYIOMINX (PIIyOPECIICHIINIO CUCTEM.
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2.2.5.1. ®ayopecueHTHbIH UMHIKMHT HUTO30,1bHOTO pH

Yposenb pH u ero usMeHeHuwe ONpENEIsIM MO0 H3MEHEHHUIO MCITyCKaeMOu
(bIyopecIeHITN PATHOMETPUIECKOTO (DITyopecIieHTHOTO pPH-4yBCTBUTEIIBHOTO CEHCOpa
Pt-GFP.

OtnenpHble OpraHbl  pPa3BUTBHIX PACTEHUM WM  IEJble  MHUKPOPACTCHUS
aHANMM3UPOBAIM B ycTaHOBKe (uryopectienTHOrOo mmumkuara DVS-03 (KypuartoBckuit
komruieke Kpuctamiorpadguu u doronnku HUILL «KypuatoBckuit muHCTUTYT» MOCKBa,
Poccust). @ayopecteHumo ceHcopa Bo30y)aau AUOJaMU C JJIMHON BOJHBI 395/25 HM
1 490/20 HM, hITyopeclieHTHBIN cUTHA IPUHUMAaNH ¢ moMoIisio CMOS-kamepsl Prime
95B (Teledyne Photometrics, CIIIA) c dunbtpom 535/43 um. dayopecreHTHBIC
M300paKeHHsl MOJy4Yaau ¢ dKcno3unuent 2 ¢ ¢ yactoror 10-15 ¢ B mporpamme Micro-
Manager 1.4. 3aTeM uzo0paxkenus oopabateiBaiu B mporpamme ImagelJ 1.52p: ounimanu
U300pakeHHsT OT (POHOBOM 3aCBETKM U AWM HW300pAKEHHUs, IMOIYYEHHBIE IpU
ocsenieHnu quo1oM 490/20 uM, Ha U300paKeHUs, MOTYYEHHBIE ITPU OCBEIIEHUU THOIOM
395/25 am aiis nonmydeHust cooTHotneHus: curaaigoB F490/F395 (R).

Pa3Buthie pacTeHHs W MHUKPOPACTEHMs] aHAIM3UPOBAIM B  YCTAHOBKE
PlantExplorerPro+. ®nyopecreniuioo ceHcopa BO30YX AU C TMOMOIIBIO JTHOJIOB C
InuHOW BOJIHBL 390-420 HM u 445-475 HM, curHan npuHUMaiM ¢ nomoinso CMOS-
kamepel ¢ QuibtpoM 530/40 HM. DIyopecleHTHbIE HW300paKEHUSI MOJydaId C
skcnosunuent 250 mc. M3o06pakenust momyyanu B mporpamme Data Analysis 4.6.7-64b, a
oOpabateiBasii B mporpamMme Imagel 1.52p: nenunu uzoOpakeHus, MOTYyYEHHbIC MPU
ocBemieHun auoaoM 445-475 HM, Ha U300paKeHUs], TOJIYYCHHbIC TPU OCBEIICHUHU
auogaoM 390-420 HM A MOJIydeHHUs COOTHOIIeHHs curHanoB F445-475/F390-420
(Taxxe R).

Bce  nmerektwpylonue  yCTAaHOBKM — HMCHOJB30BAIA  JUIsl  KaTHMOpPOBaHUS
bnyopecuentHoro curHaina Pt-GFP B pacrenuu. Llenmbie nIHUCTBS WM 1EJOE
MUKPOpPACTEHUE UHKYOUPOBAJIM B TEMHOTE B T€UCHHUE 4 4acOB B Oy(pepHBIX pacTBOpax Ha
ocHOBe craHmapTHoro pactBopa ¢ 40 MM NasCeHsO;, 40 MM 3-(N-
MOP(OJIUHO)IPONaHCYIb(HOHOBOMN KHUCIJIOTOM, 40 MM 2-(N-

MopbhoarHO)3TaHCYIbPoHOBOH KKcaoToi, 40-80 MM Tpuc u npotonodopom 125 MkM
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kapOoonunnuanuy 3-xnopdperunruapazosom (KUIXDPI) ¢ pH or 4,0 mo 9,0.
diyopeclieHTHbIE U300pakKeHUs Mody4yaiu U oOpabaTbiBaiu, Kak onucaHo Beime. Ha
OCHOBE 3HAUYCHHWA COOTHOIICHHWS CHTHAJIOB R 11 pa3HbIX TPUOOPOB C IMOMOIIBIO
nporpammel GraphPad Prism 8 (GraphPad Software Inc., CIIIA) nony4anu ypaBHeHUE
3apucuMocTH (ayopecuenuuu Pt-GFP R ot pH nwmrosons Ha ocHOBe ypaBHEHHS
curmom il bonerimana (GraphPad Curve Fitting Guide, 2014):
R= Raottom*(RTop — Reottom)* (1+10(logEC50-pH)-HillSlope) ™,

rae Rpottom - 3HaueHne R Ha HmkHEM mnaTto, Rrop - 3HaueHne R Ha BepxHeM Iuiaro,
logEC50 — norapudm s>ddextuBHON KoHueHTparwu (50%), npu kotopoir R mmeer
CpelHee 3HaueHue B Auana3oHe oT Reotom 10 Rop (11 Pt-GFP npunsr kak 7,3 cormacHo
ctatbe (Schulte et al., 2006)), HillSlope — naknon Xuna.

Ha ocHoBe ypaBHEHUS TMOJIYYEHHON KpPUBOM OBUIO TOJYYEHO YpaBHEHUE
3aBucumoct pH nurozonsa ot ¢payopecueniuu Pt-GFP R, koTopoe ucnons3oBajioch B
HKCIIEpPUMEHTAX JUIsl IEpeBojia (JIIyOpeCliEHTHOTO CUTHajla ceHcopa B 3HadeHus: pH unu
n3MeHeHus pH:

pH=logEC50—HillSlope™1g((Rop-R)/(R- Raottom))-

2.2.5.2. ®iyopecueHTHbIH UMHIKHHT HT030JbH0ro Ca®*

DIyopeCUEeHTHBI UMUDKMHT M3MeHeHns ypoBH Ca®* IPOBOAMIM ¢ MOMOLIBIO
Ca®*-uyBcTBHTENBEHOTO (uyopecueHTHOro cencopa Casel2, a Takke € IIOMOIIBIO
dayopecuentHoro 30H1a Fluo4 AM, KOTOpBI 3arpy»ajil B y4acTOK CTeOJId pa3MepoM
1,5 cM BO3Jie KOpHS TpeMsl IIUKJIaMHU BaKyyMHOUM HH(DHIBTPAIIUU B TEUCHHUE 5 MUHYT TIPH
nasnenuu 0,2 arMocdepbl ¢ MOCIEAYIONIEeH OTMBIBKOW AUCTHILTUPOBAHHOW BOIOM 3 pasa.
B 1uenom MuKpopacTeHMM MMMIKUHI OCYIIECTBIsUICA B ycraHoBke DVS-03.
diryopeclieHIINI0 CeHcopa U 30Ha Bo30yxaamu auoaom 490/20 uM, dhayopeciieHTHBIN
curHai npuHuManu ¢ nomoinsio CMOS-kamepsl Prime 95B ¢ ¢unsTpom 535/43 HMm.
dyopecieHTHbIe W300paKeHUsT TMOoJIydalu C JKCIo3uiuer 2 ¢ ¢ yactotoit 10 ¢ B
nporpamme Micro-Manager 1.4 u 3atem oOpabateiBanii B iporpamme Imagel 1.52p —

OYHUIIATIA N300pakeHus 0T (POHOBOM 3aCBETKHU.
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2.2.5.3. ®ayopecueHTHbIH UMHIKUHT HUTO0301bHOTr0 H20>

N3menenue ypoBHsi H,O, B 1iuTo30i1€ onpenessiv o M3MEHEHUIO UCITYCKaeMoit
dbayopectieHIuu  patuomeTpudeckoro cencopa HyPer7. Ilensie MukpopacTeHwHs
aHanu3upoBaiu B yctaHoBke DVS-03. dnyopecuieHinio ceHcopa Bo30yK1aau TUogaMu
c anuHoil BomHbI 395/25 uM u 490/20 HM, (QIyOpeCIeHTHBIN CUTHAN MPUHUMAIU C
nomonipto CMOS-kamepst Prime 95B ¢ ¢unbtpom 535/43 Hm. dmyopeciieHTHbIE
M300paKEeHUs TIOJIydalld C JKCIo3uluen 2 ¢ ¢ yactoroil 15 ¢ B mporpamme Micro-
Manager 1.4. 3ateM nzo0pakenus oodpadaTeiBanu B mporpamme Imagel 1.52p: ounianu
n300pakeHus OT (POHOBOW 3aCBETKM W JEIWIM HU300pakeHUs, MOJy4YEHHbIE IpU
ocsenieHnu quo1oM 490/20 HM, Ha U300paKeHUs, MOTYYEHHBIE ITPU OCBEIIEHUN THOIOM

395/25 am ajist nosydeHust cooTHoteHus: curaainoB F490/F395 (R).

2.2.5.4. ®ayopecueHTHbII# MMHIKAHT Na*

W3menenue ypoBHs Na' B KJIETKaX M OpraHax pPacTCHUI BU3yaIH3HPOBAIH C
nomoipio uryopectertHoro Na*-uyBcrButenbHoro 30H1a CoroNa Green AM. Pactop
20 MmxM CoroNa Green AM 3arpyxanu 4yepe3 KOpeHb MUKPOPACTEHUS TPEMsI LIMKJIaMU
BaKyyMHOUW MHUIbTpalMK B TeueHue 5 MunyT npu ngasieHuu 0,2 armocdepsnr. [ocne
ATOr0 KOPHU MPOMBIBAJIA TPHK/IbI TUCTUIUTUPOBAHHOM BOJOM.

Jlunamuky u3aMeHeHus Na® B KOpHSX peructpupoBain B ycranoBke DVS-03.
®dnyopecuieHnnio 30HAa Bo30Oyxaanu auoaom 490/20 HM, (IyopecHeHTHBIM CHUTHAT
npuHuMan ¢ nomouipto CMOS-kamepsl Prime 95B ¢ ¢unstpom 535/43 HMm.
@diyopeclieHTHbIE M300paKeHUs TMONydasid ¢ dKcrosunuedn 2 ¢ ¢ vactoroit 10 ¢ B
nporpamme Micro-Manager 1.4 u 3atem oOpabatbiBasiv B iporpamme Imagel 1.52p —
OUHUINAIIA N300paKeHus 0T (POHOBOM 3aCBETKHU.

@dyopeclieHTHbIe N300paKeHHsI KJIETOK M TKaHEeW KOpHS M CTEOJs MOoJIydaau ¢
nomotisio CLSM ¢ obbektuBoM Plan-Apochromat 20%/0,5. dayopeciieHIMi0 30H]1a
BO30Y>K/IallK JIa3epoM C JITTMHOM BOJHBI 488 HM, CUTHaAI NMPUHUMAJM B auamna3one 505-

525 am. dayopeciieHTHBIE n300pakeHus: o0padbaTpiBaiiv B iporpamme Zen 2.1.
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2.2.6. UHruOMTOpPHBINI aHAIU3

JIns OLEHKW BIUSHUS HMHTHUOUTOPOB Ha akTUBHOCTH (ortocunte3za, CWSI,
nmakomnenue Na®, yposems pH, Ca?* u HpO; wucmons3oBamu wunuruburop Ca®'-
npoHunaeMeix kaHaioB — 1 MM LaCls (nmantana xmopun (Sigma-Aldrich, CIIIA)),
uarnourop H*-ATda3 P-tuna — 2,5 MM NazVO, (Hatpust oproBanagar (Sigma-Aldrich,
CIIA)), marubutop dpochatuammmuo3nton-4-kuaasel — 40 MkM CeHsAsO (hermmapcun
okcun (Maclin, KHP)), unruourop Na'/H™-oomennukoB — 0,1 MM CgHgCIN;O
(ammnopuma ruapoxmopun (TCIl, SAmonus)), naruoutop HAJIDH-okcumgaz — 40 MxM
C12HsClI (mudennmuononmnyma xmopun (Sigma-Aldrich, CIIIA)). CTokoBbie pacTBOPEI
CsHsASO, C¢HsCIN;O u C12HgCII roroBunu Ha ocHoBe 100% aumerwicyiabhoKcuaa,
pPacTBOPBI BCEX MHTUOUTOPOB, KOTOPHIMU 00padaThIBaJIA PACTEHHS], TOTOBHIIM HA OCHOBE
crangapTHoro pactsopa. B kadectBe kouTposs miast CeHsASO, CsHsCIN,O u CioHgClI
WCITOJIB30BAI  KOHEYHYIO KOHIICHTPAIMIO JTUMETHUICYIb()OKCHAa B CTaHAAPTHOM
pactBope. UHruOuTOpHI 3arpyKajii B paCTEHUE C MTOMOIIbI0 MHKYOAITUN KOPHEH 11eJ10T0
MUKpPOPACTEHHUS, MM ydacTka cte0:s pazmepom 1,5 cm st LaCls B TeueHne ABYX 4acoB.
NazVO, Taxke 3arpyaid B OTACIEHHBIC JIUCThS B3POCIOTO PACTCHUS Yepe3 YepeIIoK

BaKyyMHOU MH(UIbTpAIMEH B TeUeHUe 5 MUHYT TipH aasienun 0,2 atMocdepsl.

2.2.7. BHeK/1€TOYHAs] PEruCTPALMS JJICKTPHYECKON AKTUBHOCTH

BHeksieTouHbIE 3JCKTpUYECKHE MOTEHIMaIbl u3Mepsuin ¢ nomornpio Ag'/AgCI
anekTpoaoB DBJI-1M3 (I'omenbekuil 3aBojl U3MEpUTENBHBIX MPUOOPOB, benopyccus),
3anmonHeHHbIX 3M KCIl, Boicokoomuoro ycunutens UILJI-113 (Cemuko, Poccusi) u
KOMITBIOTEPA. DIIEKTPOABI PACCTABIISUIMA B CIIydae SKCIIEPUMEHTOB C 3JIEMEHTOM llenbThe
U C KEpaMUYECKUM PE3UCTOPOM CIIECAYIOIIMM 00pa3oM: JJEKTPOJ CpaBHEHUS
YCTaHaBJIMBAJIM B 3€MJII0 TOpPLIKA, B KOTOPOM POCJIO PACTEHHE, a HW3MEPUTEIIbHBIE
DJIEKTPOJBl — Ha JHUCTE, HA KOTOPBIM OKa3bIBACTCA BO3AEHCTBHE. B ciydae ¢
HKCIIEPUMEHTAMU C MUKPOPACTEHHUSIMU YCTAHOBKA 3JIEKTPOAOB ObLIA CIEAYIOIICH:
1. 37eKkTpo CpaBHEHUS YCTaHABIMBAIM HA CAMbI BEPXHUM JIUCT, OJIMH U3MEPUTEIbHbBIN
AJIEKTPOJ — B PaCTBOP, OMBIBAIOIITUN KOPHHU, BTOPOH — Ha cTe0Jie B 1 CM OT KOpHSI, TpETUM

— Ha cTebJie B 8§ CM OT KOpHS;
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2. DJEKTPOJ CpaBHEHHs YCTAaHABIMBAJIM B PACTBOP, OMBIBAIOIIMN KOPHHU, OJWH
W3MEPUTEIIBHBIN 3JIEKTPOJI — B PACTBOP, OMBIBAIOIIAN CaMblii BEpXHUM JIUCT, BTOPOU — Ha

ctebsie B 11 cM OT KOpHSI, TpETHI — Ha cTeOJIe B 8 CM OT KOPHSI.

2.2.8. Perucrpanusi u3MeHEeHUsI TOJIIMHBI CTE0JIA
[IpoxoxaeHne THAPABIMYECKUX CHTHAJIOB IO CTEONI0 MHKPOPACTEHUS
OTIPEIEIISUTA IO U3MEHEHUIO TOJIIMHBI CTE0JIsI, KOTOPOE U3MEPSIIU C TOMOIIIBIO CUCTEMBI,
BKJTFOYAFOIICH JTa3epHblil qucTanimonabiid cencop (SICK, @PIY), 6510ka O1eHKH TaHHBIX
AODI1 (SICK, ®PT") u ananoro-mudpossix mpeodpazonareneit LTR12 B kpaiite LTR-
EU-2-5 (L-Card, Poccus). Yactora 3anucu cocraisiia 10 I'u. JlaHHBIe 3aITMCBIBAIN C

nomoinkto nporpammel L Card Measurement Studio 1.1.0 (L-Card, Poccus).

2.2.9. U3mepenne konunenTpanuu Na*, K" u CI

Konnenrpammio Na®, K* u CI' ompemensiii ¢ TMOMOIIBIO CEICKTUBHBIX
MaKpO3JIEKTPOIOB B IUCThAX. [lepen uamepenusimu Obliia MpoBEACHA TPOOOIIOATOTOBKA:
JUCThsL ObUTM BbICYIIEHBI TTpU Temneparype 70°C B TeyeHue 48 4acoB U U3MEIbUYEHBI.
CranaapTHYIO HaBECKY pacTBOPSUIM B CTAHJIAPTHOM 00bEME JUCTUIUITMPOBAHHON BOJIBI U
HarpeBaiu npu temreparype +90°C B TeueHue TpEX 4acoB.

Conepxanne Na* B HCThAX M TOYBE omnpenessuii ¢ nomoinsio Ag*/AgCl noH-
CEJIEKTUBHOTO CTeKIsiHHOro anektpona JIJIMC-112 Na (HIIO «W3MmepurenbHbie
texHosorun», Poccus) u Ag'/AgCl sanekrpona cpasuenust DJIMC-1M3.1, 3armomHEHHOTO
3M KCI (HIIO <« 3meputensHbie TexHomorum», Poccus). Ilepen wusmepeHueM
aKTUBHOCTU MOHA pH pacTBopa 10BOJWIIM BhILIE 8§ MapaMu aMMHAKa.

Conepxkanrie K onpenensiiym ¢ MCMOIb30BAaHHEM HOH-CEJIEKTUBHOTO TBEPAOTEIILHOTO
anextpoaa DJIMC-121K (HITO «M3meputensubie Texnonorun», Poccus) u Ag*/AgCl
anekTpoaa cpaBHenust DJIMC-1M3.1, 3anonuennoro 1M LipSOa.

Konuentpanuto Cl™ onpeaesnsiyiv ¢ TOMOILbIO HOH-CEEKTUBHOTO TBEPAOTEIBHOTO
anextpoaa DJIMC-131C1 (HITO «M3mepurenbhbie TexHonorun», Poccns) u Ag*/AgCI
anektpoaa cpaBuenus IJIMC-1M3.1, 3anonaennoro 1M KNO3.

OnexTpoAsl ObUIM TMOAKIIOYEHBI K BbICOKOOMHOMY ycumiuteno WIJI-112
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(«Cemuko», Poccust). [lonyyeHHble 3HaYEHUSI aKTUBHOCTH MOHOB ObLIIM MPe00pa30BaHbl

B MOJISIPHYIO KOHIICHTPAIIMIO, IEPECUUTAHHYIO Ha CYXOM BecC.

2.2.10. CraTuCTHYCCKHUI AaHAJIN3

Kaxnas cepusi 3KkCIEpUMMEHTOB COCTOSIJIa HE MEHEE 4e€M M3 5 MOBTOpPHOCTEU. B
pe3yabTarax MpeACTaBICHbl THUIIMYHBIE 3alKMCH OTIEIbHBIX W3MEPEHUH, CpelHHE
3HAYEHUA, OMMOKHU CPEHEr0, KOTOphle 0OTOOpaXkeHbl B (popMe IJIAHOK MOTPEIIHOCTEH.
AHalM3upyeMble  JTaHHBIE  COOTBETCTBOBAJIM  HOPMAJIbHOMY  pacCHpeeiCHUIO.
3HAYMMOCTh PA3IUYMIl OmpeAensuiack ¢ moMombplo t-recta CThIOJIEHTA U METOAOM
NBYX(aKTOPHOrO  JUCHEPCUOHHOTO aHanu3a C nonpaBkod  bondepponu ¢
ucrnoias3oBanueM nporpammbl GraphPad Prism 8. YpoBeHb cTaTUCTHYECKOM 3HAUUMOCTH

ObL1 ycTanoBieH npu p<0,05.
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I')TIABA 3. PE3YJIBTATHI U UX OBCY/KJIEHHUE
3.1. lonyyenue u anaaus cBoicTs pacrenuii ¢ 'KC

[lepBriM 3Tanom pabot crano coznanue pacrenuit ¢ 'KC, uyBCTBUTEIBHBIMU K
CUTHAJIbHBIM ~ MoJiekyJiaMm. Jlnsg peructpauuu 1uTo3oiibHOro pH  ucnonb3oBaiu
patuomerpuueckuii ceHcop Pt-GFP, kotopwiii o0nagaer mmpokum auanazoHoM pH-
YyBCTBUTEIBHOCTH — OT 3,8 10 8,2 (Martiniére et al., 2013). Pt-GFP umeeT nBa nuka B
cniekTpe noroienus gpiayopecueHuu — 390 u 475 HM — ¥ TUK SMHUCCUU (DITyOPECIIEHITUU
npu umHe BosHbl 508 HM (Schulte et al., 2006). Usmenerue yposus Ca?* B nurosone
OTIpENIEIISUIM € MTOMOILIBI0 U3MEHEHHUs (piryopecuieHnu ceHcopa Casel2, KOTophlil UMeeT
MUK Ha CHOeKTpe mnorjiomeHus duayopecueHuun npu 490 HM U MUK MCIYCKaHUS
bayopecueniuu — npu 516 uMm (Souslova et al., 2007). U3menenne ypoBus ADPK B
LATO30JI€  perucTpupoBamu ¢ noMmoulpto pH-HeuyBcTBUTENbHOTO U HyO»-
YyBCTBUTENBHOTO paTtuomeTpudeckoro ceHcopa HyPer7. OH umeer nmuku Ha cnekrpe
norJyomenuto ¢uryopecuenimu npu 400 u 499 HM U MUK UCIycKaHUs (HIyOpECICHITUN
npu 516 um (Pak et al., 2020). PacTeHusi ¢ reHeTHYECKH KOJUPYEMBIMU CEHCOpaMu
CO3JAIOT C IOMOIIBI0 TE€HETUYECKOM TpaHchopManuu, B YaCTHOCTH € TOMOUIBIO
arpo6axkTeprarIbHON TpaHCHOpMaIIUU.

[Tony4yenue TpaHcOpMaHTOB OOIBIIMHCTBA ABYI0JbHBIX PACTEHUII OCHOBAHO Ha
CIIOCOOHOCTH COMATHYECKMX TKaHEH K O00pa3oBaHWIO HOBBIX MOOETOB WM KOPHEH,
MOATOMY MX B OCHOBHOM HCIOJIB3YIOT B Kauy€CTBE SKCIUIAHTOB IMPU T€HETUYECKOU
Tpanchopmar. HoBble  opranbl MOryT  0Opa3OBBIBATHCS  Ye€pe3  CTaAMIO
KaJUTycooOpa3oBaHusi — oOpa3oBaHus Tpymmbl Heau(phepeHIIMPOBAHHBIX KIETOK —
(HempsiIMOW OpraHoreHe3) WM MHUHYS 3Ty craauio (mpsimoit opraHorenes) (byrenko,
1999). Jlns uHAyKIMKM opraHoreHe3a Kaprodesns NpUMEHSIOT HECKOIBKO TUIIOB Cpell Ha
OCHOBE THUTAaTENbHOU cpensl MS, coxepikarue GuToropMoHsl MUTOKUHUH 6-BAIl u
ropmoH aykcuHoBo# npupoasl HYK nm MYK (Hussain et al., 2005; Borna et al., 2010;
Onamu et al., 2012; [upoxkux u ap., 2014; Munir et al., 2016). Cpenu ropMoHOB
ayKCUHOBOM MIPUPOJIBI JUTsl TUTATEIBHOU CpeIbl ISl pereHepanuu Obuta BeiOpana MYK,
tak kak HYK BbI3bIBana npenMyniecTBEHHO 00pa30BaHue KAJTyCOB, HO HE MOOEroB.

B pesynbrare arpobakrepuanbHOil Tpanchopmaimu kaptodens ObUIO MOIydeHO
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18 perenepanToB s rena Pt-GFP, 5 — nyist rena Casel2 u 19 — o1 rena HyPer7.

3.1.1. XapakrepucTuka pacrenmii, rpancgopmupoBanabix reaom Pt-GFP

Xapakrepuzanus noixydeHHbIX pactenuit ¢ I'KC Bkitouana Tpu 3tama: KOHTPOJIb
HAJIMYUSl TeHa B TEHOME, aHalM3 MapaMeTpoB (IyopecleHUrd TpaHCPOPMAHTOB U
aHaJIn3 BO3MOXXHOCTH PETUCTPAIlMU CUTHAJIa CEHCOPOB.

Jlns perenepantoB 1o reny Pt-GFP Obina cnenana [TLP (puc. 3.1A), B pe3ynbrare
KOTOpO# OBLIO yCTaHOBJECHO, uTO y 17 u3 18 perenepanToB ecth BcTaBka rera Pt-GFP.
3areM (uIyOpecCIeHTHBII CUTHaJ BCEX TPaHC(HOPMAHTOB OBLI MPOBEPEH C MOMOLIBIO
CLSM (puc. 3.1b). ®duyopecueHTHbIi CHUTHal B KIJIETKax TpaHChHOPMHUPOBAHHBIX
pacTeHUi JOKATU3YETCs TI0 KpasiM KJIETOK, TO €CTh B IIUTO30JI€, U B SAPaX, YTO THITHYHO

ML TCHCTHYCCKH KOIUPYCMbBIX CCHCOPOB oe3 HaHpaBJIHIOHICﬁ IIOCJICA0BATCIIBHOCTH

(Luther et al., 2021).
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Pucynok 3.1. XapaktepucTuka co31aHHBIX pacTeHui kapToderns ¢ cencopom Pt-GFP:

A — Pesynbrathl anektpodopesa B arapo3Hom rene npoaykrtos I[P rena Pt-GFP u3
paznuuHbix TpanchopmanToB (NKMO1-NKM18), HerpanchopmupoBanHoro kaprodens
(HK) u Bektopa pART27-ptGFP (K+); Takxke npeacrasinensl: M — mapkep ainH JHK;
K- — oTpurarenbHbIii KOHTPOJIb (0€3 MaTpHILh);

b — Ananu3 nanuaus payopectenimu ceHcopa Pt-GFP Ha agakcuanbsHOM cTOpoHe nucTa
pactrenust muann NKMO1 u HK (ipu Aex=405 HM, Aex=488 HM); TaKke NpeCcTaBICHbI
CTpPYKTYyphI TKaHu B npoxosiiemM ceetre (I1C); 6ap 20 mkm;

B — Cnextpsl ucnyckanus (iyopectienunu cencopa Pt-GFP B kiietkax ctebiis pacTeHust
auanu NKMOI n HK
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I' — CpaBuenne R (curnan, mpeJcTaBieHHbI B BUJI€ COOTHOIICHHS (IyOpeCLCHIINH
ceHcopa TpU Aex=488 U Aex=405 HM, mpuHHMaemoi mpu 515 HM) Me3odwmmia JucTa
pa3nbix Tpanchopmarmorabix Jimauid (NKMO1-NKM18) u HK.
* — ctatuctuuecku 3HaunMeble pasnmnuusa ¢ HK, p<0,05

[Tpu 06myueHuu KiIeTok, TpanchopMupoBanHbix TeHoM Pt-GFP, ceetoMm ¢ qymmHo#
BOJIHBI 405 1 488 HM ObUI 3aUKCUPOBAH XapaKTEPHBIN SISl 3TOTO ceHcopa nmukK rnpu 508
HM Ha CIIEKTPE SMUCCUHU, TIPU ITOM MPU BO30YKIECHUU (IIyOPECIICHIIMN CBETOM C JJIMHON
BOJTHBI 488 HM dMUCCUOHHBIA MUK OB ¢ OOJBINECH HHTEHCUBHOCTHIO, YTO COTJIACYETCS
co crnekTtpaibHbiMH  xapakrtepuctukamu Pt-GFP  (puc. 3.1B). [lanbHelimue
HKCIIEPUMEHTHI MPOBOJMIN Ha pacTeHusx TpaHchopmanumonHou juaun 1 (NKMO1).
Bb160op 3TOM AMHUM ObUT OCHOBAH Ha pe3yJbTaTaX BBIPAKEHHOCTH XapaKTEPHOIO IMUKa
smuccuu Pt-GFP B Tkansx TpanchopmupoBaHHbIX pacteHuit (puc. 3.11).

Pactenus muanun NKMO1 ucnonb3oBaiu s MX anpoOaiu B SKCIIEPUMEHTAX IS
ompenesicHusT HW3MEHEeHusi ypoBHsS pH 1wWro3oins B MecTe BO3INCHCTBUS U B
Hepa3apakaeMblX 00JacTsIX TMpU JIOKaJTbHOM Bo3fedcTBuu. I[lepen mnpoBeneHueM

9KCIICPUMCHTOB OBLIN IMOJIYYCHBI KaJ'II/I6pOBO‘IHBI€ 3aBUCMOCTH OTHOIOCHUS CCHCOPaA R

ot pH 1uro3oms, Guyopectiennus Pt-GFP Obuta iepesenena B 3nauenus pH (puc. 3.2).
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Pucynok 3.2. KamuOpoBounbie 3aBucumocTtu ¢ayopecuenuuun Pt-GFP (R) or pH
IIUTO30JIs B LIEJIBIX JIMCThSAX pa3BUThIX pacteHuid 1 DVS03 (A) u PlantExplorerPro+
(b), B muctesix (B), B cTebne (I') (mns PlantExplorerPro+) u kopusix () (zms DVS03)
MHUKPOPACTEHUHN

CryneH4yaToe OXJIOKICHHUE W HarpeBaHue syieMeHToM IlenpThe Bcero Jsmcra
Pa3BUTOTO PACTCHHS IMPUBOAMIO K M3MeHeHUsIM pH 1muTo30m1s1. Bo Bpems oxmaaeHus
JucTa mpoucxoauiio o6eicTpoe cHkenue uryopecuennuu Pt-GFP (puc. 3.3A), kotopoe
COOTBETCTBOBAJIO 3aKMCIICHHIO ITMTO30JIs1. Benmnunna casura pH Hanpsimytro 3aBucena ot

CTCIICHHU OXJIaXACHHA, a W3MEHEHHBIM pH BOCCTAHABJIMBAJICA OO HMCXOJHOTI'O YPOBHA
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nocJyie OKOHYaHus JercTBus paszapaxurtens (puc. 3.3b). MakcuManbHoe OXJIaXKIEHUU
mucta a0 9°C cumxkano pH uurozons Ha 0,21. Ilpu 3ToM y HEeTpaHCHOPMUPOBAHHOTO
KapTodens He TMPOUCXOoauiao u3MeHeHus aBToduryopecuenmuu (puc. 3.3B). [Tomumo
U3MEHEHUs  BHYTpHUKJIETouHOro pH,  oxjaxaeHue  BBI3BIBAIO  BPEMEHHYIO
JETONSPU3ALMI0O MEeMOpaH KIJIETOK JIMCTa, MaKCHUMajlbHas aMIUIMTYyJa KOTOPOM

coctasisia 30 mB (puc. 3.3B).
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Pucynox 3.3. Bei3BanHble TemmepaTypoil usmenenus pH 1wmrTozons (ApH) wu
aneKkTpuyeckux noreHuuanoB (V) B mecre Bo3naeicTBUA. [IoBEepXHOCTh BCEro JucTa
CTYIIEHYATO C HapacTaHWEM CHJIbI BO3JIEUCTBHS OO0 oxnaxaantack (A, b, B, I'), mu6o
narpesanack (M, E, E, JK). IIceBronseTHble N300pakeHus JEMOHCTPHPYIOT H3MEHEHHE
cootHoueHus: R 10 BosaeiictBus (0 MUH) U BO BpeMsI MAaKCUMAJIbHOTO HM3MEHEHUS
temnepatypbl (27 MuH) npu oxynaxiaeHun (A: oxnaxaenue no 9°C Ha 27 MUH) U
HarpeBanui (: Harpeanue no +50°C na 27 mun). Ha rpadukax b u E nemonctpupyercs
U3MEHEHHE TeMmIiepaTypbl noBepxHoctu Jmcrta, ApH u V npu oxnaxnenun (b) u
HarpeBanuu (I') mucra. XKEnThIMU NpsIMOYTOJBHUKAMH BBIJIETIEHBI 00JIaCTH U3MEHEHUS
TeMriepaTypsl asiementa [lensrbe. Ammmutyast ApH u V st HerpanchopMHpOBaHHOTO
kaprodenss (HK), NKMO1 u NKMOI, o6paboranHoro Na3VO4 (NKMO1+Na3VO4),
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MPEJICTABICHBl TAKXKE JI1 OXJIKACHHUSA 0 9,4°C” (B — ammmutyna 3akucienus, [ -
ammutyaa V) um anga HarpeBanus no 42,9°C (E — ammiuryga 3akucienus, X —
amrutyga V).
* — ctatuctuuecku 3HaunMeble pasnmnuusa ¢ HK, p<0,05
* — ctatucTuaecku 3HaunMble pazmmans NKMO0+NazVO, ¢ NKMO1, p<0,05
3aKuCIIeHHE ITUTO30J1s1, 3aPETUCTPUPOBAHHOE B HAIIIMX SKCIEPUMEHTAX B Cllydyae
OXJIQKJICHUS JIUCTA KapTOQesi, COOTBETCTBYET HAMPABICHUIO XOJIOJOBBIX cABUTOB pH
mis Vigna radiata u Arabidopsis thaliana (Yoshida, 1994; Yoshida et al., 1999;
Kawamura, 2008; Kadohama et al., 2013; Barnes et al., 2016). 3apeructpupoBanHasi
BenmMuMHA caBura pH y pacTeHuii kaprodens B 11eJIOM HECKOJIBKO MeHbIIe, ueM y Vigna
radiata (cumwkenue Ha 0,6 yepes 4 yaca oxiaxacuus npu 0°C) (Yoshida, 1994), y Annona
cherimola (camxenne Ha 0,72 depes 3 aus oxnaxaenus npu 6°C) (Muiioz et al., 2001) u
y Arabidopsis thaliana (camxkenwue Ha 0,1-0,3 yepes 1 gac oxnaxaenus npu 4°C) (Barnes
et al., 2016). Pasmuumss ™MoryT OBITH OOYCIIOBJICHBI Kak OOJbIICH CHIOH H
NPOJOJDKUTEIBHOCTRIO  oxnaxkaeHus (Munoz et al, 2001), Ttak wu pasHOii
YyBCTBUTEIIbHOCTBIO PACTEHUI PA3HBIX BUIOB K OXJIAKICHHUIO.

Cuawmxenue pH 1uTo3055 npu OXJIAXKIEHUU MOTJIO OBITh BBI3BAHO MOJIaBICHUEM
akTuBHOCTH H'-AT®a3mr mnazmanemmsl (Kinoshita et al., 1995), uro Take BbI3bIBaCT
pazsutue nenoispusanuu (Bobik et al., 2010; Muzi et al.,, 2016). Ucnons3oBanue
uaruoutopa H'-AT®a3 oproBaHagaTa HATPUS MOATBEPAMIO OTO MPEAMOIOKCHHE:
WHTUOUTOP MOJABIISIT aMIUIATY bl 3aKUCJICHHSI IIUTO30J1s U Jienosipusaiuu (puc. 3.3B u
I'). Cumwxkenne aktuBHOCTH HY-AT®a3bl mia3maneMMbl, BBI3BAHHOEC OXJIaKICHHUCM,
MOTIIO OBITh cBsi3aHo ¢ mputokoM Ca?* B knerky (Kinoshita et al., 1995). Hapsxy ¢ H*-
AT®a30il ma3maseMMbl B OTBET Ha XOJOJOBOW CTpecC, MO-BUIAMMOMY, YYacTBYET U
BakyossipHass H'-AT®a3a, Tak kak paHee PErMCTPUPOBAIM Takxke yBenuueHue pH
BaKyOJIM Hapsiiy co cHmkeHueM nutozonbHoro pH (Yoshida et al., 1999; Kawamura,
2008). [dpyrum crocoOOM BIUSHHS HU3KUX TeMmIepaTyp Ha akTMBHOCTh H'-AT®da3zbl
MOXET ObITh YBEJIMUCHHE )KECTKOCTH M1azMaTtuueckoit Memopansl (Lindberg et al., 2005;
Yan et al., 2009; Shi et al., 2015; Niu, Xiang, 2018).

HarpeBanue BbI3bIBaI0, HANPOTUB, yBeIUM4YeHUE YpoBHs (piryopectieniiuu Pt-GFP

(puc. 3.3/1), uto cooTBeTcTBOBA)IO MOBbIIeHUI0 pH 1uro3ons (puc. 3.3E). IIpu atom
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M3MEHEHUS aBTO(IIyOpECLIEHIINY TKAaHE! JIMCTa TakKe ObUIM He3HAYUTENbHBIMU Ha (hOHE
u3MeHenus Quyopecuennuu Pt-GFP (puc. 3.3F). IurosonsHblii pH yBennuusaics
MakcuManbHO Ha 0,3, 9TO COMPOBOXKAAIOCH TUTIEpTHOJIsIpu3anuei meMopansl (puc. 3.3E).
OTU U3MEHEHUs MTO30JbHOTr0 pH MOrnM OBITH BBI3BAHBI KaK MPSIMBIM BO3/IEHCTBUEM
TEMIEPATyphl HA JTUMUIHYIO MaTpuIily MeMOpans! (Niu, Xiang, 2018), Tak u perynsuei
aKTHUBHOCTH myTeM oOpartumoro dochopunupoBanus HY-AT®da3sl miazmManeMMsl
(Janicka-Russak, Kabata, 2012).

IIpu noctwxenun temneparypbl 35-40°C HaumHaIOCh OBICTPOE 3aKHUCIICHHE
IIUTO30JIsI ¥ ICNOJIApU3AIIKs MeMOpaHbl, MAKCUMaJIbHAsI aMIUIUTYAa KOTOPOM COCTaBIsiIa
35 MB; npu 3TOM HarpeBaHHE BBI3BIBAJIO T€HEPALIUIO BapuaOEIbHOIO MOTEeHIIMANa (PHC.
3.3E). Cxoxue M3MEHEHHs MPOUCXOIUIM B HEPA3APaKEHHBIX O0JACTIX JUCTa MPH
JIOKaJIbHOM 03KOr€ KOHYHMKA JINCTA HArPEBATEIbHBIM 3JIeMEHTOM (puc. 3.4A). JlokanbHOE
HarpeBaHUe BbI3bIBAJIIO HEOOJBIIOE MOBBIIICHHE TeMIlepaTypbl B oonactu O1, 65m3Kkoi K
30oHe¢ BozueicTBus (puc. 3.4b u B), ogHako cxoxue usMmeHeHus pH — cHagama
MOBBIIIEHUE, 3aTEM CHUXEHHUE — CO CHUIKEHHEM aMIUIUTYAbl U CIBUTOM H3MEHEHUU
HaOro1anuch B 6ojee otaaieHHou odnactu O2 (puc. 3.41).

['my6okas BoJiHA Aenoisgpu3aiiy — BapuadenbHoro noteHmana (Yan et al., 2009;
Yudina et al., 2020) — pacnpocTpaHsuiack 3a mpeaeabl CTUMYJIHPOBAHHOM 30HBI (PUC.
34B u I'). I'enepamus BapuaOenpHOro0 MOTEHIMANA CBsA3aHAa C WHakTHBanued HY-
AT®a3p1 mazManieMMbl, MPOUCXOSIIECH MPU MPEBBIIIEHUHA MOPOTOBOM TEMIIEPATYPHI
(Zhao et al., 2011) win Tpu ATUTETHHOM BO3JCHCTBUU CyOMOPOTOBBIX TEMIIEPATYP
(Mariamma et al., 1997; Zhang et al., 2006). B ycnoBusix netictsust uaruoutopa NazVO,
MPOUCXOJIUIIO CHUKEHUE AMIUIMTYJIbl 3aKUCICHUSI IIUTO30Js U JCHOJISIPU3ALNM, 4YTO
nokaseiBaer ponb H*-ATdasel mmasmanemmsl B 5TuX coObitusx (puc. 3.3E u XK).
Wnaxtusanus H'-AT®da3bl tazmMaaeMMbl H IOCTIEIYIOIIEE 3aKUCIICHNE ITUTO30JII MOTJIH
OBITH pe3yJIbTaTOM 00Jie€ paHHUX OBICTPBIX COOBITUI: U3MEHEHUSI CBOMCTB MeMOpaH U
aKTHBAllUM CUTHAJIBHOTO Kackajga C Yy4acTUEeM JIMIOUIHBIX  MECCEHIKEPOB,
BbICBOOOKIeHns Ca®" u renepanun ADK (Li et al., 2018; Niu, Xiang, 2018). U3Menenus
pH, cBsi3aHHBIE € pacpoCTpaHEHUEM CUTHAJIOB Ha OOJIbIINE PACCTOSAHMUSL, ObLITM OTTMCAHbI

paHee W MPEJCTaBISAIOT COO0M BPEMEHHOE 3aKHUCIEHUE ITMTO30J5, YTO COOTBETCBYET
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HAIIMM pe3yibTaTtaM, Hapsaay c¢ 3amienaunBanueM amaruiacta (Wilkinson, 1999; Felle,
2001; Wegner, Zimmermann, 2004; Vodeneev et al., 2011; Sukhov et al., 2015; Zhao et
al., 2015; Muzi et al., 2016; Geilfus, 2017).
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Pucynok 3.4. BpI3BaHHBIE O0XKOTOM HarpeBaTEIbHBIM 3JIEMEHTOM u3MeHeHus pH
uuro3ofisa. Ha cxeme A mpeacrasiiensl obnactu uzmepenust pH nurozons (O1 u O2) u
YCTAaHOBKH M3MEPUTEIBHBIX 3JIEKTPOAOB. HarpeBaTenbHbIN 3JIEMEHT pacrnojarajics Ha
KOHYMKE JIMCTa, TEeMIeparypa MOBEPXHOCTUM JUcTa Ha nuke HarpeBanus (+52°C)
npenacrasieHa Ha Tepmorpamme (b). Ammiuryaa usmenenust pH (ApH) u anexrpudeckux
noteHuanos (V) Obuta 6osbmeid B 30He Ol (B) mo cpaBuenuto ¢ O2 (I'). Kéntbim
IPSIMOYTOJIBHUKOM BbIJIeJIeHa 00J1acTh IPOAOKUTEILHOCTH HarpeBaHUs

[IpoBenéHHble 3KCIEPUMEHTHl C CO3/JaHHBIMH pacTeHUsIMU Kaprodens c pH-
YYBCTBUTEIBHBIM  (piryopecueHTHbIM ceHcopoMm Pt-GFP  mokazamu  BO3MOXXHOCTH
WCIIOJIb30BaHUs dTUX PACTEHUM U1 M3ydeHMs uU3MeHeHus pH muTo3051s8 Kak B mecTe

BO3JCUCTBUS, TaK W B HEPA3IPAXKECHHBIX YaCTSIX PACTEHUS IIPU IPOXOKICHUU

pacpoCTPaAHSIOUIMXCSI CHTHAJIOB O CTPECCOBOM BO3/ICHCTBUM.
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3.1.2. XapakTepucTHKA pacTeHuil, TpancGopmupoBaHHbIX reHoM Casel2

Anamu3 I[P mokazan, 4To B ciydae Te€HETHYECKOM TpaHc(opMalvu reHoM
Casel2 B 5 perenepantax u3 5 Obl1a oOHapykeHa BcTaBka reHa (puc. 3.5A). Cencop
Casel2 B orcyrcteue Ca?* mMMeeT HHU3KYI0O MHTGHCHBHOCTH HCITYCKAEMOIi
(ryopecreHnuy, IpU 3TOM €ro Auana3oH dyscTBUTenbHOCTH K Ca?* cocrasmser 0,1-
1000 MxM (Souslova et al., 2007); u Tak kak koHuenTpanus Ca®* B uT03071€ COCTaBISAET
0,1 MmxM (Stael et al., 2012b), yTo HaX0aUTCS Ha I'paHU qUAMa30HA YYBCTBUTEILHOCTH
CEHCOpa, TO YPOBEHHb (HIYyOpECIEHIIMN CeHcopa MHUHMMalieH. [Ipyu CBsI3pIBaHHH
qyBCTBUTENBHBIX g0oMeHOB Casel2 ¢ Ca?" MHTEHCHMBHOCTH (IYOPECIEHIMH CEeHCopa
yBenuuuBaetcst 10 12 pa3 (Souslova et al., 2007). CLSM no3Bonmia 3apuKkcupoBaTh
pazHully ucmyckaeMon (iyopecueHIMu TpaHchOpMaHTa MO0 CPABHEHUIO C KOHTPOJIEM

0e3 ctumyupyroliero Bosaercteus (puc. 3.5b u B).
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Pucynox 3.5. Xapakrepuctuka pactenuii kaprodens ¢ cencopom Casel?2:

A — PesynbraThl anekTpodopesa B arapo3nom rene mpoayktoB [P rena Casel2 u3
pasnmuunHbx TpaHcopmanto (C1(2)0-C1(2)4), verpanchopmMupoBaHHOTO KapTodens
(HK) u Bexropa pH7WG2-Casel2 (K+); Taxke npeacrtasiensl: M — mapkep qvH JJHK;
K— — oTpuiarenbHblii KOHTPOJb (0€3 MaTpHULIbl);

b — Ananu3 Hanuuus Quyopecuenunu cencopa Casel2 Ha aakcHabHON CTOPOHE JIUCTA
pactenus auHuM C1(2)3 u HK npu Ae=488 HM; Takxke npeicTaBIeHbl CTPYKTYPbl TKaHU
B nipoxosiiem cete (I1C); 6ap 20 Mxwm;

B — Cnektpsl ucnyckanus ¢uryopecuiennnu ceHcopa Casel2 B KiieTkax JUCTa pacTCHUS
muauu C1(2)3) u HK
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Casel2 pearupoBan yBeinnueHueM (IyopecleHIIMd B OTBET Ha J00aBlieHUE
nonodopa a23187 (puc. 3.6). Cxoxas peakus apyroro Ca?*-4yBCTBHTEILHOIO CEHCOPA

Ha 9TO ke BenlecTBO OblIa 0OHapyxeHa B kopHe A. thaliana (Monshausen et al., 2009).

0.15- . cpaca®
0.10- * - 500 mkM a23187
f "
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-0.05 — .
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Pucynoxk 3.6. Beizgannbsie 500 MxM a23187 uzmenenus dayopecuenuuu Casel2 (AF/F0)
B KopHsX pacteHus auHuu C1(2)3. B kauecTBe KOHTPOJIS UCIIOIB30BAIM CTAHAAPTHBIN
pactsop, copepxkaumii 5 MM CaCl, (CP+Ca?"). CTpenkoii yka3zaH MOMEHT J100aBIeHHUS

MHorve BO3JEHCTBHMS HHAYUMPYIOT IOBBIIEHHME ypoBHA Ca’*, 4To mOJDKHO
npuBecTd K  yBenuueHuto — ¢ayopecueHuumn — Casel2.  UtoObl  onpenenuTsb
TpaHC(OPMALIMOHHYIO JIMHHIO C CaMOW BBICOKOM WHTEHCUBHOCTBIO HCIyCKaeMOMU
(bayopecleHIIMN, Ha OJUH U3 JUCTHEB MUKPOPACTEHUS HAHOCHIM OXKOT, a U3MEHEHUE

(byopecieHIIUN PETUCTPUPOBAIIU B Pa3HbIX 30HaX CTEOJIs U B TUCThSX (puc. 3.7A u b).
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Pucynox 3.7. Bei3Bannsie oxorom usmenenus dayopecneniuu Casel2 (AF/Fo, rne F —
npuHUMaeMbIil ipu 535 HM curaan npu Aex=490 am).
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A — cxema pacnonoxxeHust oonacrer uatepeca (C1-C5 u JI1-J14), kpacHO# OKpYKHOCTBIO
BBIJICJICH JIUCT, MOJIBEPTILIUICS OKOTY;

b — Ammmryna AF/Fo B obnactsax Cl u JI1 pasHbix TpaHc(hOpMAalMOHHBIX JHMHHMA
(C1(2)0-C1(2)4) u B HetpanchopmupoBanHoMm kaptodene (HK); * — cratuctudeckmn
3Haunmble paszmnuus ¢ HK, p<0,05.

B — AF/Fy Casel2 B cTebie, a Taxke B mucThaX (IM) mrst muanm C1(2)3. Ctpenkoit ykazaH
MOMEHT HaHeceHus Bo3jencTBys. [IpeacTaBnena THIMYHAS 3aUCh

JIuaust C1(2)3 Obuia BeIOpaHa JIsl MPOBEACHUS JATbHEHIIINX IKCIIEPUMEHTOB, TaK
Kak y He€ Obl1a MakcumanbHas dayopeceHus Casel2 kak B JIUCThSIX, TaK U B cTeOIIE.
O>kor J1cTa BBI3BIBAJ PACTIPOCTPAHEHHE BOJIHBI U3MEHEHUS (PIIyOPECIICHIINN CEHCOopa o
cTeOJII0 KaK B CTOPOHY alMKaJbHOM MOYKH, TaK U B CTOPOHY KOpHs (puc. 3.7B), a Takxe
B JIUCTHsIX (puc. 3.71"). AHanmornuHas peaxius Obiia 3aMKCUPOBaHa B )KUIIKE TTPH 0KOTe
mrameneM jucra y Vicia faba (Furch et al., 2009) u y Arabidopsis thaliana c
pacrmpocTpaHeHrueM B Hepazapakaemble iBeTku (Grenzi et al., 2023), B cTebiie mpu oxkore
HarpeBaTesibHbIM d5ieMeHToM Jiucta y ropoxa (Khlopkov et al., 2021), B tucte mpu oxore
€ro KOHYMKa HarpeBaTesibHbIM 3JieMeHToM Yy Kaptodesns (Fisahn et al., 2004), Bo Bcem
pactenuu npu oxxkore jmcra y Arabidopsis thaliana (JakSova et al., 2021), a Taxke y
Arabidopsis thaliana mpu oxore JiucTa cBETOM, IPOXOIAIIEM uepe3 Karuto Bo bl (Kuang
et al., 2025). I'enepauus u pacnpocrpanenne Ca*-BONHBI IPH 0KOTE CBA3AHBI C
U3MEHEHHEM DJICKTPUYECKUX TOTCHIIMAIOB TIUIa3MajeMMbl, TOYHEE C TreHepaluei
BapuaOCIHbHOTO TOTEHITHANA, KOTOPHI MOXET BIHMATH HAa MOTCHIIMAT-aKTUBHPYEMbIC
Ca*-mpoHMLaeMBIE  KaHAJbL, KpPOME DOTOr0, OOl  BBI3BIBAET  M3MCHEHUS
THIPABINYCCKOTO JIaBJICHUSI, YTO MOYKET BOCIPUHUMATHCS MEXaHOUYBCTBHUTEIHLHBIMU
Ca**-nponnnaemeiMu kananamu (Hlavackova et al., 2006; Furch et al., 2009; Huber,
Bauerle, 2016). [1ocne ObicTporo yBenudeHwus GhiIyopecieHIIMN CEHCopa MPOUCXOIUIIO
pe3koe e€ mameHue, KOTopoe Takke HabII0JaIoCch B Cllydae pa3IuvIHbIX BO3ACHCTBHIA B
npyrux uccienosanusx (Bose et al., 2011; JakSova et al., 2021; Alcon, Xiong, 2023).
CHmwxeHue (QuyoppecueHUMH MOIVIO OBITh CBA3aHO Kak C  (DOTOBBITOPAHUEM
dnyopectienTHoro cencopa (Scheenen et al., 1996; Czymmek et al., 2025), Tak u ¢
ObicTpeIM  ynanenneM Ca®?* M3 1IMTO301I8 10 KOHIEHTPAUUi HMKE KOHCTAHTEI

nucconuanuu cencopa (van der Linden et al., 2025).
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Takum o00pa3zom pacteHust TpaHchopmanuonnod Jnuaun C1(2)3  MoxHO

HCIIOJIB30BaTh MJIsI U3YYCHUA PACIIPOCTPAHCHHA BOJIH C32+ B PA3HBIX OpraHax paCcTCHHUA.

3.1.3. XapakrepucTuka pacteHuii, rpancopmupoBanubix renom HyPer7
s HyPer7 Obuto oOHapyxkeHo, uTo 16 u3 19 pereHepaHTOB MMENH BCTABKY

neneBoro rena (puc. 3.8A).
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Pucynok 3.8. Xapakrepuctuka pactenuil kaprodens ¢ cencopom HyPer7:

A — PesynbTatsl snekTpodopesa B arapo3HoM reine npoaykroB I[P rena HyPer7 u3
pasnuunHbix TpanchopmantoB (HP6, HP9, HP11), nerpanchopmupoBanroro kaprodens
(HK) u BexTopa pART27-HyPer7 (K+); Takxe npencrasnens: M — mapkep anun [JHK;
K- — oTpurnarenbHblii KOHTPOJb (6€3 MaTpHUIIbI);

b — Ananu3z nanmmuus diayopectieHimu cencopa HyPer7 Ha anakcuanbHON CTOPOHE JIHCTa
pactenuss nuaun HP11 u HK (mpu Ae=405 M, Aex=488 HM); Takke NpeicTaBiICHBI
CTpyKTypbl TKauu B poxosiieM ceere (I1C); 6ap 20 mkmM;

B — Crnextpsl ucnyckanus dayopecuieHiuu cencopa HyPer7 B kneTkax nucra pacteHust
muaud HP11 n HK

dyopecleHTHBI CUTHAI B KJIETKaX TPaHC(OPMAHTOB TaKkKe JIOKAIU3OBAJICS B
ruto3ouie u sipe (puc. 3.8b), crekTpsl ucmyckanus QIyopecleHIny Py BO30YKICHUH
Jazepamu ¢ IauHOM BOHBI 405 u 488 HM UMeNH XapakKTepHbIA MUK Tpu 515 HM (puc.
3.8B).

TpanchopMallMOHHYIO0 JUHUIO Ul JATBHEHIIMX SKCIEPUMEHTOB OTOMpaIM C

MOMOIIIBI0 aKTHBAallUM ceHcopa B JjucTe mnpu npodasinennn 10% (3M) H20O; co
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cmaunBaresnem CuibBer 408. HyPer7 ¢ momoibio 4yBCTBUTENIBHBIX JOMEHOB OXyR
nerektupyer HoO, (Pak et al., 2020), xoTopsiii criocobeH auddyHANPOBaTH Yepe3
TIa3ManeMMy U aKBaIlopHHBI B KieTky (Bienert, Chaumont, 2014; Cerny et al., 2018).
Panee qis pacrenuii Arabidopsis thaliana (Haber et al., 2021) u kaptodens (Hipsch et
al., 2021) yxe npumensuin Bbicokne kKoHmeHTparumu HpO, (0,5-1 M) mns mpoBepku
(GYHKIIMOHUPOBAHUS PEAOKC-UyBCTBUTEIHLHOTO (IyopeciieHTHOTO ceHcopa. Jlo0aBnenue
H,O; BbI3bIBATIO BUIUMOE TIOBBINIEHHUE (PIIYOPECLIEHIIMM CEHCOPa B JIUCTE Y HECKOJIBKHUX

auHul (puc. 3.9A).
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Pucynox 3.9. Peakuus duyopectienniuu cencopa HyPer7 (AR/Ro, rme R — curnan,
MIPE/ICTABJICHHBIN B BHJI€ COOTHOIICHHUSI (DITyOPECIEHITNN CEHCOPA MPH Aex=395 U Aex=490
HM, IpuHUMaemoi ripu 535 uM) Ha 00padoTky H,O,. IlceBnonBeTHbIe H300pakeHus (A)
JIEMOHCTPUPYIOT peakiuio ceHcopa HyPer7 B nucre y pasHbiX TpaHCHOpMaIMOHHBIX
munuit (HP1-HP17) u B HetpancpopmupoBannom kaptodene (HK), a na nuarpamme (b)
IPEJICTaBICHO CpaBHeHNE aMIuUTy T X AR/Ry.
* — ctaTuctTuuecku 3HauuMeble pasnuuus ¢ HK, p<0,05.
Hanecenue Ha ymmct (B) xapTodens (muaus HP11) 10% H,0; ¢ 0,05% Cunbeet 408 u
npunuBanue K kopasaMm 10% H,0; (I') (cunwmii uBet) mpuBoaaT k mossimeHno AR/Rq. Ha
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TOM ke TpaHC(HOPMALIMOHHON JTMHUU TAK)KE MPEICTABICHBI BbI3BaHHBIE A00OaBIeHUEM |
MM mapakBata m3meHenus AR/Rg (/). KonTponmpHas oOpaboTka — cepwlii IIBET.
Crpenkoil ykazaH MOMEHT J0OaBJICHUS

Takum oOpa3zom Obuld BbIOpaHbl 4 JUHUH, WMEIOIIME JOCTOBEPHO 3HAYMMOE
MOBBIIIIEHNE (DITyOpeclieHIIMM B OTBET Ha 00paboTky (puc. 3.9b); duyopecnenus
ceHcopa co BpeMeHeM mnajana (puc. 3.9B), 4To BEpOATHO CBSA3aHO C BOCCTAHOBJICHUEM
HyPer7 umm ero Beiropanuem. Jlo6asnenune H,O,; k KOpHSIM OPHUBOIWIO TakXke K
YBEJIMUEHUI0 MHTEHCUBHOCTH (piryopectieHiiuu cencopa (puc. 3.9I'), kak u obpaboTka
kopHeil uaaykropom A®K 1 MM napaksatom (Bulgakov et al., 2012; Moustaka et al.,
2015; Dmitrieva et al., 2021) (puc. 3.9/1). B pe3ynbrare 3TUX 3KCHEPUMEHTOB IS
nanbpHeie paboTel Obl1a BeiOpana simaus HP11.

Ha pacrenusax nuaum HP11 Obu1 mponmenan ananoruunbii jgunuun C1(2)3
HKCIIEPUMEHT C 0KOTOM IJIAMEHEM JIMCTa JUIsl ONpeiesieHrs YPOBHS (DIIyOpPECIEHTHOTO
curHaia u ero pacnpoctpaHeHus (puc. 3.10A). CurHan perucTpupoBajcsi BO BCEM
nodere, ero pacnpoCTpaHEHHE B OTBET Ha CTUMYJ (PUKCHUPOBAIM Kak B cTeOse (puc.

3.10B), Tak u B ucthsx (puc. 3.10B).

B
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Pucynox 3.10. Bei3Bannbie oxorom usmeHeHus d¢uyopecuennun HyPer7 (AR/Rg) y
pactenust iuauu HP11.

A — cxema pacrnionoxxenus oonacteit uarepeca (C1-C5 u JI1-J14), kpacHOM OKPY>KHOCTHIO
BBIJICJICH JIUCT, MOJIBEPTILIUICS OXKOTY;

b — Usmenenne AR/Rgp B cTebie, a takke B aucthiax — B. IlpencraBnena TunuyHas
3anmuch. CTpENKor yKa3aH MOMEHT JOOaBJICHUS

OO6HapyxeHHOoe HaMU TIoBbIIIeHHEe ypoBHA H20; 1 pacnipoctpanenne BoiaHbl ADK
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B MHTAKTHbBIE 30HbI B OTBET Ha JIOKAJIbHBIN 0KOT ObLIO TaKXKe 3apErMCTPUPOBAHO TOJIBKO
s Arabidopsis thaliana u Taraxacum officinale B mucre (Szechynska-Hebda et al.,
2022). Oskor MOXHO paccMaTpuBaTh Kak KOMOMHAIIMIO MEXAHMYECKOTO0 U
BBICOKOTEMITIEPATYpPHOT0 BO3eicTBUsA. 111 MexaHn4eckoro noppexxaeHus (Suzuki et al.,
2013; Fichman et al., 2019; Lew et al., 2020) u s mokansHOTO HarpeBanus (Suzuki et
al., 2013) Obuin mnoka3zanbl TeHepanus BoiHbl ADK u e€ pacmpocTpaHeHue B
Hepa3apakE€HHbIe 005lacTh pacTeHus. [lpu JokambHOM 0XOre, KOTOPBIUA SIBISIETCS
MOBPEXKIAIOIIUM BO3JIeicTBUEM, reHepanus curHaia ADK cBsizaHa C MOBBIINICHUEM
ypoHs Ca?* B nuro3one (Huber, Bauerle, 2016; Choi et al., 2017).

Takum o6pazom, pactenus uaur HP11 mokasanu BO3MOXKHOCTh peTUCTPUPOBATH
pacnpoctpansitonmecss curHanbl ADOK npu nokanmbHOM Bo3aercTBUM. PacTeHust stou

JIMHUH HUCITIOJBb30BaJIN B ITIOCJICAYIOIIHUX SKCIICPUMCHTAX.

B pesynbTate BBINOIHEHHUS 3TOr0 0JIoKa paboT ¢ MOMOIIBI0 arpodaKTepuaIbHOM
TpaHchopma ObUTM CO3/aHbl PACTEHHsS KapTodelss, SKCIPECCUPYIOIINE TeHbI
bayopecuenTHeix ceHcopoB Pt-GFP, Casel2 wiu HyPer7. BeraBka 1ieneBbix reHOB B
TpaHchopMaHTax ObUTa TOATBEPIKIAEHA C TOMOIIBIO JIEKTpOodope3a B arapo3HOM TeJie U3
[IIIP-ipOoIyKTOB, a CIIEKTPaJIbHBIE CBOMCTBA CEHCOPOB M MX JIOKAJIM3aUUs B KJIETKAX
Obuta uccnenoBana ¢ nomoinbto CLSM. MHaykiusi CUrHAIOB ¢ MOMOIIBIO TECTOBBIX
BO3JCHUCTBUM TMOATBEPAUIA BO3MOXHOCTH HCIOJIB30BAaHHUS PACTEHUM C TaKUMU
CEeHCOpaMHU JUIsi M3ydeHMsi cUrHanbHBIX cucTeM Ca?', ADK. Jlanee B MCCIENOBAaHUM
BIIUSIHUS 3aCOJICHUSI Ha CHUTHAJbHBIE CHUCTEMBI KapTo(desns HCIOJIb30BAIM PACTCHUS
tpanchopmarmonHbix uauit HKMO1 ¢ pH-uyBcTBUTEenbHBIM ceHcopoM Pt-GFP, C1(2)3

¢ Ca**-uyBcTBUTENnBEHBIM ceHcopoM Casel2 m HP11 ¢ HyO,-uyBCTBUTENBHEIM CEHCOPOM

HyPer7.

3.2. U3MeHeHHe aKTUBHOCTH ()OTOCHHTE32, BBI3BAHHOE 32COJICHUEM
DOTOCHUHTE3 UMEET BAKHOE 3HAUCHHUE ISl YPOKAWUHOCTU M HPU 3TOM SIBIIACTCS
OJIHUM H3 CaMbIX YYBCTBUTEIBHBIX K CTpPECCOpaM, B TOM YHCJIE€ M K 3aCOJICHUIO,

nporieccoB y pacrenuii (Chauhan et al., 2023). B pabore ObuI0 MpoaHAIU3UPOBAHO
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BIIMSIHUE 3aCOJIEHUSA Yy PA3BUTBIX PACTEHHUU BO3PAcTOM 7-8 HEEIb U MUKPOPACTECHHUI
BO3pacToM 5 Hezellb Ha mapaMmeTpsl ¢uryopecteHun xaopodumia: Fu/Fm, ®psy 1 NPQ.
JI1s1 aHanv3a UCTOIb30BAIM Y Pa3BUTHIX PACTEHUN JUCT cpefHero spyca (puc. 3.11A),y
MUKpPOPACTEHHUI — TaK:Ke CPEAHETO SIpyca, PacloyOKEHHOr0 Ha pacCTosiHUM 8-8,5 ¢M OT

KopH# (puc. 3.12A).

5cm
—

210 4'0 6I0
Bpems, 4
Pucynok 3.11. Biusgaue NaCl va napametrpsl (ayopecueHIuu XJaopoduiuia B JUCThAX
pa3BuThix pactenuii kaprodens (A). IIpsSMOyroJbHUKOM BBIJICJICH HCCIIEI0BaHHBIN
muct. Usmenenust Fu/Fm, @psy 1 NPQ neMOHCTpUPYIOTCS Kak BH3yalH3alds BCETO
pacTeHusi B ICEBJIOLBETOBOM IlIKale€ B KOHTPOJBHBIX (CEphbIl LIBET) U 00pabOTaHHBIX
COJIbIO (CHMHMI IIBET) pacTeHUsiX B Tpex BpemeHHbIX Toukax (0, 24 u 48 yacos) (b), a
TaKke B BUJIE U3MEHEHUN OTHOCUTEILHO 3HAUYCHUM 10 HaHeceHUs BozaeicTBus (B).

* — CTATUCTUYECKHU 3HAYMMBIE pa3inuus ¢ KoHTpoieM, p<0,05

3aconeHue y pa3BUTHIX PACTEHUN W MUKPOPACTCHMI KapTodemns paHee BCETo
BJIMSJIO HA MapaMeTphl UCIIOJIB30BAHUS YHEPTUM TIOTJIONIEHHOTOo cBeTa. [Ipu oOpaboTke
noussl pactBopoMm NaCl comeprxkanue Na* yBeaunuuBanoch 10 150 MMOIB/KT CyXoro Beca,
YTO TPUBOAUIO K PA3IUYHBIM HETAaTHUBHBIM TMOCIEICTBUSIM TakKe B JPYTHX
uccnenoBanusix (Ropelewska, Zapotoczny, 2017). BenenctBue atoit 06padotku Dpgyy,
oTpakaronii 3(pGhEeKTUBHOCTh HCIIOIb30BaHUs ToriomieHHoi sHeprun cBeta DCII,

cHmkancsa yepe3 10 gacoB 3aconenus, a NPQ, xapakTepusyrommii TEMIOBbIE MMOTEPU
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HHEPrUu MOTJIOIIEHHOTO CBETA, HAIIPOTUB, NMOBbIANCA (puc. 3.11b u B). MakcumanbHas
aMIuinTyna yraetenus cocrasisina 0,38 mist Opg u 1,4 11t NPQ. CTOUT OTMETUTH, UTO
CHI)KCHHUE aKTUBHOCTH (POTOCHHTE3A TIPOUCXOIUII0 HEMOHOTOHHO: MOKHO BBIJICIIUTH JIBE
nocJyenoBaTeabHbIE (Pa3bl, KOTOPbIE 0COOEHHO XOpOoIIo 3ameTHbIe st NPQ.

[Tpu 06paboTke kopHEil Mukpopactenuit pactBopamu 100 MM (puc. 3.125) u 200
MM (puc. 3.12B) NaCl mapameTpbl UCHOJIB30BaHUSI HPHEPTHH TMOTJIOMIEHHOTO CBETa
U3MEHSUIMCh CXOKe: aMIUIMTyna moBbliieHuss NPQ nmocturana 2,2-3,5, a ammiutyna
camkenust Opg) — 0,29-0,32. [Mpoucxoamno magenne Ppg) u noswimenrne NPQ depes 1
yac nocse Havana oopabotku NaCl. B 3ToM ciiyyae akTHBHOCTH (DOTOCHMHTE3a TaK»Ke

Inagajaa B IBC ITOCJIICOOBATCIIBHBIC (l)aSBI, 49TO XOpOoHmIio 3aMCTHO B M3MCHCHHUAX CDPSII )51

NPQ.
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Pucynok 3.12. 3meHeHue akTUBHOCTH (DOTOCHHTE3a B JIMCTE MUKpopacTeHus (A) BO
Bpems o6pabotku 100 MM (b) u 200 MM (B) NaCl. KouTpoas BKIJItOYan pacTeHws,
obpaboranubie CP (cepas nunus). JlaHusle npeAcTaBisioT pasuuny B Fu/Fm, ®psy viu
NPQ mexay BpeMEeHHBIMU TOYKaMH JI0 U TIociie 00pabOoTKH.

* — CTATUCTUYECKHU 3HAYMMBIE pa3inuus ¢ KoHTpoieM, p<0,05

-0.10

o
=~

[

3acoJieHHE TPUBOAMIO Takxke K cHWkeHuto F/Fp, oTpaxkaromiero meiocTHOCTb
ctpykrypsl @CII u sBnsromerocss uaAMKaTopoM dotounruouposanus (I'onsues u ap.,
2016). ¥V passuteix pacrenuii F./Fn cHmwkamcs Toapko uepe3 56 4acoB OT Hadaja
3aCOJICHUS, M aMIUIMTyJa ero cHuwxeHus pgocturaia 0,2, mpu 3TOM TEHJEHUHUS K
CHIKEHHIO OblIa 3aperucTpupoBaHa uepes 24 daca ot Havana 3aconenus (puc. 3.11B).

OMHOBPEMEHHO C STUM CHUXEHHEM HaOJI0/IaIoch Takke majeHue ypoBHs NPQ, urto
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MOET OBITh OOBSICHEHO CHUXEHHUEM CHOCOOHOCTH K (oTo3aumTe (COCOOHOCTH
pacceuBarh TEIJIO), a Takxke orpaHudeHueMm accumwisinuun CO; u nucOazaHCOM
dboToxumuueckor aktuBHOCTH B (hoTocucteme II (Shin et al., 2021; Zuo, 2025). DroT
nucOananc cBa3aH ¢ (GOTOMHTMOMPOBAHMEM PEAKIIMOHHOTO ILIEHTPAa U yYMEHBIICHUEM
TPAHCTHJIAKOWTHOTO TpagueHTa pH, BBI3BAaHHOTO CHIKEHHWEM CKOPOCTH JIMHEHHOTO
nepeHoca ICKTPOHOB MU TIEPEKUCHBIM OKHCIICHHEeM I 10B MeMOpanbl (Kalaji et al.,
2014).

Y mukpopacrennii F,/Fr HaduHaAI CHIDKAThCSA dYepe3 5 4acoB IMOCIe J00aBICHHS
tosibko 200 MM NaCl (puc. 3.12B), cnenoBatensHo, pu 06padotke 100 MM NaCl (puc.
3.12b) HacTymieHHus CTPYKTYpPHBIX H3MEHEHHH (HOTOCHHTETHMYECKOro ammapara He
MIPOUCXOAWIIO. Y MHKPOPACTEHUN TIO CPaBHEHHUIO C PA3BUTBIMHU PACTCHHSIMHU Ha (OHE
camwkenus Fy/Fn He mpoucxoanio naaeHust NPQ, 4To MOXET CBUACTEIBCTBOBATH O TOM,
yTo yBenuueHue NPQ Morio npoucxoauTh 3a CYET (POTOMHTHOUTOPHOTO KOMIIOHEHTA
ql, KoTOpBIl OTpakaeT, B OCHOBHOM, (POTOOKHUCIUTEIbHOE MOBpexkaAcHue Oenka DI
peakuuonnoro nentpa OCII (Murchie, Ruban, 2020), a He koMnoHeHTa (HOTO3aITUTHI
qE, ypoBHSI KOTOPOTO MOTJIO HE XBATHTh JJIs 3aIUTHI ()OTOCUCTEM, B CIICJICTBUE YETO
nagaet F,/Fn, (Zuo, 2025).

Jl;1st BBISIBJICHHWSI HanOoJiee paHHUX W3MEHEHUH aKTUBHOCTH (POTOCHMHTE3a ObLIa
BbINOJIHEHA peructparusg Pps;p 1 NPQ ¢ BBICOKMM BPEMEHHBIM Pa3pelICHUEM, [T YETO
B KaueCTBE MOJICJILHOTO OOBEKTa HCIONB30BaIu MUKpopacTenus kaptodens. [Ipu
oopabotke 200 MM NaCl ®pg)) craTucTUYECKH 3HAUYUMO CHIDKaica depe3 110 munH

00paboTku coibio, a NPQ noBeImiasncs yxe uepes 23 MunyTh (puc. 3.13).
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Pucynok 3.13. Buusuue o0Opaborku NaCl Ha akTUBHOCTH (DOTOCHMHTE3a B JIUCTE
MUKpopacTeHus (A) B TeueHue 2 yacoB. JlaHHble peicTaBisAoT pa3Huily B @pg)y (b) v
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NPQ (B) mexxny BpeMeHHBIMH TOUKaMU J10 U nocie 00padotku 100 MM (3enénas TuHus)
wi 200 MM (cunsis nunus). CTpenaKkoi yka3aH MOMEHT 10OaBICHUS;

MPSMBIC JIMHAH YKa3bIBAIOT BPEMEHHOM AMana30oH ¢ HATUYHEM CTATUCTHICCKH 3HAUMMBIX
paznuuuii ¢ KouTposem, p<0,05

Oo6padotka 100 MM NaCl ue Be3biBana camwkenne Opsy, a NPQ cratuctuyecku
3HAUMMO TMOBbIIANICA 4Yepe3 26 muHyT. Takum oOpa3zom, oTBeT (oTOCHMHTE3a Ha
o0paboTtky NaCl BkirouaeT He TOJIbKO ONMKMCAHHBIE BhIIIE BE (Da3bl, HO U paHHIOW a3y,
XapaKTEPHUIYIOMIYIOCS CTATUCTUICCKU 3HAYUMBIM ToBBIIIeHHeM NPQ.

BrlisiBiieHHAst TUHAMUKA CHUKEHUS aKTUBHOCTH (DOTOCHHTE3a HE MIPOTUBOPEUHIIA
NPEAbIIYIIUM UCCIEIOBAHUSIM, OJIHAKO Takue paHHue u3MeHeHus Dpsy u NPQ Obuin
3aperucTpupoBaHbl BriepBbie: y Arabidopsis thaliana ®ps) camxancs gepes 10-12 gacos,
NPQ mnosbirancs uepes 2-6 gacos, a Fu/Fyn cHkancs tonpko depe3 8-12 vyacoB mpu
obpabotke 100-150 MM NaCl (Stepien, Johnson, 2009); y Tomata ®ps); ObLT CHUKEH
yepe3 6 yacoB o0padoTku 100 u 250 MM NaCl, toraa xak F./Fy, gepe3 takoe sxe Bpems
ob1 cHibkeH Todibko g 250 MM NaCl (Poor et al., 2019); y pacrenuii kaprodens,
10JTOOHBIX HaIMM MuKpopacteHusMm, Dps;y u Fy/Fy cHmkanmuch yepes 3 musa, a NPQ
noBeimancs depe3 4 mua obpadorku 100 MM NaCl (Kolomeichuk et al., 2020); y
Lonicera japonica ®ps;; maman yepe3 3-11 gueit, a NPQ moBeimancs depe3 3 gHsS
oopabotku 300 MM NaCl npu Hensmennom F/Fr, (Yan et al., 2015); y kykypy3sl uepes
20 gacoB o0pabotku 120-200 MM NaCl nmagan F,/Fr, (Shabala et al., 1998).

HccnenoBanue akTUBHOCTH (DOTOCHHTE3A MPU 3aCOJICHUH B TMHAMHUKE B TCUCHUE
2 (puc. 3.13) u 8 (puc. 3.12) yacoB TO3BOJMIIO BBISBUTH Tpex(aszHble HW3MEHEHUS
aKTUBHOCTH (POTOCHHTE3a: y MHUKpPOPACTCHHM KapTodens mepBas ¢aza HaYMHAIACH
npuMepHo vepe3 20 MUHYT 3acoJieHus1, BTopas — yepe3 60-70 MuHyT, a TpeThst — uepes 4
yaca. 3acoJICHHE MOXKET Pa3IMYHBIMU MyTSIMU BIUSATH HA aKTUBHOCTH (poTocuHTE3a. BO-
MIEPBBIX, HEMOCPEACTBEHHO Na+ MOAaB/ISICT aKTHBHOCTH psAaa (PepMEHTOB, B TOM UYHCIIC
nukia KaneBuHa-bencona, OnocunTesa xinopoduia, GepMeHTOB, BXOASIINX B COCTaB
(doTocHHTETHUYECKOTO anmnapaTta 1 MemOpan TuiakouoB (Yang et al., 2008; Kang et al.,
2012; Pan et al., 2021). Bo-BTOpbIX, 3aCOJIeHHE MPUBOIUT K U3MEHEHHUIO COOTHOIIICHUS

K*/Na*, 4To HeraTuBHO BIMAET HA TEYECHUE MHOIMX META0OIMYECKUX 3aBUCUMBIX 0T K*
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nporeccoB B KieTke: nukia KanbBuHa-BeHcoHa, (EeHWIPONaHOWAHOTO IyTH,
rIIMKoM3a, cuaTe3a kpaxmaia (Wang et al., 2013a; Almeida et al., 2017; Tighe-Neira et
al., 2018; Zhao et al., 2020; Gupta et al.,, 2021). B-TpeTbux, ocMOTHUECKas
COCTABJISAONIAS 3aCOJICHUSI MOXKET BIIUSATH HA BOJIHBIN OallaHC PACTEHHUs, B CBSI3U C YeM
NPOSIBIISIFOTCS TPAHCITUPAIMOHHBIC orpanndeHus porocuaTesa (Stepien, Johnson, 2009;
Amirjani, 2010; Sarabi et al., 2019; Pan et al., 2021). B-4eTBEépTHIX, 3aCOJICHHE MOXKET
BBI3BIBATh TCHEPAIMIO PAa3IMYHBIX JIOKAIBHBIX M PACIPOCTPAHSIONIMXCS CHUTHAJIOB B
pacrenun (Choi et al., 2014; Ismail et al., 2020), koTOpBIE MOTYT MOIYJIHPOBATH
akTUBHOCTH ¢oTocuHTe3a (Bialasek et al., 2017; Sukhov et al., 2019). B cnenyromux
riaBax OyIyT TPOBEPEHBI BCE 3TH THUIIOTE3bI M OYIyT OIpENeseHbl BO3MOYKHBIC

MECXaHHN3MbI, BIIMAIOIINEC HA CHNKCHUEC aKTUBHOCTHU (I)OTOCI/IHTe3a.

3.3. Pojib HOHHOTO 1 OCMOTHYECKOI0 KOMIIOHEHTOB 3aC0JIEHHSI B U3MEHEHUH
AKTHUBHOCTH ()OTOCHHTE32

3acoieHUe — 93TO CJIO0XXHOE CTECCHPYIOIIee BO3ACHCTBUE, BKIIOYAIOIIEE
OCMOTHYECKHM W HOHHBIM KOMMIOHEHTHL. OTJIMYUTEIBHOM YEPTOM OCMOTHYECKOIO
KOMITOHEHTA SBJISIETCS CHU)KEHHE BOJHOIO IOTeHIMana, Bbi3BaHHoe Na® m Cl, uro
HETaTUBHO BJIMSET HA BOJIHBIN OajaHC PACTEHUS U MOXET OTPUIIATEILHO MOAYJIUPOBATH
aKTUBHOCTH (otocuHTe3a (Maathuis, 2014; Zhao et al., 2020). ITormomenue Na™ wu
HapylIeHue HOHHOTO OajaHca BhI3bIBACT MOHHBIN CTPECC, UTO TAKKE MOYKET HETaTUBHO
BIIMATh HAa aKTUBHOCTh (EPMEHTOB U TMPOTEKAHHE TMPOIECCOB, CBSI3aHHBIX C
dborocunTe3om (Garthwaite et al., 2005; Maathuis, 2014; Wu et al., 2018). B aToii riiaBe
Oyner H3y4eHO BO3MOJXKHOE BIIMSIHUE HWOHHOTO M OCMOTHYECKOTO KOMIIOHEHTOB

34COJICHHA Ha aKTUBHOCTbD (1)OTOCI/IHT€33_.

3.3.1. Poab Hakomjaenuss Na*
BbiCOkre BHEKICTOYHBIE KOHIEHTparuu Na®, 00yCIOBIEHHBIE BBICOKAM
IPaJEHTOM JJIEKTPOXMMHYECKOrO MOTeHIMana Na*, IpuBOAAT K €ro MOCTYIUICHUIO B
IIUTO30JIb KJICTOK KOpHs, B ocHoBHOM uepe3 kaHaasl NSCC (Demidchik et al., 2002; Chen

et al., 2007). Beisenenue Na*™ u3 uurosons ocymecrsisercs Na'/H -autunoprepamu (Ji
Yy pTEp
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et al., 2013; Maathuis, 2014).

dnyopecuentrbiii 3001 CoroNa Green AM wnconb30Baitu st Busyanu3auyn Na*
B KOpHSX U cTeOse. DyopecleHTHbIE N300paKeHUsT KOPHEH W CTeOssl dyepe3 pasHoe
BpeMs mocie goOasieHus 200 MM NaCl k KopHSAM MHKpOpacTeHHUs MOJydaaud C
nomonipio CLSM (puc. 3.14). Kopau u kycouku cTeOJisi MHKYOUpOBaau B pacTBOpE

CoroNa Green AM mnocine 00padotku NaCl miis Busyanusaiuu HakoruieHHoro Na'.

Konrpoan 20 mxM CoroNa Green AM + 200 mM NaCl

0 Mun 5 MmuH 10 mun

Kopeunnb

Crebenn 1 ¢M 0T KOpHS

Pucynok 3.14. Usmenenue dayopeceniiuu CoroNa Green AM B kopHe (30Ha
nuddepenuuanun) u credise npu 06padotke 200 MM NaCl. bap 20 Mkm

B xopHe dayopecueHius 30HIa HE TMOBBIMIAJNACH Cpa3y IMocie 00padOTKU
pactBopoM NaCl; e€ yBenuuenue Obuia 3apUKCHPOBAHO Yepe3 S MUHYT. DTO COTIacyeTcs
C TIPEABIAYIIIMMHA MCCIICIOBAHUSIMH, KOTJIa B KOPHIX KYKYPY3bl (DIIyOpECIICHITHSI ATOTO K
ceHcopa oTcyTcTBOBajia uepe3 1 muHyty nocie oopadbotku NaCl u Obuta oOHapyxeHa
yepes 5 munyT (Wegner et al., 2011), a Taxoke Na* oOHapyxuBajii B KOPHEBOM KCHIIEME
SUMEHSI U KYKypy3bl yepe3 4-5 MuHyT nociie Hadana 3acojenus (Lauchli et al., 1971;
Lynch, Lauchli, 1984). B ctebine MmukpopacteHust GIyopeCceHIHI0 30H1a 00HAPY KUK
yepes 2 yaca nociie 00padbotku NaCl (puc. 3.14).

O06paboTka KOpHEH MUKPOPACTEHHS, B KOTOPOE PEIBAPUTEIHLHO 3arpysKajii 30H1,
pactBopamu 100 u 200 MM NaCl npuBogmia K pe3KOMYy YBEIMYEHHUIO YPOBHS

bayopecleHIIMM 30HAa, KOTOPBIM HapacTald C TEUEHHWEM BpPEeMEHHM HaOojeHus (puc.
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3.15A); ipu 3TOM ypoBeHb diayopecteHuu npu 06padotku pacreopom 200 MM NaCl
ObUT BBIIIIE, OJHAKO 0€3 CTAaTUCTHYECKHW 3HAYUMBIX paznmnuuii. [loxoxee peskoe
yBenuuenre Na* B 11uT03071€, 3aperuCTPUPOBAHHOE B JMHAMHKE, ObLIO OOHAPYKEHO Y
ropoxa, KOTOpbIA Takxe sBIsieTcsl MUKOGUTOM, Kak U kapTtodenb (Sun et al., 2017).
®nyopecueHntHbii 3007 CoroNa Green AM uMeeT B CBOEM COCTABE alleTOKCUMETHIIOBbBIC
a¢upsl Ui npoHUKHOBeHUs B kieTky (Meier et al., 2006), KOTOpbIe OTIICTUISIOTCS
cTepazaMd B IIMTO30JIe, H Ojaromaps dYeMy 30HI CTaHOBHTCS CIIOCOOHBIM
dbayopectuposats (Park et al., 2009). OnHako BHEKJIETOYHBIEC dCTEpa3bl TAKKE MOTYT
ynanatb 9tu 3¢upsr (Kuchitsu et al., 2002), 6maronapst yuemy CoroNa Green AM mor
cBsi3aThcsi ¢ Na' BHe KJIETKM M HW3-32 4YEro YpOBEHb (IYOPECUEHIMH 30HIa MOT

yBEJINUUTBCS cpasy nociue nodasnenus NaCl B pacTBop, OMBIBAIOIINI KOPHH.

A ;. B ;-
2 24
= =
L [T
[ [
- -

0 I 1 1 1 1 1 0
0 5 10 15 20 25 30 0

Bpemsa, MuH Bpems, MUH
Pucynok 3.15. OtHocutTenbHOEe u3MeHeHue GayopecieHuu Na+-4yBCTBUTEIBHOTO
3oma CoroNa Green AM B kophe mpu 3aconeHuu. [IpencraBienst oOpabotka 100
(3enénast muamst) U 200 (cunss muaus) MM NaCl (A), a Takxe oopadoTtka 200 MM NaCl
B npucyrcTBuu uHruomrtopa 0,1 MM amunopuaa (nynktupHas aunusi) (b). MomeHT
00pabOTKH yKa3aH CTPEJIKOU

Conepxanre Na* B 1IUTO30JIe MEHSETCS M3-3a €0 MOCTYIUICHHUS U BBIBEICHUSI.
JlobGaByieHHe K KOPHSAM MHUKpOpacTeHHs amuiopuna — wuHruoutopa Na'/H'-
AHTUTIOPTEPOB — MOKA3aJl0 OJWH W3 TJIaBHBIX MyTeil BhIBeAcHHs Na“ w3 1uTO30IIs
nocpenctsoM SOSI: npuMeHeHre HHrHOUTOpa MPUBOAMIIO K 00Jiee BBICOKOMY YPOBHIO
dayopecteniuun CoroNa Green AM B otBeT Ha 00padoTky 200 MM NacCl (puc. 3.155).

[Mpu ompenenenun KoHIEeHTpauuu Na“ CTaTUCTHYECKH 3HAYMMBIC PAa3IAYMs C
KOHTPOJIEM B JIUCTE MHKPOPACTEHHUS, B KOTOPOM HCCJIEIOBajach aKTUBHOCTh
dboTocuHTEe3a, ObUTH OOHAPYKEHBI Yepe3 6 YacoB Tociie Hadaa 3acojeHus (puc. 3.16A).

DTHUM e METOAOM OBLIO HCClenoBaHO M3MeHeHue KouneHTpaiuu K' u Cl, ogHako
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CTaTHUCTUYECKU 3HAUYMMBIX M3MEHEHHI OOHapy»XeHO He ObLIo. Y Pa3BUTOrO PacTeHUs
KoHIeHTpanuss Na* B ucciemyeMoM JIMCTe MOBbIIagach depe3 11 4acoB, mpu 3ToM
koHmentpanus K* He mamensutace, a konrenrpanus Cl™ moBeimanacs yepe3 48 vacos

nocJjie Havaa 3acoieHus (puc. 3.16b).
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Pucynok 3.16. Hakoruienne Na*, K™ u Cl” B niucte y Mukpopactenuii (A) U pa3BUTHIX
pacrenuii (b) nmpu 3aconennu. KoHTposb — cepblii LIBET.
* — CTATUCTUYECKHU 3HAYMMBIE pa3iuuus ¢ KoHTpoieM, p<0,05

B panee omyOmMKOBaHHBIX pabOTaxX MOKHO OTMETHUTh 3aBHCHMOCTH CKOPOCTH
HakorieHus Na* ot Buza, pasamepa o0bekTa u koHueHTpaiuu NaCl. Y puca yBenudeHue
koHIeHTparuu Na* B THCThIX OBLIO 3aperucTpUPOBAHO Yepe3 24 yaca mociie 00paboTKu
200 MM NaCl (Amirjani, 2010) u 5 gue#t mocie o6padotku 150 MM NaCl (Tu et al.,
2014), y xnomnka - yepes 24 gaca nocie nodasnenust 200 MM NaCl (Peng et al., 2016), y
KYKYpy3bl — yepe3 2 qus nocie oopadotku 150 MM NaCl (Gao et al., 2016), y kaprodens
- yepe3 7 mueit mocie oopadotku 180 MM NaCl (Jaarsma et al., 2013), y nmmeHuIs -
yepe3 14 aneit nocne nodasnenust 150 MM NaCl (Ibrahimova et al., 2021), y ssumens -
yepe3 15 aneit mocne odpabotku 250 MM NaCl (Falakboland et al., 2017) u gepe3 14
nuel nocie oopadotku 200 MM NaCl (Cuin et al., 2003), y ropoxa - yepe3 14 gaeit mocie
obpabotku 100 MM NaCl (Sun et al., 2017). B OonpmmHCTBE pabOT yKa3aHHbIC

BPCMCHHBIC TOYKH ObLIN CAMHCTBCHHBIMHN HCCJIICAOBAHHBIMHW TOYKaMH HJIN HauoOoee
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pPaHHHUMH, YTO HE IMO3BOJIACT YCTAHOBUTH BpEMs IMOCTYIUICHHWsI M HakoruieHuss Na* B
no0Oere. B penkux paboTax oneHuBazach moapooHas nuHamuka HakoruieHust Na* (Gao et
al., 2016; Peng et al., 2016). Tak y pactenwmii puca (Amirjani, 2010) u xmomnka (Peng et
al., 2016) Na* obnapykuBaJIi B JMCThIX depe3 24 yaca 3acOoJICHHS, a Takxke depe3 10
YacOB y B3POCJBIX pacTeHUM KapTodess, YTO COOTBETCTBYET IOJIYYEHHBIM HaMU
pe3ynbTaTam.

[Tpu 3aconeHnn He ObLTO OOHAPYKEHO CHUKEHUS KOHIeHTparuu K* B mucThsx. B
OTIIETBHBIX paboTax OBUIM OMUCAHBI MOJOOHBIC PE3yJIbTaThl, HATIPUMED, YPOBECHb HE
MeHsICs y ropoxa criycts 14 nueit nocie oopadotku 100 MM NaCl (Sun et al., 2017), y
tTabaka uepe3 6 guelt nocie oopadorku 150 MM NaCl (Yue et al., 2012) u kykypy3bl B
teueHue 7 aHei mocie oopadotku 150 MM NaCl (Gao et al., 2016), ogHako yaiie
ypoBeHb K B TUCTBSX CHWKAJICS KaK, HApUMep, JUIs MIICHHUIIBI Yyepe3 14 mHel mocie
oopabotku 150 MM NaCl (Ibrahimova et al., 2021), sumens uepe3 15 gueit mocne
oopabotku 250 MM NaCl (Falakboland et al., 2017) u puca udepe3 24 uyaca mocie
oopabotku 200 MM NaCl (Amirjani, 2010) u 7 aueit nocie o6padotku 120 MM NaCl
(Sarkar et al., 2013).

KonmnenTparus Cl” noBsImanack TOIbKO depe3 48 4acoB IMOUYBESHHOTO 3aCOJICHUS.
B mucteax Glycine max xoHIeHTpaIus 3Toro HoHa Obliia moBbireHa BMecte ¢ Na* uepes
28 nueit ob6paboTku pactBopamu 40-120 MM NaCl (Onodera et al., 2019), y Brassica
Napus He3HAYMTENIbHO TOBbImanack BMecte ¢ Na* uepes 4 nHs 00pabOTKH pacTBOpaMu
150-300 MM NaCl (Sun et al.,, 2015), y rubpuma Populus euphratica Ttaxxke
HE3HAYMTENILHO MOBBIIanach BMecTe ¢ Na* uepes 4 nHs o6pabotku pactBopom 200 MM
NaCl (Chen et al., 2001). Bo Bcex nepeuncinennbix npumepax Cl° HakarmBaics B
MEHBIIEH CTEIIEHH B JUCTBAIX U rmodere B rieiaoM, yeM Na'.

ComocTaBieHre JAWHAMUKKA HakorieHns Na' W U3MEHEHHsS aKTHBHOCTH
(dboToCHHTE3a CBUACTEILCTBYET O TOM, UYTO BBICOKHE KOHICHTparuu Na* B JIHCThIX HeE
MOTYT OBITb HENOCPEACTBEHHON NPUYMHONM paHHUX M3MEHEHUW AaKTUBHOCTH
¢dorocunTesa. B Hammux skcnepumentax Fu/Fn y MUkpopacTeHuit HaYMHAT CHUXKATHCS
yepes S yacoB nociie 00padotku NaCl (puc. 3.12b), a Hadasio cTaTUCTUYECKU 3HAYUMOTO

HakorieHuss Na“ B JIMCThSIX MPOUCXOAMIO depe3 6 yacoB. OmHAKo MOBBIICHHE O€3
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CTaTUCTUYECKON 3HaYMMOCTH Na+ B JIMCTHAX 10 CPABHEHUIO C KOHTPOJIbHON 00pabOTKOM
IPOMCXOIUIIO uepe3 2 Jaca, uTo cxoxe ¢ OudasHoi muHamukoi Hakorienus Na* u CI',
ormcanHoi s ruopuma Populus euphratica (Chen et al., 2001); Takxe BeposTHO
HAJIMYME CTATHCTUYECKHA 3HAYMMOro ToBbimeHUsS Na* B JiMcTe IUIsl 9TOW BpPEMEHHOM
touku (puc. 3.16A). Ilpu 3aconenmu y pa3Butbix pactenuii F./Fn cratucrmuecku
3HAYMMO CHIKAJICS yepe3 56 4acoB mocie Hayaia 3aCoJIeHMs], OJJHAKO TEHJICHLIHS K €T
CHIDKEHMIO HabJIrogaIach yxe uepes 24 yaca nociie Hadyana 3acosienus (puc. 3.11B). [Ipu
3TOM HAYal0 CTATHCTHYECKH 3HAYMMOro HakoruieHus Na“ B HCClieqyeMOM JIHCTe
npousonwio yepe3 10 yacoB oT Havasa 3acosieHus, a Cl” — uepe3 48 gacoB (puc. 3.16b),
4TO COBIAJMACT C AMHAMUKOM naaenus F/Fn.

OnwucanHas auHaMuKa HakoruieHuss Na“ B JHCThAX KapTodens M CHUKEHUS
aKTUBHOCTU (POTOCHMHTE3a MOJATBEPKIACTCS HCCIEAOBAHHOM JMHAMHUKON y JPYrux
pacreHuit-rimkopuToB. Tak y kykypy3sl F/Fn HaunHan cHmKaTbes yepes 3 THS mocie
obpabotku 150 MM NaCl, a konrienTpanus Na* HaunHaa MOBBIIIATHCS B IUCTHIX Yepe3
2 nmus (Gao et al., 2016), a y Arabidopsis thaliana xonrentpanus Na* waumnana
MOBBIIIATHCS B JINCThAX 4epe3 4 aus, a Fu/Fy HaunHam cHwKaThes depe3 8 JHel mocie
obopabotku 150 MM NaCl, mpu 3ToM apyrue mnapamerpbl akTUBHOCTH (POTOCHMHTE3a —
NPQ u ®pg)— u3mensunch uepe3 2 aus (Stepien, Johnson, 2009).

Haxomnienne Na* B TUCTBSX MOXET OBITh MHAYKTOPOM TPEThel (ha3bl CHUKCHUS
aKTUBHOCTH (POTOCHHTE3a, KOTOpasi Xapakrepusyercsi cHwkeHHbIM F/Fn,. HeratuBubie
apdextsl m30bITka Na* Ha mapamerpsl (iyopecueHMu XiIopopuiia MOTyT OBITh
CBsA3aHbl ¢ wuHrHOUpoBaHueM (GepmenToB 1ukiIa KanpBuHa-bencona u OenkoB

xnmoporiacta (Yang et al., 2008; Kang et al., 2012; Pan et al., 2021).

3.3.2. PoJib 0CMOTHYECKOI0 CTPeCcca B MOAYJISIIUM AKTUBHOCTU POTOCHHTE3A
OcMoTHYECKAas COCTAaBIIAIOIIAS 3aCOJIEHNS B OCHOBHOM BJIMSET HA BOJAHBIN OajtaHC
pacTeHus, B CBSA3M C YeM IPOSBIISIFOTCS TPAaHCIHUPAIIMOHHBIC OTpaHUYCHUS (POTOCHHTE3a
(Sarabi et al., 2019). BoxHblii romeocTa3 JUCTHEB, U3MEHSIOIIMICS TMOJ IEHCTBUEM
OCMOTHYECKOTO KOMITOHEHTA, OIICHUBAJICS 1O M3MEHCHHIO TPAaHCIHMpAIlUW, KOTOpas B

Harei padote oreHnBanack ¢ momoibio uaaekca CWSI.



74

Havaneupiii nmepuon usmenenuss CWSI Obln 3aperucTpupoBaH ¢ OOJIBIITUM
BpeMEHHbIM pa3pemieHueM. O6pabotka pactBopom 200 MM NaCl mnpuBoaumna y
MUKpopacTeHuil Kk cHrxeHnto CWSI. EnuHUYHBIE CTaTUCTUYECKHA 3HAYUMBIE Pa3INUMs
M0 CPaBHEHHUIO C KOHTPOJIEM OBbUIM 3aperucTpUpOBaHbl yxe dYepe3d 60 MuHyTt, a
CTaOMJIBbHOE CTATUCTHUECKH 3HAYMMOE CHW)KEHHME OBbLIO 3apeructpupoBaHo uepe3 90
MUHYT (puc. 3.17A). B ciyyae AIUTENbHOM PEruUCTpallid 3HAYMMBIE PA3NIHYUA Y
MUKpPOPACTEHHI ObLIM 3aperuCTPUPOBAHBI YEPE3 2 Yaca U COXPAHSIIUCH B TEUEHHUE BCETO

nepuoaa HaomoaeHus (puc. 3.17b).
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Pucynok 3.17. U3menenue napamerpa CWSI y mukpopactenuit (A u b), a Takxke y
pa3BuThIX pactenuid (B). KonTponasHas 00paboTKa — cephlil LIBET.
* — CTaTUCTUYECKU 3HAYMMBIE Pa3IM4YUsl C KOHTPOJIEM, MPSMbIE JIMHUU YKa3bIBAIOT
BPEMEHHOM AMana3oH C HAJIMYUEM CTATHCTHYECKH 3HAYUMBIX Pa3IMUMil C KOHTPOJEM,

p<0,05

50

ITIpu 3aconenun CWSI y pa3BUTBIX pacTeHUN CHUXKAICS 4depe3 3 yaca mocie
oopabotku NaCl (puc. 3.17B). BreisiBieHHass [HEBHas JAUHAMUKA CHIDKCHUS
TpaHcnupanuu y Heoopaborannoro NaCl pactenus sBisieTcsi THIMYHOW U BCTpEUYaETCS
Takxe y npyrux pactenuit (Dayer et al., 2020; Ta et al., 2011; Wang et al., 2013b; Yang
etal., 2012).

JluHaMuKka W3MEHEHWH TpaHCIUpAlMy TPU 3aCOJICHUU, OINUCAHHAs B APYTHX
UCCIICIOBaHMSIX, ObIIa pa3IndHa: y B3POCIBIX pacTeHUH KapTodens cHUXKazach yepes 3
yaca nocsie 06padotku 300 MM NaCl (Backhausen et al., 2005), y MuxkpopacteHuit
kaproderns Oputa cHkeHa uepes 48 gacos nocne gobasnenust 200 MM NaCl (Zhu et al.,
2021), y TomaTa Obuta cHUXeHa yepe3 6 yacoB nocie oopadotku 100 u 250 MM NaCl
(Podr et al., 2019), y pactenwnii Tabaka cHrKanachk uepes 12 gacos mocie 0opadotku 150
MM NaCl (Wang et al., 2020). Bo Bcex nepe4uciaeHHbIX IpUMepax ObLIN TaKKE CHUKECHBI

ckopocTh accumuisitiun CO, FyFm u ®@pgy 1 noBeiien NPQ, 4To CBUAETEILCTBYET O
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CHU)KEHUH aKTUBHOCTHU (DOTOCHHTE3A.

CHmXeHue yCTBUYHOW TPOBOJAMMOCTH BbI3BIBAET COKpalieHue nocrymienus CO;
(Stepien, Johnson, 2009; Amirjani, 2010; Pan et al., 2021). YMeHbIIeHHE TOCTYTUICHUS
CO2 B KJIETKH NPUBOJUT K CHUKEHUIO CKOpocTel peakuumii nukia KansBuna-bencona u,
COOTBETCTBeHHO, CHIKeHHIO moTpedieanss AT® u HAJI®H (Aharon et al., 2003), uaro
MoxeT mpuBecTH k yBenmumHuio NPQ (Li et al.,, 2008; Stepien, Johnson, 2009).
Konkypuposanue NPQ ¢ hoToXuMHUeCKMMHI MEXaHU3MaMH 3a MOTJIOEHHYIO YHEPTHUIO
Ha (poHe PoTOMHrHOMPOBaHKS MOXKET MpUBecTH K cHIKeHHI0 Dpg) (Chaves et al., 2009).
Opnako u Beicokuit NPQ moxker orpannuuBath 3 PextuBHOCTh accumuisiiuu CO2 3a
cu€T yaepkaHus 3eakcaHTuHa u cyobenuHuIbl S ®OCII, Bxopsmelr B cocTaB
cBeTocoOuparoiiero komiieca Il U, BEpoOSATHO, KOHTPOJUPYIOUIECH B3aUMOJICUCTBUE
mexay oeaxkamu OCII (Hubbart et al., 2012; Murchie, Ruban, 2020).

Craructuuecku 3Haunmblie uamMenenust CWSI (puc. 3.17A u b) y Mukpopactenus
MIPOU3OIILIN MO3XKE, YeM HAUMHAIHUCH TIEPBBIE U3MEHEHUS aKTUBHOCTHU (POTOCUHTE3A (pHC.
3.12 u 3.13), no3TOMYy CHM)KEHHE TIPOBOJUMOCTH YCTHUI HE MOXKET OBITh HHAYKTOPOM
nepBoi (a3pl U3MEHEHUs aKTUBHOCTU. COINOCTaBJICHHE BPEMEHHOM JUHAMHKU
yYKa3bIBa€T Ha POJIb CHUKEHUSI YCTHBHUYHON MPOBOAMMOCTH B MHIYKIIUU BTOPOU (ha3bl
otBeTa (porocuHTe3a. Y pa3BuThix pacrenuid CWSI, HanpoTus, cHkaca osicTpee (puc.
3.17B), yueM HaUMHAIKUChH CTATUCTUYECKU 3HAYUMBIE pa3inuus napameTpoB NPQ u Dpg)
(puc. 3.11).

Ponp ocMOTHYECKOTO W HMOHHOTO KOMIIOHEHTAa 3aCOJICHUS B U3MEHEHUHU
aKTUBHOCTH (OTOCHHTE3a W TPAHCIHPAIMKA OIEHUBAIM C TOMOIIBI0 00pabOTKH
MUKpOpacTeHHil He ToJbKO pacTBopoM NaCl, HO U Takke COpOUTOIOM PKBUBAIICHTHON
M0 OCMOJIIPHOCTH KOHIICHTPAIIMU JJIi CO3JaHUSI OCMOTHYECKOTO BO3ACHCTBUS U
pactBopom KCI mst ycranoBieHust poni Na* B M3MEHEHHUAX 3THUX (DHU3HOJIOTHUESCKUX
npotieccoB. CopOUTON — 3TO MPOHUKAIOIIMMA B KJIeTKy ocMonuTuk (Blindig et al., 2016),
YTO MO3BOJIIET HaM COMOCTaBIATh ero ocMoTuueckue 3gdextsl ¢ NaCl (Arifet al., 2023).

O6padotka 200 MM NaCl u 400 MM copbuTOna OKa3biBalia CXOKEE NCUCTBUE Ha
Dps;i u NPQ (puc. 3.18A), npu 5TOM CTaTUCTUUECKU 3HAYUMBIE PA3JIMUUSI C KOHTPOJbHOU

00paboTKOl O0OHApPYKMBAJTUCH PaHbINE Yy OOpaOOTKH COPOUTOJIOM TIO CPAaBHEHHIO C
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obpabotkort NaCl, Torma kak a1 KCl Takux paziauuuii 0OHapy>XeHO He ObLIO.
AKTUBHOCTh (DOTOCHHTE3a B TEUYEHHE JBYX YacOB 3aCOJICHUS Yy MHKPOpPACTECHUU
kapTodens magaet B 1Be (a3bl, TPAHULIBI KOTOPHIX ompenessum no uzMmenenuio NPQ.
Hns cpaBHeHUs1 3(PpdekToB 00pabOTOK ObUIM aHAIM3UPOBAHBI AMIUIMTYIBI depe3 S50
MUHYT 3aCOJICHUS AJ1s TIepBoi (pa3el 1 uepe3 120 muHyT A1 BTOpoi dasel. B pesynbraTe
amruiuty bl @Ops;p 1 NPQ mpu o6padotke NaCl u copOUTOIOM CTaTUCTUYECKH 3HAYMMO
He pasznuuanuch, Torga kak KCl pasnuuancs ¢ HUMU B mnepBylo ¢azy CHUKEHUS

akTuBHOCTHU (poTocuHTe3a 111 Dpsyj 11 BO BTOpYIO (hazy mist Dps;p 1 NPQ (puc. 3.18b).
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Pucynok 3.18. U3menenue aktuBHOCTH hoTocuHTE3a (Ppsyy 1 NPQ) u unnekca CWSI y

Mukpopacteruii B otBeT Ha go0asinenue NaCl, KCl unu copbutona B nunamuke (A) u
yepe3 50-60 (Paza 1) u 120 munyt (Pa3za 2) nocne Hauana o0padotku (b). Ctpenkoit
yKa3aH MOMEHT JJOOaBJICHHSI.
IpsIMbIE JTMHUH YKa3bIBAIOT BPEMEHHOH JHAMa30H C HATUYUEM CTaTUCTHYECKH 3HAYMMBIX
pa3MuMii ¢ KOHTPOJEM, pa3Hble OYKBbl 0003HAYAIOT CTATUCTUYECKH 3HAYUMBIC
paszmuus mexay oopadorkoit NaCl, copouromom u KCI, p<0,05

B cayuae CWSI copouton u KCl, nHanpoTuB, okazbiBamu cxoxuii 3PexT:
CTaTUCTUYECKU 3HAYUMBIC Pa3NU4Msi C KOHTPOJbHON 00paboTKON OOHapyKHBAIHUCH
pansine, yeM 1t NaCl, — yxxe uepes 45 MuHyT oT Hayana 00padotku (puc. 3.18A). Ilpu
ATOM CTATUCTUYECKH 3HAUUMBIX pa3inuuil mexay oopadbotkamu pactBopamu NaCl, KCl

u copburona uyepe3 60 MUHYT OOHapyX)eHO HE ObLIO, TOrJa Kak JJjisi BTOpou (ha3swl

CHMKCHHUA aKTHUBHOCTH (bOTOCI/IHTGBa COp6I/ITOJI CTaTUCTUYCCKH 3HAYHNMO pa3/IndaliCia €
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npyrumu oopadotkamu (puc. 3.18b).

B nureparype onuceiBatoTcs pazubie BapuanThl 1o cuiie Bo3zaeiicTBus NaCl, KCl
u copourona: oopadorka Arabidopsis thaliana 200 MM NaCl oka3siBano 6oee MOIITHOE
JCHCTBUE Ha aKTUBHOCTH (oTocuuTe3a, ueM 400 MM copouron (Zhang, Xing, 2008),
takxke y Arabidopsis thaliana 75 MM NaCl u 150 MM copOuTON OKa3bIBaIH CXOXKEE
nericteue Ha Fu/Fy, a 75 MM KCIl geiictBoBan cinabee (Kunz et al., 2014), 400 MM
copOuTON OKasbiBasl Oojiee MolHoe neiictBue, yem 200 MM NaCl y Physcomitrella
patens (Azzabi et al., 2012), y Micrasterias denticulata 339 MM copOuTOJI OKa3bIBaI
6onee momHoe nevicteue, a 200 MM KCI B 3aBUCHMOCTH OT TPOJOJBKUTEILHOCTH
00pabOTKM OKa3bIBaJl MEHBIIIEE, CXOJIHOe WM Oosbinee BiausHue, yeM 200 MM NaCl
(Affenzeller et al., 2009). B namux skcnepumenTax 400 MM copOUTOSI MOT OKa3bIBaTh
0oJee CUIIbHOE OCMOTHYECKOE BO3CHCTBUE, TaK KAaK HECMOTpPSI HA TO, YTO COPOUTOI —
NpOHUKaOKMK B KiIeTKy ocMoiuTHK (Roy et al., 2011), y pactenuii ocmotnueckas
pEeryaupoBKa MPOUCXOIUT OOJIbIIIEH YaCThIO 33 CUET MOCTYILIICHUSI U30BITOYHBIX HOHOB B
KJIETKY M TOJIbKO HEOOJIbIlasi A0JIsl MPUXOJIUTCA Ha opraHnyeckue Bemectsa (Munns et
al., 2020). Ilpu comnocraBieHuu 3G(PEKTOB, CO3AaBAEMBIX JTUMU 00padOTKamH,
MPOSIBJISIETCS  MOIIIHOE  BIUSHUE OCMOTHYECKOM KOMIIOHEHTHl Ha aKTHUBHOCTH
¢dotocunreza. Ognako 200 MM KCl noimkeH ObL1 UIMETH Ty € OCMOJISIPHOCTD, 4TO 1 200
MM NaCl u 400 MM copOuTO, OTHAKO OH OKa3bIBall camoe ciaboe Biausinue Ha Dpg) U
NPQ B nepBbie 2 yaca nocie oopadotku. Hampumep, y pactenuii Capsicum annuum
ObUT0 00HApYKeHo, uTo oOpadoTka 60 MM KClI o cpaBaenuto ¢ 60 MM NaCl oka3biBaiia
MEHbIIIee HeraTUBHOE BiMsHHE Ha accuMWiAnuio CO; W YCTBUYHYIO MPOBOJIUMOCTH
(Martinez-Ballesta et al., 2004), 4To MOIJI0O MPOUCXOIUTH M B HAIIIMX 3KCIIEPUMEHTAX.
Onnako Bce o0OpaboTku mokazaiu cxoxee BiausgHue Ha CWSI u, criemoBarenbHO,
TPAHCIIUPAINIO W CTENEHb 3aKPBITUS YCTHHUIl, KOTOPHIE OOJBINEH YacThIO 3aBHUCST OT
ocMoTHUecKoro crpecca. CietoBaTeNIbHO, CYIIECTBYET BKJIag Na* B HauajlbHOE — IIEPBhIC
30-40 MUHYT 3aCOJIEHUS — CHUKEHUE aKTUBHOCTH (DOTOCUHTE3a, KOTOPOE HE MOKET OBIThH
O0OBSCHEHO TOJIBKO OCMOTHYECKUM BO3/IEHCTBUEM 3aCOJICHUS.

NoHHBIE M OCMOTHMYECKHMM KOMIIOHEHTBI 3aCOJICHUS HETaTUBHO BIMSAIOT Ha

aKTUBHOCTh (DOTOCHHTE3a Ha pasHbIX dTamax. I JaBHBIM 00pa3om, HakomuieHue Na' B
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JHUCTBAX 3aJ€HCTBOBAHO B TpEeThel (haze CHMKEHUS aKTUBHOCTH (DOTOCHHTE3a, KOTAa
IPOUCXOIUT najicHue FulFm, OTpPaXKaloIIEero CTETeHb HOBPEXKICHUS
dortocuHTeTHUECKOTO ammapara. Bropas ¢aza CHMKEHUS aKTHUBHOCTH (DOTOCHMHTE3a
MOKET ObITh O0BACHEHA CHIKEHHEM YCTBbUYHOHN MpoBoauMocTd. HauanbHoe manaeHue
aKTHMBHOCTH (DOTOCHHTE3a HE MOXKET OBbITh OOBSICHEHO HHM HakoruieHHeM Na®, Hu

YCTBUYHBIMHA OI'PAaHUYCHUAMU q)OTOCI/IHTC?)a.

3.4. UuaynupoBaHHas 3acojieHHeM peryasuus porocuure3a. Bausinue
PACNPOCTPAHAIOIIMXCH U3 KOPHA B 100Er CUTHAJIOB
BeposiTHON npuyMHON MOIyJSLUU NEepBOM (a3bl MOTYT OBITh HCXOZSIINE U3
KOpHS B MOOEr MHAYUMPOBAHHBIE 3aCOJICHHEM CHUTHajbl. B 3TO#l TiaBe mpuBEnEeHO
onucanue NaCl-uHAYIUPOBAaHHBIX CUTHAJIOB, POJIb KOMIIOHEHTOB 3aCOJIEHUS B UX

T'CHEpAalWN U BJIUAHUC OTUX CUTHAJIOB Ha dKTUBHOCTD CI)OTOCI/IHTC321.

3.4.1. UuayunpoBaHHbIE 32COJIEHHMEM IUCTAHIIUOHHbIE CHTHAJIbI
3aconeHue HAYLUPYET pa3auvHbIe JJOKAJIbHBIE U PACIPOCTPAHSIOIINECS U3 KOPHS
B mnober curHambl. Cpeau JAUCTAaHIUMOHHBIX CHUTHAJIOB  BBIACISIIOT  CUTHAJIBI
TUAPABINYECKONW, DJIEKTPUYECKOM M XUMHUYECKOM IPUPOIBI, KOTOPBIE MOTYT
B3auMojieiicTBoBaTh pyr ¢ apyrom (Huber, Bauerle, 2016; Johns et al., 2021). Hanuuue

JMCTAHIITMOHHBIX CUTHAJIOB OTPEEISIN B KOpHE U Todere B pa3HbIX 30Hax (puc. 3.19,

3.22A, 3.24A).
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Pucynok 3.19. Usmenenue TonmuHbl CTEOS (AT cregem) U ITCKTPUUECKUX TTOTEHIIUMATIOB
(AV) B moGere mipu 06padbotrke NaCl. [[BeTa nuHMIT COOTBETCTBYIOT I[BETY 00JIacTei Ha
cxeme A. Ha cxeMe Takke yKa3aHbl MECTa YCTAHOBKH M3MEPHUTENBHBIX 3JEKTPo10B (D1,
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22, 33). Ctpenkoit ykazaH MOMEHT 00pabOTKH

[MunpaBIuYecKkuii CUTHAI — 3TO OBICTPO PACTIPOCTPAHSIONIASCS BOJIHA H3MCHCHUS
BOJHOTO TMOTEHIIMAja WIM JABJICHUs, BbI3BaHHAs WU3MEHEHHEM BOJHOIO HATSKEHUS,
TYpropHOTO JIaBJICHHS M ocMoTHUeckoro norennuaia (Malone, 1993; Christmann et al.,
2013). Kak mpaBuiio, pacripoCTpaHSIOIMIMICS THIPABINYECKUN CUTHAI PETUCTPUPYIOT B
OTBET Ha JokaiabHOe noBpexaeHue (Malone, 1993). B saTom ciiyyae BO3HMKaeT BOJHA
MOBBIIIICHHOTO JABJICHUS. Y BEJIMUEHUE OCMOJISIPHOCTH BHEITHETO PAcTBOPA BHI3BIBACT
OTTOK BOJIbI U3 PACTEHUS BCIEACTBUE U3MEHEHHUS PA3HOCTH BOHOTO noTeHnuana (Graus
et al., 2022), yTo BBI3BIBACT BOJIHY MTOHMKEHHOTO AaBieHus (Malone, 1992).

['mppaBnudecknii CUTHAT MOXKET OBITh  3apETUCTPUPOBAH HE  TOJBKO
HeTocpeACTBeHHO aatuukoM aaBiieHus (Katsuhara et al., 2011; Wegner et al., 2011), Ho
1 KOCBEHHO - 110 M3MEHEHHUIO TOJIIMHBI cTeOss u mucTtheB (Neumann et al., 1988; Graus
et al., 2022). Tako# moaxoj ObUT MPUMEHEH B HAIIUX HUCCIEIOBAHUSIX: MPOXOXKICHUE
TUIPABIMYECKOTO CUTHAMA MO MOOEry JEeTEKTUPOBAIHN MO U3MEHEHUIO TOJIINHBI CTEOIs
Ha PaCCTOSTHUM 8 CM OT KOPHS. Y MEHBIIICHNE TOJIIHWHBI CTEOJIS MPOUCXOaUI0 depe3 3-5
MuHYT nociie 0opadotku NaCl (puc. 3.19).

B pabotax, rae wWCmonb30Badv AATYUKH JABICHUS IS HEMOCPEICTBEHHOTO
U3MEpPCHUSI TYPrOpHOTO JaBJEHUSA, (PUKCUPOBAIM TIOYTH MOMEHTAJILHOE TaJcHUE
TypropHoro aasyieHus B oTBeT Ha 00padboTky NaCl (Kholodova et al., 2006; Katsuhara et
al., 2011; Wegner et al., 2011), a Takke yMEHbIIECHUE TOJIIIMHBI JUCTHCB B OTBET Ha
ocMoTuyeckoe BozaercTue: MmaHHUTON (Malone, 1992) unmu NaCl (Graus et al., 2022).

DJIEKTPUYECKUM CUTHAJI — 3TO PACHpPOCTPaHSIONIeecs] U3MEHEHHE MEMOPaHHOTO
NOTEHIMAIIA, KOTOPOE MOKET OBITh CBA3aHO ¢ M3MeHeHueM ypoBHs Ca?" mnm paGoroii
H*-AT®a3sr mnasmanemmsl (Choi et al., 2016). OgHako 3acojeHHE MOXKET BBI3bIBATH
JIOKaJIbHOC M3MCHEHHE MEMOPAHHOTO MOTEHIMAlIA, BRI3BAHHOE HEMOCpeACTBeHHO Na™, —
nenoaspusanuio (Monetti et al., 2014; Su et al., 2019). Tonbpko mocneanee coObITHE OBLIO
3apeructpupoBano npu obpadotke NaCl (puc. 3.19): B pacTBOpe, OMBIBaIOIIEM KOPHU
MHUKpPOPACTCHHS, ¢ TOMOIIBIO IMOBEPXHOCTHBIX MAaKpPOdJCKTPOJIOB Obla OOHaApyX)eHa

MPAKTUYECKA MOMEHTAJIbHAS TUIEPHOJAPU3AIU C MAKCUMAIIBHON aMIUIUTy10M 12 MB;
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B 1oOere M3MEHEHUs AJICKTPUUECKUX MOTEHIIMANIOB OOHapykeHO He Obuno. Panee mpu
UCTIOJIb30BaHUU MUKPORJIEKTPOTHOM TEXHUKH ObLIa 3apETUCTPUPOBAHA JCTIONSPH3ALIHSI
B KIETKaX, HEmocpencTBeHHO KoHTakTupyrommx ¢ NaCl, y Arabidopsis thaliana
(Jayakannan et al., 2013; Salvador-Recatala, 2016; Su et al., 2019), kykypy3sl (Hua et al.,
2008; Wegner et al., 2011), samens (Shabala et al., 2016a; Wegner et al., 2011), Tabaka
(Monetti et al., 2014). Tak kak HaIIK Pe3yabTATHI OKA3ATUCH HETUITUYHBIMH, MBI TIPOBEITN
JIOTIOJTHUTEIHHBIE IKCTICPUMEHTHI JJII TIPOBEPKH KOPPEKTHOCTH PETHCTPAIMU: B 3TOM
ciyvae nprmBaiu pactsop 200 MM NaCl k nmucty MUKpopacTeHus, B pe3yiabTaTe 4Yero
ObUla 3aperucTpUpOBaHa BBIPAKECHHAs NEMOJSAPU3ALUs B MECT€ BO3ACUCTBUS 0e3
pacopocTpanenusi B crebenb (puc. 3.20). CremoBareiabHO, B KOpHE Oblia

3aperucTpUpoBaHa UMEHHO runeproiisipu3anus B otBeT Ha NaCl.
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Pucynox 3.20. BeizBanHoe obOpaboTtkoii aucta pactBopoMm 200 MM NaCl usmeHeHue
anekTpuueckoro norennuana (AV) B modere. Ha cxeme A yka3aHbl MecTa yCTaHOBKHU
AJIEKTpoAa cpaBHEHUs (DCp) U U3MEPUTENTBHBIX 3J1eKTpo10B (D1, 92, 33) (b). Ctpenkoii
yKa3aH MOMEHT J100aBJICHUS

CpenyM XMMHMYECKMX CHUTHAJIOB B KaueCTBE OCHOBHBIX paccmarpuparor Ca?-
curHansl 1 A®K-curnan. Ca?’-curHan — 5T0 caMOpacHpOCTPAHAIOIIAACS BOJIHA
noseinreHns yposus Ca?* B murosone, onocpenosannas Ca?*-poHuIaeMbIMU KaHaIaMu
3a cYeT BHEKJIETOUHBIX M OpraHe/uIbHbIX uctounukos Ca?* (Choi et al., 2014; Gilroy et
al., 2016). Muxpopactenuss c¢ cencopom Casel2 (C1(2)3) umenn HECKOJIBKO
OTJIMYAOIIYIOCS B JUHAMUKE, 3alUCAHON B TeueHue AByX yacoB, peakiuio NPQ #a NaCl
¢ HetpaHchopmupoBanHbiM pactenueM, NKMO1 u HP11 (puc. 3.21). IlomydeHHbie

PE3yIBTAaThl MOTYT OBITH 00BACHEHBI TeM, uTo Casel2 BeicTymaer Oydepom Ca®* m3-3a
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HaJIW4KUg KaJIbMOAYJIMHA B €0 CTPOCHUH, ITIO3TOMY OJJHOBPEMECHHO C BHSYMHSaHHCﬁ C32+

Casel2 MOXKeT MEHSATh €ro MPOCTPAHCTBEHHO-BpeMeHHYI0 nuHamMuKy (Rose et al., 2014).

Hesckwii (HK) NKMO1 CL(23 HPI11
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Pucynok 3.21. M3menenue NPQ B rcTe MUKPOPACTEHHS pa3HbIX TPpaHCHOPMAIMOHHBIX
auHui B TeueHue 2 yacoB oOpabotku NaCl. Jlannsie npencrapisitoT pazuuiy B NPQ
MEXIy BPEMEHHBIMH TOUYKaMH 70 M Tociie o0paboTku. CTpenkoil ykazaH MOMEHT
nobasiienus. KoHTpoib — cepblit 11BET

VBenuuenue yposHa Ca?" cMOTpenu B pasHBIX 001acTAX KOpHA M cTeOns (puc.

3.22A).
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Pucynox 3.22. Wsmenenme ¢uyopecuenmyun Ca®'-4yBCTBUTENBHBIX CEHCOPOB B
paznu4HbIX obnacTsax mobera u kopHs (6ap 100 MKM) MUKpOpacTeHUS, YKa3aHHBIX Ha
cxeme A, npu obpabotke NaCl. PeructpupoBamce n3menenue Quryopecueniuu Fluo4
AM (b) u Casel2 (B, I', I, E (mpencraBiieHbl TUMHYHBIE 3aIUCH)), COOTHECEHHOE K
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ypoBHIO 10 BoznedcTBus. KoHTponbHas oOpaboTka — cepwlii nBeT. llBera nuHuii
COOTBETCTBYIOT IIBETY obsiacTeil Ha cxeme A. CTpenkoi yKa3aH MOMEHT J0OaBIICHUS

B otBer Ha o6pabotky NaCl mpoucxommno ObICTpoe — B TEUYCHHE IEPBBIX
HECKOJIEKUX CEKyHJ| — IoBblIeHue ypoBHa Ca®' B crebiue, onpenenéHHoe ¢ MOMOLILIO
dbayopectienTHoro 30HAa Fluod AM (puc. 3.22B) u ¢dayopeciieHTHOTO TeHEeTHYEeCKU
komupyemoro cercopa Casel2 (puc. 3.22B). ®nyopecleHTHBIE CEHCOPBI TOKa3aau
CXOYKYIO PEAKIMIO: IEPBOE NOBhIIICHUE ypoBHa Ca®’ B yuacTke no6era, pacioaoKeHHOM
B | CcM OT KOpHS, PErHCTPUPOBAIOCH IMPAKTHUYECKM MOMEHTAJIBHO IOCIE Hayaia
oopadotku NaCl, BTOpoe NOBBbIIIEHHE HauyMWHAJIOCh 4depe3 3-4 MuHyThl. CKOpOCTb
pacmpocTpaHeHusl CUTHAJIa cocTaBiisiiia okosio 900 MKM/C, 4TO HaXOIUTCA B JUANa30HE
paHee 3aperucTPUPOBAHHBIX CKOPOCTEH ATOr0 CUTHAJa MPH 3aCOJICHUM Y pacTeHui A.
thaliana (Choi et al., 2014; Steinhorst et al., 2022). B nmucte, B KOTOPOM PErUCTPUPOBATIN
aKTMBHOCTH (DOTOCHHTE3a, HAOIIOANOCh cxoxee M3MeHeHme yposHa Ca®*, ommako ¢
MeHbIIeH aMITUTy 10 (puc. 3.221).

B xopne BrIOpasiu Tpu 00J1aCTH UHTEpECA, JIJIsl KOTOPBIX paHee B TuTepaType Obuin
OMKCaHbl CBOM 0COOEHHOCTH. [lepBas 001acTh — KOHYMK KOPHS, BKIIOYAIOIIUN YEXIIUK U
mepucteMy. Panee B mepucteme ObUIO OOHapyX E€HO JIOKAJbHOE HHIYIIMPOBAHHOE
34COJICHMEM YBEIMYEHUE YPOBHA TIuyramara, KoTopbld aktuBupyeT GLR, urto
yBeanuuBano notoku Ca®* B CpaBHEHMH C IPYTMMM 30HaMH. TakiKe 3TO YBEIUYCHHE
YPOBHSI TJyTaMara MOXET OMOCPENOBaTh OOJIBIIYI0 UYBCTBUTEIHHOCTh MEPUCTEMBI K
3aCOJICHHUIO TI0 CPaBHEHHIO ¢ ApyrMMH 30HamMH KopHs (Shabala et al., 2016a; Yu et al.,
2022). Bropast 065acTh BKIItOUasa MePeXoIHYI0 30HY, 30HY PACTSHKCHUS U PAHHIOIO 30HY
BcachiBaHus. B paHHe#t 30He BcachiBaHus Oblla OOHapy)keHa camas paHHsst Na'-
3aBucuMas rerepanus Ca*-curnana, KOTOpbIA pacIpOCTPaHsIICA B CTOPOHY KOHYMKA
K o0ery, v O3TOMY 3Ty 30HY Ha3Baiu «Na'-uyBCcTBUTEIbHOM HUlIeh» (Steinhorst et al.,
2022). Takxe panHss renepanus Ca?*-curnana 6bu1a 0OHAPYKEHA B 30HE PACTSIKCHUS
(Krogman et al., 2020), mosToMy 5TH 30HBI KOpPHS OBbUIM OOBEAUMHEHBI B OJHY
uccienyeMmyro o0nactb. TpeTbss 00JiacTh BKIIIOYada 30HBI BCAChIBAHUS U 30HY
MPOBEICHUS KOPHS — 00J1aCTh HAa MPOTSHKEHUH 1-2 ¢M OT rpaHuIlbl CO BTOPOMl 001acThIO.

Panee oTMeuanoch, 4To 3Ta 30HA XapaKTepHU3yeTcsl Ooyiee BBHICOKOW aKTHMBHOCThIO H™-
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ATda3, uto cHXKaeT NIyOuHY Aenonspu3anud, BeizBanHoi Na* (Shabala et al., 2016a).

B KOpHE B pa3sHBIX 30HAaX ObUIO 3a(UKCHMPOBAHO 3 TOBbILEHMS ypoBHA Ca®" B
TeueHue 25 MUHYT HaOmoeHus nocie Hadana 3acosienus (puc. 3.22J1 u E). IlepBoe
MOBBIIICHHUE OBLJIO 3aPETUCTPUPOBAHO YEPE3 HECKOJIBKO CeKyH/I ocie nodasnenust NaCl
K KOpDHSAM, OHO XapaKTEepU30BaJIOCh CAMOUM OOJIBIIOW aMIUTUTYAOW U OBLJIO CaMbIM
KOPOTKHM IO MPOJOJDKUTENbHOCTH. BTOopoe moBbIIeHWe HauuWHajioch vepe3 1,5-2
MUHYTBI MOCJI€ Hayajla 3acOJICHHs] U MPaKTUYECKU cpaszy IOCIe OKOHYAHMS TIEPBOTO
noBBIIICHHSI. TpeThe TMOBBINIEHHE MPOUCXOAWIO uepe3 6-7 MHUHYT IOCie Hadasia
3acoJIeHus, a B 30HE Au(depeHuranuu — yepe3 7-8 MUHYT, TO €CTh HaOII0AalIOCh
pacnpocrtpanenue Bonasl Ca?* o xopHio (puc. 3.22E).

[eHepanus u pacpocTpaHeHue 1o KopHio Boansl Ca?* B oTeeT Ha 06paboTky NaCl
— 9acTo perucTpupyemMoe codbiTe, oOHapykeHHOe panee y A. thaliana mpu o6paboTke
75 MM (Steinhorst et al., 2022), 100 MM (Gao et al., 2004; Choi et al., 2014; Allan et al.,
2023), 150 MM (Krogman et al., 2020), 200 MM (Corso et al., 2018), 220 mM NaCl
(Laohavisit et al., 2013); saumens npu oopadotke 250 MM NaCl (Giridhar et al., 2022);
tabaka npu oopadotke 200 MM NaCl (Monetti et al., 2014). PacipocTpanenue 31oro
CUTHAJIa B MOOer TakXke paHee ObLJIO 3aperuCTPUPOBAHO, OJHAKO OOJBIIMHCTBO
WCClIeIoBaHMiA ObUTH MpojienaHbl Ha mpopoctkax A. thaliana (Tracy et al., 2008; Xiong
etal., 2014; Liu et al., 2018a; Jiang et al., 2019; Giridhar et al., 2022).

3acojIeHne MOKET MHAYLUPOBaTh He Tonbko Ca®*-curman, no u A®K-curnan —
CaMOpacHpOCTPaHSAIONIYIOCS BOJIHY npoaykuun ADK, omocpenoBaHHYIO aKTHBALUEH
RBOH (Gilroy et al., 2016). C momoristo HyO-uyBcTBUTEHEHOTO ceHcopa HyPer7 6buio
BU3YyalIM3UpOBaHO mMoBbiieHUe ypoBHs H2O; B kietkax crebns (puc. 3.23b) u kopHs
(puc. 3.23B). B nobGere ObL1 3aperucTpupoBaH NOBBIIEHHbIH ypoBeHb H2O2 TONbKO B
obnacTu, oTnanéuHoi oT kKopHs Ha 1 cM. B kopue curnan ADK renepupoBasics B nepBbie
CEKYH/IbI 3aCOJICHUS, TIPOIOJKUTEIHPHOCTh TIOBBITIICHHUS COCTaBisuia 5-6 MuHyT. Panee B
JUTEpaType omnuchbiBaau moBbilieHHe ypoBHSI A®K B orBer Ha oOpabotky NaCl B
KJIeTouHbIX KyabTypax (Monetti et al., 2014; Formentin et al., 2018), Takxxe ObLT omnrcaH
curHan B noOere (Lim et al., 2019). B kopue A®K-curnan ObUT 3aperucTpupoBaH B

OJIHOM cTaThe B KOoHUMKEe KyKypy3bl (Pandolfi et al., 2010), 1160 BooOIIIE OTCYTCTBOBAT
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s A. thaliana u sumens (Lim et al., 2019; Bohle et al., 2024).
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Pucynok 3.23. U3zmenenune dayopecueniuu HoOo-uyBcTBUTEIBHOTO ceHcopa HyPer7 B
pa3nuyHbIX obnacTax mobera u kopHs (6ap 100 MKM) MUKpOpacTEHUS, YKa3aHHBIX Ha
cxeme A, npu obpabotke NaCl. PeructpupoBanuch H3MEHEHHUE COOTHOIICHUS
dbayopecueniun HyPer7 B xopue (b) u crebne (B), cooTHecéHHOE K YpOBHIO 10
BoznericTBusi. KontponbHas oOpaboTka — cepslii 1BeT. l[BeTa NTUHUNA COOTBETCTBYIOT
1BeTy obsacteit Ha cxeme A. CTpenkoil ykazaH MOMEHT J00aBIeHUs

K curnanam xumuueckon NpupoIbl TAKKE MHOTJA OTHOCST NPOTOHHBIN CUTHAN —
pacnpocTpaHsoueecs WIK JIOKaIbHOEe u3MeHeHue pH amormacra, 0uTo3ois u
XJIOPOILTACTOB, 32 KOTOPBIE OTBETCTBEHHBI IIaBHBIM 0Opa3zoM H'-AT®da3b n won/H'-
anturnioptepsl (Felle, 2001; Raghavendra et al., 2023). Jlis ucciaeqoBaHus U3MEHEHUH
uuro3oneHoro  pH  ucnosb3oBanm  pH-uyBCTBUTENBHBIN (bayopecieHTHBIN
patuomerpuueckuii cencop Pt-GFP.

N3menenns nuro3osbHOTO pH HacTynanu yepes S 4acoB B JINCTE MUKPOPACTEHUS,
B KOTOPOM ONpEAesUIM HU3MEHEHHS mapaMeTpoB (uIyopecleHInd XJjaopoduiuia;
HaOJIF0/1aJIOCh HAYall0 YCTOMYUBOTO 3aKHUCJICHUs 1MT030Js (puc. 3.24B). YV pa3BuThIX

paCTCHI/Iﬁ B UCCJIICAYCMOM JIUCTC YCTOﬁqHBOG 3aKHMCJICHUC TUTO30JI1 HAYMHAJIOCh YCPC3

9 vacos (puc. 3.24B). B cTebyie MukpopacTeHusi U3BMEHEHHUS PETUCTPUPOBATIU PaHbIIIE —
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yepes 4 gaca (puc. 3.241).
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Pucynok 3.24. U3menenuss pH uwmrozons (ApH) npu 3aconeHur B pas3HbIX 30HAX,
OTMEUEHHBIX Ha cxeme A: B jucte mukpoacteHus (b) m passuroro pacrenus (B), B
crebne muxpopactennus (I') u B kopHe (J1, E, ). KonTponsHas 06paboTka — cepelif IIBeT.
[{BeTa TMHUN COOTBETCTBYIOT LBETY oOnacTell Ha cxeMe A. CTpenkoil ykazaH MOMEHT
n00aBIEHMS.

* — CTaTUCTUYECKU 3HAYMMBIE Pa3JIMYUsl C KOHTPOJIEM, MPSMBIE JIMHUM YKa3bIBAOT
BPEMEHHOHN JMana3oH C HAJIMYMEM CTaTUCTHUYECKH 3HAYMMBIX Pa3jiudHil C KOHTPOJIEM,

p<0,05

B xopne, HanpoTuB, u3MeHeHus 1uTo30bHOr0 pH Hactynanu OeicTpo. B o6nactu
KOpHS MHUKpPOpAacTEHHUs, KOTOpas BKJIHOYaJla YEXJUK W MEpUCTEeMy, HaOJ0aanoch
YCTOWUYMUBOE 3aKUCIICHUE WUTO30Js1 C amMiutynod 0,2, CTaTUCTUYECKH 3HAYUMO
HayMHAaBIIEECS 4Yepe3 7 MUHYT IOCIE Hadajla 3acoJICHHs; MNPH 3TOM TEHACHIUS K
3aKUCJICHUIO HauMHayach yepe3 2 MuHYThI nocie nodasieHust NaCl (puc. 3.24]1). B
aHATOMHYECKHU OJM3KOW 00JaCTH, KOTOpas BKJIIOYACT 30HY PACTSHKEHUS U 3aXBATHIBACT
PaHHIOIO 30HY BCAChIBaHUs, HAOIIOAAIOCH KPATKOBPEMEHHOE 3alleIaulBaHUe [IUTO30J15

¢ ammuutyaoi 0,1, HaunHaBIIeeca yepe3 2-2,5 MUHYTHI ITOCIIe Havaia 3aCOJICHUS;, Yepe3
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7 MUHYT OT Hauaja 3aCOJIEHUS MPOUCXOAWIO CHUKeHUE pH 1UTO30515 MaKCUMaIbHO Ha
0,13 (puc. 3.24E). B o6iactu KOpHs, BKJIIOYAIOIICH 30HBI BCAChIBAHUSI M IIPOBECHUS,
JIOCTOBEPHO 3HAUMMBIX H3MeHeHuil pH He 6bL10 3aperucTpuposao (puc. 3.24E).

[IpeacTaBieHHble B JUTEpAaType JaHHBIE OOJbIIEH YacThblO MPOTUBOPEUYMBHI U
MaJIOYHCIIEHHBI OTHOCUTENILHO U3MEeHEeHUs pH 1MT03071s 1 anormiacTa B pa3HbIX OpraHax
W 30HAX OJHOTO opraHa. B Hamieir paboTe ObUTO OOHAPYKEHO CTOMKOE 3aKUCIICHHE
IMTO30JIs1 KOHYMKAa KOpHsA. PaHee B 3TOil 30HE€ y MPOPOCTKA SYMEHS OBLIO
3apETUCTPUPOBAHO CTOMKOE NOBBIIEHNE pH MTO30I151 ¢ MakcUManbHOM amIuuTy 101 0,8
(Katsuhara et al., 1997), y Vigna mungo B IuTO30JI¢ HE MPOUCXOMIIO PaHHUX (B TCUCHHE
2,5 wyacoB 3acojeHusi) u3MeHeHuM pH, npu 3TOM B BaKyoJdd MPOUCXOIMIIO
samenmaunBanue (Nakamura et al., 1992), a y A. thaliana 0bu10 3adukcupoBaHo OBICTpOE
U CTOMKOE MO/JIIIeIaunBaHe MUTOXOHpuid (Sun et al., 2021) 1 3akucieHne MUTO30J1 Ha
0,1 pH (Guo et al., 2009).

Mpb1 00Hapy WM KpaTKOBPEMEHHOE MEPEXOAHOE 3allleflayMBaHUE ITUTO30JIs B
30HE paCTsDKEHUS M B paHHEW 30HE BcachiBaHUs. bwicTpoe cToiikoe mojiienaynBaHue
IIUTO30J151 ¢ MaKcHUMabHOM amruTynoi 0,08 Takxke Obu10 00HapykeHo y A. thaliana B
YaCTHUYHO TIEPEKPHIBAIOIICHCS 30HE HCCIENIOBAHMS: B 00JIACTU MEPUCTEMBI U 30HE
ynauHeHus kopHs (Rombola-Caldentey et al., 2023).

B 30Hax BcacklBaHWS W TIPOBEICHUS MbI HE OOHAPYKHIN CTaTUCTUYECKH
3HAUYMMBIX M3MEHEeHM pH 1HUTO30/15, YTO Tak)Ke YACTUYHO MOATBEPKIACTCS paHee
omy0OnukoBaHHBIMU pabotamu: y A. thaliana B 30He BcackiBaHusI KOpHS HE OBLIO
oOHapykeHo u3MeHenusi pH B 1uTo3oine, omHako pH B Besukynax Ttpanc-Ionbmxu
noBeimancs Ha 0,3 (McKay et al., 2022); B KOpHEBBIX BOJIOCKAaX 3TOH 30HBI HE ObLIO
oOHapyxeHno uaMenenusi pH nurozons (Halperin et al., 2003); B rumokotusie ObLIO
O0OHapy>KEHO HE3HAYUTEIIbHOE 3aKUCIIEHUE IIUTO30J151 ¢ MaKCUMalIbHOU amrututyzaoi 0,04
(Schulte et al., 2006) u 3amenaunBanue anomsacta ¢ aMIIuTyaou 10 0,4 u 3akucieHue
uTo307s ¢ amrumatyaoi 1o 0,2 (Gao et al., 2004); B anoruiacte kopuer V. faba ne
npoucxoauiio mamenenue pH (Meyer et al., 2025).

Takoe pasnuuue B OTBETax B Pa3HBIX 30HAX KOPHS MOXKET OBITh OOBSICHEHO

BJIMSIHUCM APYIUX CUTHAJIOB, KOTOPBIC BO3ZHUKAJIIM B OTBCT HA 3aCOJICHHUC paHbUIC, YCM
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u3Mensuics pH uuTo3o0sst. XOTs B HaIllEM UCCIIEIOBAaHUU HE ObLJI0 0OHAPY>KEHO Pa3HHULIbI
B XapaKTepHCTHKaX yBenudeHus ypoBHs Ca®" B pasHbIX 30Hax KopHs (puc. 3.22E),
Pa3sHMIIA MOXKET OBbITh, HAIPUMEp, B akTUBMpyeMbIXx Ca?'-poHMIIaeMBIX KaHalax W
MeXaHu3Max n3MeHeHus akTuBHOCTH H'-AT®da3pl. Tak, H3BECTHO, UTO B 3pEIIOi 30HE
KOpHSI, BKIIIOYAIOIICH 30HY BcachiBaHus U mpoBeaenusi, H'-AT®a3bl obnanator Oosee
BBICOKOW aKTUBHOCTBIO 110 CPABHEHHUIO C IpyruMu 3oHamMu KopHs (Shabala et al., 2016a),
YTO MOXKET OOBSICHUTH OTCYTCTBHE M3MeHeHus pH B 31oil 30He. Panee B Mepucrteme
ObLTO OOHApPYKEHO YBEIMUEHUE YPOBHSA TIyTaMarta B OTBET Ha 3acosieHue (Shabala et al.,
2016a; Yu et al., 2022), mpu 5Tom pazubie GLR 1okanu30BaHbl B pa3HbIX TKAHAX U 30HAX
kopHs (Vincill et al., 2013). B panHeli 30He BcachiBaHHUsI ObUla OOHapyXeHa Tpymmna
NIEPBUYHO-PEATUPYIONIMX KIIETOK, KOTOpasi TeHepUpOBaia YCHICHHBIHN JTOKaIbHbBIN Na'-
sapucumblii  Ca?*-curman (Steinhorst et al., 2022). Bepostno, Ca?* ypenmuumBaer
akTuBHOCTH H'-AT®a3e1 nocpenctBom perpeccun CIPK11 mporennom 14-3-3 (Ma et
al., 2019; Li, Yang, 2023) uau aktuBainuu (pochouno3uron-4-kunasel (Shabala, Yu,
2021). O nokanuzaiuu GocHouHo3uTON-4-KMHA3 B PA3TUUHBIX OpraHax cjaabo U3BECTHO.
MO>KHO TIPEeNAnoNOKHUTh, YTO OHHU JIOKATM3YIOTCS BO BCEX OpraHax pacTeHUs, OAHAKO
HEKOTOpble U30(OPMbI OOHAPYKUBAIU TOJHKO B aKTUBHO JEISIIUXCS KJIETKaX KOPHS
(Lin et al., 2019).

HeraruBnas perymsauus H'™-ATda3pl 1miasMaieMMbl MOXET IMPOHUCXOIUTH,
rnaBHbiM o0Opa3zoM, mocpeactBom FERONIA (Gjetting et al., 2020). Jlokanu3arus
FERONIA Obina ob6HapykeHa BO Bcex 30Hax kopHs (Dong et al., 2019), ognako eé
sKcmpeccuss U dkcmpeccuss Hercules moHukeHa BBIIIE 30HBI PACTSDKCHHUS KOPHS
(Aglyamova et al., 2022). Takxe pH nuTo3075 MOXKET CHMIKAThCS M3-3a YBEJIWYCHHUS
aktuBHocTH Na'/H'-antumoprépo (Guo et al., 2009; Sze, Chanroj, 2018). SOS1
NPEMMYIIIECTBEHHO OKCIPECCUpPyeTcss B KOHYMKe KopHs, a Na'/H'-antumnoptép
TOHOIIJIaCTa — BO BCEX 30HaX KOpHsA kpome koHuuka (Shi et al., 2002). Onnako mis
rnmukopuToB Na'/H'-aHTHmopTépsl TOHOIUIACTa HWIPAIOT BTOPOCTEICHHYIO pOJIb B
BeiBeieHMM Na* u3 nuto30:1s1 (Morgan et al., 2022), B oTiin4re OT raiopuTOB, y KOTOPBI
OHM XopoI1ro akTuBupyroTcs (Shabala et al., 2020). CnegoBaTeabHO, CUCTEMBI, KOTOPHIE

MOT'YT CITOCOOCTBOBATh 3aKHUCIIEHUIO OUTO30JIA, ciabo nNpcaACTaBjJICHbl B 30HAX
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BCACBHIBaHUsI M TTPOBEJICHUST KOPHSI.

B nutepaTtype oTCyTCTBYIOT JaHHBIE 1O M3MEHEHUI0 pH 1IMTO3051s WiiH anoriacta
JUCTa TPU KOPHEBOM 3aCOJICHMHM IIEJIOTO PACTEHHUS, OJHAKO W3BECTHO, YTO TMPHU
HerocpeAcTBeHHOM koHTakTe Jjucra V. faba ¢ NaCl mpoucxomuino NpaKTHYECKH
MOMEHTaIbHOE TOBbBIIeHHe pH amorutacta smuaepMuca, maaucagHoro mMe3oduiia 1
3aMbIkaromux kietok ycrbui (Geilfus, Miihling, 2011; Geilfus, Miihling, 2014),
HETIOCPEICTBCHHBIN KOHTAKT KJIETOYHOH KYJIBTYpPHI JTUCTa BUHOTPAJA BBI3BIBAI TAKKE
omenaunBanue anoriacta (Ismail et al., 2014), a mpoTomacToB prca — 3aKUCICHUE
uTo30uist yepe3 200 cexyn 1 nmocie Hayana oopabdotku (Kader et al., 2007). B uenom, stu
COOBITHSI MOTYT TIOJITBEPIUTH OOHAPYKEHHbIE HAMU TO3/IHUE U3MeHeHust pH B cTebiie u
B JIUCTBSIX, YTO MOKET CBHJICTEILCTBOBATH O TOM, YTO B TIOOETe 3aKMCICHUE IIUTO30JISI U
3alle/lauMBaHue aroruiacTa cBszaHo ¢ HakoruieHueM Na® u Cl” B TkaHsx. 3akucieHue
IIUTO30JI1 KJIETOK JINCTa MOTJI0O OBITh CBSI3aHO C HakoIuieHneM Na® B mooere,
noBbIieHueM akTuBHOCTH Na*/H*-antunoprépa (Guo et al., 2009; Sze, Chanroj, 2018) u
cHIKeHreM akTUBHOCTH H'-ATdas3bl ma3maieMMbl, IPUUYUHAMHA KOTOPOTO MOTYT OBITh
CHIDKCHHE aKTUBHOCTH JIBIXaHUS W/WIIH CHYDKCHHUS SKCIPECCHUU I'eHOB, KoAaupyrommx H-
ATd®dasm1 (Pitann et al., 2009; Ma et al., 2010). YcToitunBoe 3aKUCICHHUE IUTO30JI51 MOTJIO
OBITH CBSI3aHO C MHTHOUPOBAHUEM JIEKapOOKCUIUpYIoIel ManaTaeruaporetassl (Kumar
et al., 2000; Saha et al., 2012), a taxke rimyramatiaekapookcmiasel (Al-Khayri et al.,

2024), sBiAONMXCS KOMIIOHEHTaMu Ounoxumuueckoro pH-crara (Wegner, Shabala,

2020).

3acojieHHE B HAIIMX SKCIIEPUMEHTAaX BbI3BIBAJIO B KOPHSIX F€HEPAIMI0 U3MECHEHUS
5JIEKTPUYECKOr0 NOTeHIHana, ysenudenre yposas Ca?* u H,O, B InT0O30I1€ M U3MEHEHNS
IUTO30JIbHOTO pPH, OTIWYHBIE 118 KaXKIOW M3 HMCCIEAOBAHHBIX 30H KOpHS. bbLIO
3apEeTUCTPUPOBAHO, UTO U3 KOPHS B MOOET paclpOCTPaHSIIUCh TOJIBKO THAPABIMYECKUE
BOJIHBI ¥ BOJIHBI M3MeHenus Ca?’ B nuro3one. B nansHelnmx roasax OyaeT npenpyuHaTa

ITOIIBITKA BBIICHUTh MCXAHHU3MbI I'CHCPAINH OIIMCAHHBIX B KOPHC U rmo0ere COOBITH.
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3.4.2. PoJib HOHHOTO 1 OCMOTHY€CKOI0 KOMIIOHEHTOB 3aCOJICHUSI B HHIAYKIIMU
Pa3JIMYHBIX CHTHAJIOB

3acoJieHre BBI3BIBACT CUCTEMHBIN OTBET KaK B KOPHE, HAXOSIIUMCS B TPSIMOM
KOHTAaKTe C 3aCOJIEHHOM CpeJloi, Tak U B TOOEre, YaCTUYHO M3-3a PACIPOCTPAHSIOIIMNXCS
curHainoB (Zhao et al., 2020; Shelden, Munns, 2023). OcMOTHYECKHUI W HOHHBIN
KOMITOHEHTBI ~ 3aCOJICHHS ~ I0-pa3HOMY  BOCIPUHUMAIOTCS W BBI3BIBAIOT
pacrpocTpaHstonecs u JokanbHbie curHansl (Wang et al., 2022; Banik, Dutta, 2023).

JInsg u3ydeHus BIUSHHS OCMOTHYECKOrO BO3JAeHCTBHS M Na® Ha aKTHBAIUIO
Pa3IMYHBIX CUTHAJBHBIX CHUCTEM B KOpPHE W moOere, Kak U B Clydae C U3YYECHUEM HX
BIIUSIHUA Ha aKTUBHOCTB POoTOCHHTE3a, MpuMeHsuii 00padoTky NaCl, copouronom u KCl,

Y PETUCTPUPOBAIIA CUTHAIBI B Pa3HBIX 30HaX MUKpopacTeHus (puc. 3.25A).
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Pucynok 3.25. BiusitHue MOHHOTO M OCMOTHMYECKOTO KOMIIOHEHTOB HA CHUTHAJIbHbBIC
CUCTEMbl MHKpPOpPACTEHUU KapTodess, KOTOphle aHAJU3UPOBAIUCH B Pa3TUYHBIX



90

obnactsax nmobera u kopHsa (O6ap 100 MxM), yka3zaHHbIX Ha cxeme A. IlpencraBiieHbl
aMIUTATYIbl U3MEHEHHUs, COOTHECEHHOE K YPOBHIO IO BO3JCHCTBHS, TOJIIMHBI CTEOIs
(ATcrebenn) (b), u3ameHeHust snekTpudeckux mnoreHuuanoB (AV) (B), ammauTynasl
nepBoro (I') u BToporo (/1) u3MeHeHHs ypOBHI Ca?* B xopHe u B credne (E) (u3MeHeHHE
dbayopectuenuu Casel2 - AF/Fo) u pH (E) B nuro3one. Ctpenkoil ykazaH MOMEHT
N00ABIICHHUS.

Pa3nbie OykBbI 0003HAYAIOT CTATUCTUYECKU 3HAUUMBIC Pa3lIMuus MEXIy oOpabOTKOU
NaCl, copouroniom u KCl, p<0,05

['unpaBnuyeckuid curHaia B moOere ObUT 3aperdCTPUPOBAH MPU BCEX BHUAAX
o0paboTku (puc. 3.25b), ¥ cTaTUCTUYECKH 3HAYUMBIX Pa3IMuuil MEKIY HUMH HE OBLIO
O0OHapyKEHO, YTO MOATBEPKAAET OCMOTUUECKYIO IPUPOAY ITOI'O CUTHATIA.

DneKTpUYeCKrUe MOTEHIIUAIBI B TTOOEre U KOPHE HE MEHSJIUCH TI0]1 BO3CHCTBUEM
copoutona (puc. 3.25B). KCI B otiinune ot NaCl u copOuTona BbI3bIBaJl CHIOHTAHHYIO
TeHEpalIo PaclpOCTPaHSIOUIMXCS HMITYJIbCOB B KOpHEe M mobOere. Panee npyrue
uccnenoBarenu coodmanu, yto NaCl Bei3biBa nenomnsipusaiuio B kopHe (Monetti et al.,
2014), a copbuton — runepnoysgpusaluio ¢ Hedonbion amrumryaoi (Monetti et al.,
2014; Liu et al., 2023a).

Ca?*-curnan ObLI 3apErUCTPUPOBAH BO BCEX BAPUAHTAX OOPAOOTKU: aMILIMTYA
curnaina nmpu oopadotke NaCl Opu1a BeItie, uem aiist copoutosna u KCl, ocoOeHHo B KOpHE
B ciydae nepBoro Obictporo (puc. 3.25I') u Broporo (puc. 3.25]]) NoBbIICHUS YPOBHS
Ca?". Na* moxer aktuBrpoBaTh Ca*-ponuIiaeMble KaHasl, cesasbiBasgch ¢ GIPC (Jiang
et al., 2019; Ismail et al., 2020) uau aktuBupyst FERONIA naun FERONIA-iogo6HbIe
kuHa3bl (Gigli-Bisceglia et al., 2022), 4To MOXET NpUBOAUTH K MEPBOMY MOBBIIICHUIO
ypoBus Ca?* B kopre. Ilocnemyromye MHOBBINIEHHS MOIYT OBITH ONOCPEIOBAHEI
aKTUBAIlMEH aHHEKCUHOB, B YéM MOT'YT y4acTBOBaTh 00a KoMroHeHTa 3aconenus (Huh et
al., 2010; Davies, 2014; Ma et al., 2019; Li, Yang, 2023), uau TPC (Choi et al., 2014).

B crebne Obimm OOHApYXEHbI CTATUCTUYECKH 3HAUUMBIC Pa3IUUMs MEXIY
00paboTKaMH TOJIBKO JIJIsi BTOPOT'O MOBBIIICHHUS, TO ecTh 00padoTka NaCl unayruposaia
Ca®*-curnan ¢ GonblIeil aMILIUTYIOMN, YeM ocTanbHble 06paboTku (puc. 3.25E). Panee
s A. thaliana (Schmdckel et al., 2015; van Dieren et al., 2024), sumens (Giridhar et al.,
2022) u xaprodens (van Dieren et al., 2024) 6511 3apeructpuposano nossimenne Ca?*

OTBET Ha OOPabOTKY OCMOJHMTHKAMH, KOTOPOE OBLJIO MO YPOBHIO MEHBINE, YeM TIPH
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oopaborke NaCl. Cpapnenus pamsuus NaCl u KCl ma Ca?'-curman panee He
npoBoaunock. Ilepsoe nopeiuenue ypoBHs Ca?* B crebie MOIJIO OBITH CBS33aHO C
MPOXOXKJICHHEM  THUAPABIMYECKOTO  CHTHAJa, KOTJa  TMPOUCXOTUT  aKTUBAITUS
MexaHouyBcTBUTENbHBIX Ca®'-nponnmaemeix kananos (Choi et al., 2016), a Bropoe,
BEPOSATHO, MOTJIO OBITH camopactpocTpansomeiics Ca®*-BOIHOMN, KOTOPYIO 3aIlyCKalOT
Na*-uHIyIHPOBaHHBIE MEXAHU3MBI.

Oo6padotka pactBopamu NaCl, KCl u copburtona Takxke IMoKazaiga pa3HYyIO
peaknmo pH muTo3ons B kopHe (puc. 3.25E). B 30He BcachiBaHHS KOpHS He OBLIO
HAWJIEHO CTAaTHUCTUYECKH 3HAYUMBIX paznuuuil s oopabotku copoutosom u KCI c
obopabotkoii NaCl, To ectb Bce Tpu 00paOOTKH B ITHUX HCCIEAYEMBIX O0JIaCTAX HE
BBI3BIBAJIM PAHHUX U3MEHEHHI 1InT0301bHOT0 pH. OHako B o6sactax 3 u 4 KopHs (puc.
3.25A) obpabotka KCl u copbuTosioM BbI3bIBaia M3MeHeHUs pH 1IUTO30J1 C HU3KOM
aMIUTUTYJIOM M TIOKa3ajla CTATUCTUYECKA 3HAYMMbIC pa3Id4dds [0 CPaBHEHUIO C
obpaborkoit NaCl (puc. 3.25FE). Drto moareep:knaercs W IpUMEpaMH paHee
npojenanHeix pador, Hampumep, 100 MM NaCl BbI3bIBan 3aKUCIEHHE IUTO30JS Y
MPOTOIUIACTOB pHUCa, a B OTBET Ha 00paboTky 200 MM copbutona usmenenus pH He
Haomonanocs (Kader et al.,, 2007). CnemoBarenbHO, HaOJ0JaeMble H3MEHEHUS
IIUTO30JIbHOTO PH B KOpHE SBJISIFOTCS 3aBUCUMBIMU OT Na™.

B nucrte, B KOTOpOM onpeaensiiif U3MEHEHHEe akKTUBHOCTH (DOTOCHHTE3a, IIUTO30J1b
3aKHCJISUICSA TOJBKO B OTBeT Ha 00paboTky NaCl (puc. 3.26). MoxHO monarath, 4To
cHkeHrne pH muTo30i1s ObUTO CBsI3aHO ¢ BiaMsHUEM M30bITKa Na'. Hauano 3akucieHus
IIUTO30JIs JIUCTA COBMAJACT C HAYaJIOM CTATUCTHYECKH 3HAYMMOro cHmkeHus Fu/Fm u

HAYaJIOM TPEThel (a3bl CHIKEHHSI (POTOCHHTE3A.

0.50 o NacCI
mm copbuTton
0.259 s KCI

Bpems, 4
Pucynok 3.26. Biustaue NaCl, KCl u copourosna Ha pH nnTo30:1s B JmcTe.
* — CTATUCTUYECKHU 3HAYMMBIE pa3inuus ¢ KoHTposeM, p<0,05
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Jlnst onpenenenus 6osee MOAPOOHBIX MEXaHU3MOB BO3HUKHOBeHUs Ca?*- u ADK-
CUTHAJIOB U M3MEHEHHMI LUTO3016HOTO pH IpuMeHsIn MHruOuTOpHbI aHamm3. Ca’'-
CUTHAIl TOJABJIANIM C IOMONIBI MHrubuTopa Ca*-mpoHMIIaEMBIX KaHAIOB XJIOPHUIA
nanrtana (LaCls) (De Vriese et al., 2018). Tak kak Na* Mo>xeT MpoHUKATh B KJICTKY uepes3
nexotopele Ca?*-nponunaemele kamambsl (Tracy et al., 2008), 6buI0 IPOBEAEHO
uccnenopanue HakoruieHus Na* u Cl° B ucciemyeMoM Jrcte MUKpopacTenust (puc. 3.27A

u b). [lpuMeHeHne 3Toro MHrMOMTOpa HEe BIMsIO0 Ha HakoruieHue Na* u Cl B sucre.

1
B g 0.4 15 ]
m 4

A LY i o == NaCl E i
@ | & gad ™ NaCHLaCly(cteGens) L I
|2 s 1T :
1
% i E 0.2 % i
1 5 1
Jgg% I =014 — i
@ & E |
i = 0.0 — oA |
= 2 4 8 2 oA 8 |
(:) LaCl, I--.B.--.e_.---------'.3.‘1'3'.“.".*_‘_'__________________________Pf"_"ff"_f‘ _________ |

< NaCl ) . =—NacCl

= NaCHLaCl;(kopeHs)
—NaCHLaCl;(cTebens)

\\/ / u-ﬁ 24
LaCl, =
< 14

0 5 10 15 20 25 30
Bpema, MuH

Pucynok 3.27. 3aBUCHMOCTh HaKOIUICHHS MOHOB Tipu 3acolieHnu oT oopabdotku LaCls.
LaCls 3arpysxanu yepe3 KopeHb u cTebenb, 4To oTMeueHo Ha cxeme A. [IpencrarieHo
Hakoruieare Na* u Cl' B aHamM3upyeMoM JIMCTe MEKPOpacTeHus pu oopadoTke 200 MM
NaCl, a Taxxe wusMeHeHue ypoBHS Na' B KOpHE, BBIPAXCHHOC B HW3MEHCHUU
¢dayopecueniuun CoroNa Green AM, COOTHECEHHOW K YPOBHIO /10 BO3ACHCTBUS, MpHU
obpabotke 100 MM NaCl. Ctpenkoii ykazaH MOMEHT J100aBJICHUS

Taxkxe Obla WCClIeOBaHA JMHAMUKA MOCTYIUICHHsS Na' B KJICTKH KOPHS IIPH
o0pabotke narnouropom LaCls kopHeit MukpopacTeHus it OJIOKUPOBAHMS TeHEPaIUU
Ca®*-curnana u depe3 cTebenb Ha BBICOTE | CM OT KOpHS Uil OIOKMPOBaHUS
pacrpoctpanenns Ca?*-curnana B nooer (puc. 3.27B). Hu oxna us o6paborox LaCls e
MOKa3ajla CTAaTHCTHYECKH 3HAYUMBIX Pa3jIM4vii C pacTEeHUsSIMU, HE OOpabOTaHHBIM
uaruoutopom. Takum o6pazom, npumenenne LaCls He Bausuio Ha moctyruienne Na* B

pPaCTCHUC U €TI0 HAKOILJICHHC.
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Biusanue LaClz na Ca?*-curnan cmotpenu B Tpéx obnacTax kopHs (puc. 3.28A)

1A OIIpejieIeHUs. MEXaHM3Ma TeHEePalluy MOBbIIeHui yposHas Ca?*,

A Yexnuk neDeﬁf‘;aﬂ 3oHa 3oHa 3oHa
Mepuctema PAaCTSKEHUA BCACLIBAHWA NPOBEAEHUA
=,

Bl 1[aCl; — Ca’-mpoHHIiaeMEle KaHaIbD
B CH;AsO — docdounosuron-4-kuHasa

B Na;VO, — H™-AT®as3m
Bl CH;CIN,O — Na*/H"-aHTHIOPTEPEI
C,,HClIl — HA/I®H-okcHaase!
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Pucynox 3.28. BnmsitHue WMHrHOWTOPOB B pa3HbBIX oOmactsx kopHs (Oap 100 mxm)
MUKpopacTeHus kaprodens (A) Ha ammumtyasl nepsoro (b) u Broporo (B) nossimenus
yposusa Ca®* (AF/Fy), noseimenns ypoas H;O, (AR/Rg) (I') u msmenenus pH (),
unayuupoBannbie NaCl, B uuro3osne B nporeHTax ot oopadotku NaCl.

* — CTAaTUCTUYECKHU 3HAUMMBbIC Pa3JInyusi OPUTHMHAIIbHBIX 3HaueHui ¢ oopadoTkoit NaCl,

p<0,05
LaCl; momasmsim amrumtyny meporo (puc. 3.28B) u Broporo (puc. 3.28B)
noseimenuss Ca?* B murosone Bo Bcex 30Hax. Tawke LaCl momaBisi aMIuiaTymy

noBeIeHus ypoBHs H,O, B miuTo3051€ BO BCex mccaeaoBaHHbIx oomactax (puc. 3.2800),
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cieoBareabHo, noBbilieHue ypoBHs ADK B KopHE 3aBUCENO OT MOBBIIIEHUS YPOBHS
Ca?". LaCl; Ttaxke mNOmABIAN aMIUIMTYLy 3aKHCICHMS B KOHYMKE KOPHS M
3amienaunBanus B oonactu 2 (puc. 3.28]1). Panee yxe ormeuamu cBsasb curaanos Ca?* u
U3MEHEHUs] UTOo301bHOr0 pH B oTBeT Ha pasznuunbie cTumyibl (Behera et al., 2018).
CrnepnoBatenbHO, HaOMI01aeMble U3MEHEHHsI pH IIUTO30J11 B KOPHE 3aBHUCAT OT CHTHaja
Ca?". Tlpeamonaraercs, 9To noBbiueHre yposHs Ca?* MOXKET ObITh BBI3BAHO U30BITKOM
A®K (Li et al., 2021). Panee 6bu10 MOKa3aHO 1Jis puica, YTO MPH 3aCOJEHUU B KOPHE
cHavana uaet noseimenue yposus Ca?*, a morom yxe ADK, BesBannoe Ca?* (Zhang et
al., 2015). CnenoBaTenbHO, BEPOATHO, YTO MOCIEAYIOMIME MOBbILeHHs ypoBHsa Ca®* B
kopHe wmoryT ObiTh BbI3BaHbl A®K. HWurubutop HAJDH-okcumasz xmopun
nudenunmononus (Ci2HgCll) mogasnsier aktuBHOocTh HAJI®H-0KCHIa3 — OCHOBHOTO
ucrouyHuka A®K, mosTomy €ro npuUMEHsIIA [JI UCCIEAOBAHUS NPUYHH YBEIUYECHUS
ypous Ca** m H,0, B nurosone. Xinopua AUPEHUIHOAOHHS MOAABIAI AMILIATYY
noBeiieHus ypoBHss HyO, Bo Bcex uccienoBaHHbIX oOnacTsx kopus (puc. 3.280),
CJIEIOBATEIbHO, €r0 YpoBEeHb 3aBucel oT akTuBHOCTH HAJIOH-okcuaas. OnHako 3ToT
MHTHOMTOP He BIMSII HA aMIUIMTY/IbI TOBbIIeHHH ypoBHs Ca?* B kopHe (puc. 3.285, B),
cienoBaTensHo, ADK He MO ObITh NPUYKHOM MOBbIIEHUS ypoBHS Ca®’ B KopHe.

Kak Ob110 onpezieneHo panee, aMIUIMTYAa 3aKUCIEHUS KOHYMKA U 3allleIayiBaHus
MEPHCTEMbI M PaHHEH 30HBI quddepeHnmrannu 3apuceny ot Na* u uaruouropa LaCls.
N3menenns pH 1MTO30I11 B KOPHE MPOUCXOIUIIN MO3KE NEPBOrO MOBBIIICHUS YPOBHS
Ca?*, cnenoBaTeNbHO, NEPBOTO NOBBILEHHS YpoBHs Ca?* B KOpHE MOIJIO BBHI3HIBATEH
3aKHCJICHHUE U 3alleIaYBaHUE IUTO30JI C TOMOIIBIO PAa3HBIX MEXaHU3MOB. Takxke camo
u3MeHeHne pH MOIIo BEI3BIBATH MOCIHEAYIOIIME HM3MeHeHeHus yposHs Ca?*. s
OnpesieNieHUs BO3MOKHOTO BIMAHUS 3MeHeHus ypoBHs pH Ha nosbimenus yposus Ca?*
B [IUTO30Jj1¢ TpuMeHsd naruourop H'-ATda3 P-tuna oprosanagat Hatpust (NazsVO,).
OptoBaHagaT HaTpus MOJABISUT aMIUIUTYAy wu3MeHeHus pH B oOmactsax 1 um 2,
cleoBarenbHo, u3MeHeHuss pH nwurTo3ons 3aBucenn oT  paborel H'-AT®asmi
miasmanemmsl (puc. 3.28]1). Taxke amMInTy b1 noBbimenns Ca®" momaBIsINCh BO BCEX
uccieayemMbix oonactsax kopHs (puc. 3.28b, B).

[MonyueHHBIE PE3yNbTAThl JUIA IEPBOro HoBbimeHHs ypoBHa Ca?* Moryr GbITh



95

0O0BSICHEHBI TeM, 4TO Kpome uHruOupoBanuss H'-ATda3 oproBaHagaT HaTpUs TaKXKe
MOXKET TOBHIMIATh YypoBeHb A®DK u yBenMuuBaTh AaKTUBHOCTH IIPOTEHHOBBIX
cepuH/TpeoHrHOBBIX (ocdaTas u Ca?*-3aBUCHMOI IPOTEHHKHUHA3BI, B PE3YJILTATE YETO
aKTUBUPYIOTCS MHUTOT€HaKTHBHUpYyeMble mpoTemHkuHa3bl (Lin et al., 2009). Taxxke
uHruoupoBanne H'-AT®da3pl 1Ia3MalieMMbl OPTOBAaHAJATOM HATPUS  BBI3BIBACT
JEeTIONSPU3AIMI0  TPaHCMEMOpaHHOTO J3JekTpudeckoro noreHmuana (Cocucci et al.,
1980). BeposiTHO, 3TO M3MEHEHHE IMOTCHIIMAIA MOKOSI MOXKET HETaTUBHO BJIMATH Ha
noreHnuant-akTuBupyemsle Ca?*-nponnnaemsie kanans! (Véry, Davies, 2000).

BO3HMKHOBEHHE MOCIEAYIOMEro HoBbIIeHHsS Ca?* MOMKET OBITh OOBACHEHO
yraereHreM pabotel H'-AT®a3b1 u 3akuciieHreM 1uTo30s B 30Hax 1 u 2. V3BecTHO,
YTO Yy MIIEKONUTAOIMKX ecTh pH-uyBcTBUTENBHBIE KaHANbl GLR, a Takke HEKOTOpBIE U3
stux kKaHaimoB y A. thaliana uyyscTBUTEenbHBI kK uHrHOMpoBaHuio H™-AT®da3ml
wiazmanemmbl (Shao et al., 2020). C apyroi#t CTOpOHBI, MOBBIMICHHE aKTHBHOCTH H'-
AT®a3pl mia3MaJeMMbl MOXET HWHAYLUUPOBATh PENOJIAPU3ALUI0 MEMOPaHHOIO
MOTEHIMANA B 30HE 2, YTO MOXKET NPHMBOAUTL K mpuToKy Ca®’ yepes moTeHuMal-
aKTUBHpOBaHHbIC KaHaibl (Shabala, Yu, 2021; Tracy et al., 2008). JIpyroi mexaHu3zm
ysenuuenus yposas Ca®* moxer skmrouats TPC (Choi et al., 2014; Evans et al., 2016),
KOTOpbIE AKTUBHUPYIOTCS H3MEHEHHEM TIOTEHIMalia TOHOIUIACTa, CO3[aBaeMbIM
BakyossipHoii H™-AT®a3oii (Dindas et al., 2021; Ismail et al., 2020), u 3Ta aKTUBaLUsA
MoeT ycunuBatbes nmocpeactBom ADK (Evans et al., 2016). TIpu stom H*-AT®da3a u
Na*/H*-o0MeHHUK TOHOIUTACTA AKTUBUPYIOTCS mocpeAcTBoM SOS-TyTH, B KOTOPOM
HEMAJIOBAXKHYIO POJIb UTPAET BLICOKUI ypoBeHb uTo306H0ro Ca®* (Silva, Gerods, 2009).
Onnako H'-AT®a3a ToHOoMmIacTa SBISETCS HEUYBCTBUTEIBHOM K OPTOBAHAIATY HATPHUS
(Villegas et al., 2000), mo3ToMy OTOT MEXaHU3M MOXXET YAaCTUYHO OOBICHUTH
yBennuenue yposus Ca?*,

Camo Ca?’-unaynupoBaHHOe u3MeHeHHe pH LUTO3018 MOYKET BhI3HIBATHCA
pa3HbIMHM TpPHYMHAMHU: H3MeHeHHMeM aktuBHOCTH Na'/H™-antumoptépor (Ali et al.,
2023a), uarubuposanrem PKS5 (Ma et al., 2019; Li, Yang, 2023), 4yTo nmpuBOIUT K
3alenaurBaHuto UTo30d5, aktuBauueid FERONIA (Gjetting et al., 2020), yTo BbI3bIBaET

3aKHCJICHHUIO ITHMTO30JIs1, HWJIHW ITOBBIMICHHUCM AKTHBHOCTH (1)OC(1)OI/IH03HTOJ'I-4-KI/IH33BI
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(Shabala, Yu, 2021), uro npuBoguT Kk yBenauueHuto pH nurozonsa. [IpumeHenwue
unruouropa Na'/H-antunoptépo ammmopuaa (CsHsCIN;O) cHusmino amrmmrtymy
n3MmeHeHus: pH nuro3oms B o6mactu 1 u 2 (puc. 3.28]1), HO HE TOBIHSIIO CTATUCTUICCKU
3HAYMMO Ha aMIUIMTYAbl noBblmeHus ypoBHs Ca?* (puc. 3.28b, B). Pamee Obu10
MOKa3aHo, 4TO 00paboTka aMHIOpuAOM O€3 CTAaTHCTUYECKH 3HAUYMMBIX pazIUuui
yBenuunBajia HakorieHne Na* B kopHsx (puc. 3.15B). DTu pe3ynbTaThl TOKa3bIBAIOT, YTO
B M3MeHeHusix pH 1MT030715 B KOHYMKE, B 00JIaCTU 30HBI PACTSXKEHUSI U PAHHEH 30HBI
muddepeHpanuy KOpHs MOTJIH 3aBUCETh OT paboThl Na*/H*-antunoptépos.

Jpyroii Bo3MoxkHbIH Ca?*-3aBHCHMBIM MEXaHHM3M IOBbIIEHUS pH 1uTO301Is1 B
00J1aCTH 2 MOXET OBbITh CBSI3aH C U3MEHEHUEM aKTUBHOCTH (OCPOUHO3UTON-4-KUHABHI.
YroObl TPOBEPHUTH POJIL (HoCcPONHO3UTON-4-KWHA3KI B PETYJSAIUU aKkTUBHOCTH H'-
AT®a3bl m1azManeMMbl KCTIOIB30BaNIM HHTHOUTOP (permnapcun okcup (CeHsAsO). Kak
U MPEANoJiaranoch, 00paboTka 3TUM MHTHOUTOPOM CO CTATUCTUYECKON 3HAYMMOCTBIO
CHIW)KaJIa aMIUIMTYJy 3alllefladuBaHusg I1uTo30yss B obOmactu 2 (puc. 3.28]1).
CnenoBatenbHo, moBbIIeHWE pPH 1UTO3078 B 3TOM 30HE 3aBUCENO OT pabOThI
bochonHO3UTON-4-KUHABKI.

Taxum 00pa3om, B KOpHE NepBOE NoBbImeHHe ypoBHs Ca?* MOIIO ObITh IIPUYUHOM
3alllelayuBaHUsl IIUTO30JIs1 MEPUCTEMBbl W paHHEH 30HBI BCACBIBaHHS, KOTOPOE
MPOUCXOAMIIO OJarojapsi MOBBIIIEHUIO aKTUBHOCTH (OcHOMHO3UTOIN-4-KuHA3bl. Takxke
OHO OBUIO MPUYMHOM 3aKUCJICHHS] KOHYMKA KOPHS, KOTOPOE, BEPOSITHO, BBHI3BIBAIOCH
NOBBIIIIEHUEM akTHBHOCTH Na*/H -anTunoptépos u cHmkenuem aktuBHocTH H-AT®as3,
unayiuposannoro FERONIA. U3menenne aktuBHoctd H™-ATda3 B cBOO ouepenn
MOTJIO OBITH MOYJIATOPOM TIOCIEAYIOIIUX TOBbIIEHUH ypoBHs Ca?* B iuT030171€.

YT006hl OIpENETUTE MOTIH I M3MeHeHus ypoBHa Ca?*, A®K u pH B kopHE OBITH
NpUYMHON TOBEIIEHUS ypoBHs Ca?* B mobere, Takke NPUMEHSIIM HHIMOWTOPHBINA
ananu3. LaCls BBI3BIBaI IIOJABICHKE TOJIBEKO BTOPOTO MOBbIIEHNS ypoBHs Ca?* B cTelue,
KaK ¥ OPTOBaHaIaT HATpUs U XJyiopua audenmwmononus (puc. 3.29). CnenoBaTenbHO, KakK
¥ IIPENOJaragoch paHee, IepBoe MNopbluenue yposHs Ca®" B crebime MOIIO ObITH
CBSI3aHO C TIPOXOXKJACHUEM THIPABINYECKOTO CUTHAJIA: M3-32 U3MEHEHUS TYpropa KJIeToK

MOTJIM aKTHBHPOBAThCS MeXaHOuyBcTBUTENbHbIe Ca’*-mponnnaemeie kanansl (Choi et
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al., 2016). LaCl; nogasisier OONBIIMHCTBO KaHAJIOB, YyBCTBUTCIILHBIX K PACTSHKEHHUIO

(De Vriese et al., 2018), ogHako 1151 OBICTPOro MEXaHOAKTUBUPYEMOTO KaHasa He ObLIO

oboHapykeno Biusaus LaCls Ha ero mpoBoaumocts (Tran et al., 2017), cnemoBarensHoO,

TUIPABINYECKUNA CUTHAI MOT aKTUBUPOBATh ATH KaHAJbl M BHI3BATh MEPBOE MOBBILIICHUE
2+ 2+

ypoBHs Ca“" B mobere. Bropoe nmossimenune ypoBus Ca", kak u MpeAnoaarajoch, MOTJIO

OBITE camopacrpocTpansommelics Ca?*-BoIHOM, 3aBUCHMOM OT M3MEHEHUS AKTHBHOCTH

H*-AT®a3 kopus u yBeauuenus ypoBas ADK.
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Pucynok 3.29. Biusnue uaru6uropos Ha NaCl-ungynuposannsie Ca?*-curnan u ADK-
curHan B crebie MuKpopacTeHumit kaprodens. [Ipusenensl ammntynsl yposas Ca?t
(AF/Fo) 1 H20O2 (AR/Rg) B iuTo3051€ B mporieHTax ot 0opadotku NaCl.

* — CTATHCTUYECKH 3HAYUMBIC Pa3JIndKsi OPUTHHAIBHBIX 3HaUYeHui ¢ oopadorkoit NacCl,

p<0,05

Xopua TaHTaHa U XJIOPU TU(HESHUITNOTOHUS BBI3BIBAJIH MTOIABICHIC YBEITMUCHUS
ypoBHs H20; B cTebute (puc. 3.29). Oro yBenmduenue H,O; B cTebiie MOTIIO OBITH CBSI3aHO
¢ yBennuenueM ypoBHa Ca?* TONBKO B KOpHE, TaK KakK BHI3BAHHOE T'MIPABIMYECKOM
BONHOM moBbIIEHHE ypoBHS Ca®" B cTeOie, KOTOpOe MOINIO Obl OBITH IPUYMHOIM
yBenuuenus: ypoBHs ADK tam ke, mpoucxomausio Bo BcéM mobere (puc. 3.22b, B), a
noBbItieHre ypoBHsi H»O; — Tobko B 061acTu, 6;m3koit Kk kopHto (puc. 3.23b).

C napyroit cropoHel, B moOere morjo He mpoucxoautb H»Oz-3aBucHMOro
yBenuueHus: ypoBHs Ca?’, Tak Kak TakoM 3aBHCUMOCTH B KOPHE He OBbLIO 0OHapy»kKeHO

(puc. 3.28b, B). Xnopua nudeHUTNOIOHMS SIBISETCS CENIEKTUBHBIM HHTHOUTOPOM BCEX
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(b1aBONIPOTEHNHOB, pearupys ¢ ux reMoBbIMU U (i1aBUHOBBIMU KoakTopamu (Reis et al.,
2020), on Taxxke wunHrnobupyer HAJIH-merumporenasy, cHHTa3y OKCHJa a3o0Ta,
rroko3odocdaraernaporenasy, KCaHTHHOKCHAA3y, MUTOXOHIPUATBHBIM KOMIUICKC | 1
nutoxpoMm P-450-penykrazy (Kleniewska et al., 2012). Bo3amMokHO, 3TOT UHTHOUTOP
MOKET BIIMATH HA AKTUBHOCTh HEKOTOPHIX Ca*-IpOHMIIaEMBIX KAaHAJIOB PACTCHHH, Kak,
HampuMep, 3To ObLIo nokazaHo st Ca?*-xananos L tuma u RyR xpeic (Le et al., 2024)
u Ca?*-AT®as3n1 6b1k0B (Tazzeo et al., 2009).

Taxum 06pasom, npu 3aconenun Ca?*-CUrHan MHAYHUPYETCS KaK OCMOTHYECKHM
KOMITOHEHTOM 3aCOJICHHS, TaK W HOHHBIM, OJIHAKO PACHpPOCTPAHEHHUIO IO CTEOII0
croco0CTByeT MMeHHO MHaykuus Na®. B crebie HauanbHoe moBblneHue ypoHs Ca?t
WHIYIHPYETCS THAPABINICCKAM CUTHAJIOM, & BTOPOE MOBBIIIIEHUE TTPEICTABIISLIIO COOO0M
pacnpoctpansomytocs Na*-uaaynuposannyro Ca?*-BonHy, 3aBHCSLIYI0 OT aKTHBHOCTH

H*-AT®a3bl B KOpHE.

3.4.3. Biiusinue pacnpoCTPAHSIONIUXCH U3 KOPHS B MO0er CUTHAJIOB, BBI3BAHHBIX
3acoJIeHHeM, HA AaKTUBHOCTH )OTOCHHTE3A

Panee Obut0 ompeneneno, uro o6padorka NaCl BBI3BIBaET pacrpocTpaHEHUE U3
KOpHS B mober ruapasnuueckoro curnana u Ca?*-curmana. DT CHIHAIBI MOTYT
MOIYJIUPOBATH MEPBYIO (Pa3zy M3MEHEHUS aKTUBHOCTH ()OTOCHHTE3A.

['unpaBnuyeckuii curHa, Kak ObLJIO OMPENETICHO paHee, MOXKET OBbITh MPUYHHON
nepBoro nossimenus yposHs Ca®" B mobere, caM OH MOKET COCOOCTBOBATH 3aKPBITHIO
YCTBHII, a TAK)KE MOXKET MOBBIIIATH YYBCTBUTEIBHOCTh YCTHUI] K XMMHUYECKUM CUTHAJIaM
(Jia, Zhang, 2008). Tak kak He CyHIECTBYeT criocoba OJIOKUpOBaTh PAaCHpOCTPaHECHUE
3TOro CHrHaJA, fajee nposepsnu BausHue Ca’' Ha aKTUBHOCTH (JOTOCHHTE3A C HOMOMLIBIO
XJIOpHUIa JIAaHTaHa.

[Ipexme yeM mpoBecTH dSKCIepuMeHTHI 1o BiusHUI0 LaCls mpoBepsuy moaaBisieT
nu uHrubuTOop npoxoxaenue Ca?*-curnana B crebie mpu 00pabGOTKE MHTHOMTOPOM

acTka cTebis. B urore 06paboTKa MHTHOMTOPOM TTOIaBIIsUIa BTopoii muk Ca?t-curuana
y4 p p p

B obere (puc. 3.30).
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Pucynok 3.30. Bnusuue unruburtopa LaCls na ¢uyopecuenmuio Casel2 B pa3HbIX
obnactax crebnsa. LlBera cTOiOLOB COOTBETCTBYIOT LIBETY OOJaCTEl Ha CXEMe.
OxpyxHOCTbIO BblAENEHO MecTo 3arpy3ku LaCls. ¢ — craTucTHUecKH 3HAYUMBIE
pa3nuyusi OpUrHHANBHBIX 3HaueHun oT 00padoTku NaCl 6e3 oo6padotku LaCls, p<0,05.

Janee nposepsmu poab Ca?*-curHana B M3MEHEHMHM aKTHBHOCTH (POTOCHHTE3A
MUKpOpacTeHuit kapTodens He Toiabko mpu oopadotrke 200 MM NaCl, Ho u Takxke npu

oopabotke 400 MM copburonom u 200 MM KCl. HMurubuposanue Ca®'-curnana

MOBJIMSJIO HA M3MEHEHUE aKTUBHOCTH (hOTOCHHTE3a TOJbKO Ipu oOpaboTke NaCl (puc.

3.31).
W 1.5+
,@ 0.0-'—"?—.'?—T1"
W 1 1.0
- -0.14 o
& ¢ 3
= .
@_ 0.2 e KoHTponb 0.5
== 200 MM NaCl
-0.3- == 400 MM copBuTon 0.0

C)La:’" mm 200 MM KCI

=z O6paboTka+LaCl,

0.0+
5 0.1
g

-0.2-

-0.3-

0.0-
Pucynok 3.31. Bausaue LaCl; va mapamerpsr ¢uryopecuenimu xmopodumia (Opsy u
NPQ) u uagexkc CWSI B ucciemyemMom JIMCTe MUKpOpacTeHus: B nepByto ¢aszy (50-60
MUHYT) 1 BTOpYIO ¢azy (120 MuH) CHI>KEHUS] aKTUBHOCTH (POTOCHUHTE3A.

* — CTATUCTUYECKHU 3HAYUMBIC Pa3JINUus C KOHTPOJIEM,

* — CTATUCTUYECKH 3HaUMMBbIe pasauuns ¢ La®", p<0,05

LaCl; BeI3bIBa MOAaBICHHE aMILIUTYAbI ToBbIIeHus: NPQ, Bei3BanHoro NaCl, B

NEepBYI0 U BTOpYI (a3y mMajeHusi aKTUBHOCTH (DOTOCHMHTE3a U TAJECHHUE aMILTUTYAbI
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camkenus: Ops;; Bo BTOpyo (asy. CrnemosarensHo, Ca?*-curnain, cnocoOCTBOBaBLIMIA
HaYaJIbHOMY CHIDKCHHMIO aKTHUBHOCTH (POTOCHHTE3a, TIABHBIM 00pa30M WHIYIIHPOBAJICS
MOHHOW KOMITOHEHTOM 3aCOJICHHS, YTO COOTBETCTBYET BTOPOMY TOBBIIMICHUIO YPOBHS
Ca?* B mobere, 3aBucsimero ot Na*, aktusaoctd H-AT®a3 u A®K. LaCl; e Brusit Ha
m3menennss uHaexkca CWSI (puc. 3.31), crnepoBaTenbHO, W3MEHEHHUS YCTHbUYHOU
IIPOBOIMMOCTH HE 3aBHCEIM OT pacrnpocrpansronieiicss Ca?*-BonHbI ¥ ObLIU, BEPOSATHO,
00yCIJIOBIICHBI THPABIMYCCKOW BOJTHOM.

Takum o6paszom, Ca?" MOr BIMATH HEraTMBHO HA AKTUBHOCTh (DOTOCHHTE3A B
MEePBYI0 M BTOPYH (a3bl IOCPEACTBOM CHIDKCHHUS aKTUBHOCTH (pyKTo3a-1,6-
ouchocdarazel u cegorenrtysnos3a-1,7-Oucdocdarassr  1ukna KanpBuHa-beHcoHa
(Kreimer et al., 1988; Pottosin, Shabala, 2016) niu, BO3MOXKHO, pEeTyJIHPOBAHUS OCIIKOB
dorocuctem (Lunde et al., 2000; Murray, Barber, 2006; Stael et al., 2012a; Dell’ Aglio et
al., 2013).

Yepes 4 u 8 uwacoB odpadotku NaCl, KCl u copouromom LaCl; He oka3wiBan
BIIUSIHUA Ha TTapaMeTphl iryopectieHnnu xjiopoduia kpome ciaydas oopadotku NaCl u
FW/Fn: WMHTHOMTOp BBI3BIBAJ CTATUCTHUCCKH 3HAYMMOE YBEJIMUCHUE aAMIUIMTY/IBI
camwkenust F,/Fr, Ber3Bannoro NaCl (puc. 3.32). 3To MOXET CBUAETEIBCTBOBATh KaK O
BaxkHocTd Ca?'-MHIyLUPOBAHHOIO CHMYKEHHS AKTHBHOCTH (POTOCHHTE3a HAa PAaHHMX

JTariax 3aCoOJICHHUs, TaK 1 Ha I[&JIBHGfIH.IGG IMPOTCKAHUC CI)OTOCI/IHTCTI/I‘—IGCKI/IX MpouEeCCOB.

0.0
_-0.1-
é: -0.2-
= -0.34
0.4

0.0+ / / / i
| | Z Z o s
AL LS
-0.10- osd * ¥ 0-

we 200 MM NaC| s 400 MM COPGUTON s 200 MM KCI % OBpaBoTka+LaCl,
Pucynok 3.32. Biusaue La®* cnycra 4 (A) u 8 (B) yacoB 00pa0OTKH HA M3MEHEHUS
napameTpoB dayopecuennuu xiaopodumnia: Fu/Frn, @ps)i 1 NPQ.
* — CTaTUCTUYECKH 3HAUYMMBIC Pa3IHUUs C KOHTPOJIEM,
* — CTATUCTHYECKH 3HAUMMBIE pazmuums ¢ La®*, p<0,05



101

Ca%*-3aBHCMMOE  CHIDKEHHME  aKTMBHOCTH  (DOTOCHHTE3a  MOKET  OBITh
MOJATOTOBUTENILHBIM 3TalloM Tepel HEMOCPEIACTBEHHBIM OCMOTHYECKHMM W HOHHBIM
Bo3jeiicTBUeM 3acosieHusl. llocnenyromee cHmxkeHue noctymieHuss CO; MoOrio Obl
MPUBECTU K MHTHOUPOBAHUIO (DOTOCHHTETHUECKOTO TPAHCIOPTA 3JIEKTPOHOB U ITUKJIA
KanpBuna-bencona u, Kak CII€[CTBHE, HAPYIICHHUIO IMPOU3BOJCTBA M MOTPeOJICHUS
sHeprun. OOpa3oBaBHIMiCS H30BITOK BSHEprud (OTOHOB MOT OBl TPUBECTH K
nepenpoun3BoictBy ADK, koTopbie BbI3BIBAIOT OKHcIUTENbHOE MoBpexaeHue OCII u
®CI (Shimakawa et al., 2017). Takum 00pa3oM, CHUKCHHE aKTHUBHOCTH (POTOCHHTE3A,
Bbi3BanHOe Ca®*-curmamom, 1o magenus noctymieHus CO; B KIETKH MOXET ObITh
3aIlUTHBIM MeXaHU3MOM OT u30bITka ADK.

N3MeHeHns: akTUBHOCTU (POTOCHHTE3a TEPBOM U BOTOpPOM (ha3, KOTOphIE HE
sapucenu ot Ca®*, Moryr ObITb OOBSCHEHBI APYTMMH MeXaHu3MaMu. Kpowme
pacnpoctpansiomerocs Ca?*-curnana ObLI 3a(MKCHPOBAH T'MAPABIMYECKMH CHTHAIL.
DTOT CUTHAJ MOKET ObITh BOCIIPUHST B JIUCTHIX MEXAaHOYYBCTBUTEIHHBIMY KaHAIAMH, B
pesynbTate 4ero mopbimaercs yposenb Ca?* (Christmann et al., 2013; Shabala et al.,
2016b). bonsmmacTBo Ca?*-nponnnaemeIx kananos nogasserca La®" (De Vriese et al.,
2018), ciemoBaresbHO, TUAPABIMYECKUM CUTHAJIIOM B JINCTE MOTYT aKTUBUPOBATHCS TE
)K€ KaHalbl, 4TO W YYacTBOBalM B IIEPBOM MOBbINIEHMM ypoBHsA Ca?* B crebe.
OcMoTHYEeCKUT KOMITOHEHT 3aCOJICHUSI TaK)KE BBI3BIBAET CHW)KCHHE THIAPABINYCCKON
IPOBOJAMMOCTH KOPHSI U 1o0era, B CJIEICTBUE YEro MOXET MPOUCXOAUTH MOBBIIICHHUE
ypoBHst ADK B niuTo307e 3a cuéT nHrnorpoBanus akBanopuHoB (Gilroy et al., 2016), uto
MOJKET MPHUBECTH K yBenudeHuto ypoBHs ABK m k 3akpeituio ycteuip (Kuromori,
Shinozaki, 2010; Groszmann et al., 2017; Sharipova et al., 2022). Takxe BbIIBUTAIOCH
npeamnonoxkenue, uro ADK MoryT KOHTpOIMpOBaTh MOTOKH HOHOB Yepe3 THIIAKOUTHYIO
MeMOpaHy, YTO MOXET BIHMITh Ha aKTHBHOCTH (poTocunTe3a (Pottosin, Shabala, 2016).

Kpome »THX curHaliOB HM3BECTHO O BIMSHMM H3MeHeHUs pH mnuTo3ons Ha
aKTUBHOCTh (oTocuHTe3a. Hampumep, y Saintpaulia sp. 3akucieHue TUTO30Is,
BBI3BAaHHOE  OBICTPHIM  TOHIKEHHWEM  TEMIEpPaTypbl,  BBI3BIBAIIO  CHUKCHUE
bayopecueniuu xjaopodmwuia (Kadohama et al., 2013), y Kykypy3bl 3aKucjieHUE

OHUTO30JI4, BBI3BAHHOC JJICKTPUYCCKHUM CHUIHAJIOM IIPH HArpCBaHWM, BIIKAJIO Ha
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doroxumuueckuii kBaHToBbIA BeIxoa DCII (Grams et al., 2009), a y Brassica napus
3aKHCJCHHUE IIMTO30JI, BbI3BaHHOe  JedururoMm K*, mpUBOAMIO K HapyIICHHIO
perynupoBanus pH xyoporiactoB, cHuxkeHuto akTuBHOCTU PybucKO u cnocoOHocTH K
¢ortocunresy (Hu et al., 2023). Ca?*-curHaisl CBA3BIBAIOT C M3MEHEHUSAMH UTO30JILHOTO
u anoractHoro pH mocpenctBom um3menenus akruBHoctu H'-ATdas (Felle, 2001;
Kader, Lindberg, 2010), mo3ToMmy MOXHO IPEAIOIOKUTh MOTYTUPOBAHHE aKTHBHOCTH
(dboTOCHHTE3a TOCPEICTBOM 3aKUCICHUS LIUTO30JIs1 KaKk COBMECTHO, TaK U OTAEJIBHO OT
Ca®*-curnana. OnHako Mbl He OOHAPYKMJIM PAaHHHUX W3MEHEHWH HMTO3016HOrO pH B
JUCTBHSIX U B modere, pH cHMKajcs B 3THUX 30HaX TOJbKO yepes 4-5 gacoB (puc. 3.25b, B).
CrnenoBaTelibHO, MPOTOHHAS CUTHAJIbHASI CUCTEMA HE SIBJIIETCS TPOMEKYTOUHBIM 3BEHOM
mexay Ca?*-curnanamu u (JOTOCHHTE30M, a M3MeHeHue aktuBHoct HY-AT®a3 B nucre
HE BJIUSET HA HAYaJIbHbIE N3MEHEHUSI aKTUBHOCTU (DOTOCUHTE3A.

B xmnoporutacte Takke MOTYT MPOWCXOIWUTH W3MeHeHus pH, cBs3aHHBIE C
MpolIecCaMy B IIUTO30JI€ U BIMSIONIME HA aKTUBHOCTH (hoTocuHTE3a. CHIKEHUE YPOBHS
oleyaunBaHus B ctpome cHikaeT ¢ukcarnuio CO, U CHIKAaeT akTUBHOCTH (hePMEHTOB
UK KanbBuna-bencona bpykTo3zobudocdaraznl u pubynozo-1,5-
ouchocdarkapookcunassl (Trinh, Masuda, 2022). Takoe n3menerue pH cTpomMbl MOXKET
npoucxoauTh u3-3a uHruOupoBanus K'/H-antunoprépor KEA1 m KEA2 BHemHeit
MeMOpaHbl Xjoporiacta mocpeactsom Na* (Aranda Sicilia et al., 2021). Dot nyTh
MO>KET OBITh 33JICHCTBOBAH B TPETHIO (ha3y CHIDKEHHS aKTUBHOCTH (poTocuHTe3a. [[pyrue
katnoH/H'-aHTUIIOpTEPHI, JIOKATM30BaHHBIC HA BHEIIHEH MeMOpaHe, MOTYT BJIMATH Ha
pH ctpoMmsbl 1 oka3biBaTh HeratuBHoe Biusaue Ha Fu/Fy 1 NPQ (Trinh, 2021; Trinh et

al., 2025), ogHako MyTH UX PETYJISILMHA PU 3aCOJCHUNA HEU3BECTHBI,

3acoJieHHE BBI3BIBAJIO PACIIPOCTPAHSIONIMECS M3 KOPHS B TTOOET THAPABIMYCCKHMA
curnan u Ca®*-curnan. Taxxe B kopHEe 00padoTka NaCl BoI3bIBana yBeIMIEHHE YPOBHS
A®K u u3MeHeHus LUTO306HOT0 pH, KOTOpBle MOrIM MOBIUATL HA ammuuTyay Ca?-
curHana. PacnpocTtpaHstomuiics Ca®*-curnan, TJIaBHBIM o0pa3oM, MHIYIIUPOBAHHBINA

Na*, BHOCHT OCHOBHOI BKJIa/l B paHHEE CHUKCHHE aKTHBHOCTH (POTOCHHTE3A.
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3AK/TIOYEHHUE

Pe3ynbTaThl JaHHOM pabOThl IEMOHCTPUPYIOT MOABIISAIONIEE ACHCTBUE 3aCOJICHUS
Ha AKTUBHOCTh (OTOCHMHTE3a B JHUCThIX Kaprodens. IlpoBeaéHHoe wuccnemoBaHue
BBISIBWJIO paHHHWE HW3MEHEHUS aKTUBHOCTU (DOTOCHHTE3a, BBI3BAHHBIC 3aCOJICHHUEM,
KOTOpbIe Mpoxoauiau B TpH ¢a3pl. [IpoBenEéHHBIN KOMIUIEKCHBIM aHalW3 MO3BOJIMII
IPEIOJIOKUTh, YeM OBLJIO MHAYIIUPOBAHO (POPMUPOBAHUE KAXKIOHM U3 3TUX (a3.

Hauano nakoruienns Na' B JUCTBSIX COBIAAAIO C Ha4yajloM mociemHeil (asbl
CHIDKEHHSI aKTUBHOCTH ()OTOCHHTE3a, U OHO MOKET BBICTYIATh HHAYKTOPOM 3TOU (pa3bl
(puc. 4.1). H30bitok Na* Moxer yrueraTb aKTHBHOCTH (DOTOCHHTE3a IMyTEM
UHTUOMPOBaHUS KUCIOPOA-BBIACISAIONIErO KOMIUIEKca U (pepMeHTOB Lukia KanbBuHa-
bencona (Yang et al., 2008; Kang et al., 2012; Pan et al., 2021).

AKTUBHOCTb (I)OTOCH HTe3a

YeTbMYyHaga
NPOBOAUMOCTH ]

\/ Il

Bonua Ca?
— BonHa ADK
— M3meHeHue Typropa
HakonneHwe Na*

M3meHeHWe

| Ngr HY
# ? —AV— Typropa . Ca?*-npoHuLaemble KaHabl

. KaHane! noctynneHmna Nat

Cazf(':;-.-:: ' . Nat/H*-0bMeHHWKHK
g HJ;\‘ ApH CaZ* Car .
= *# AV H*-ATdasbl
= P . HAO®H-oKkcuaasbl
Na™ \}+ ApH
P ! AKTMBauUMA
. - — NHrmbuposaHue
v
A®PK ADK

Pucynox 4.1. IIpeanonaraemasi cxema paHHUX M3MEHEHUN aKTUBHOCTU (DOTOCHUHTE3A,
BbI3BaHHBIX HOHHBIM (Na*) u ocmotudeckuMm (OK) koMIOHEHTaMu 3aCOJICHHUS

Hapsiny ¢ moHHo# cocTaBisitoIiei, OCMOTHYECKUM KOMITIOHEHT 3aCOJICHHS TaKXKe
OKa3bIBaeT HETaTHMBHOE BJIMSHHE Ha aKTUBHOCTH (porocuHTe3a. [lageHune ycThUYHOM
MPOBOJAMUMOCTH, KOTOPO€ IO BPEMEHU HACTYIUICHHS COOTBETCTBYET BTOpo (asze

CHIDKECHHSI aKTUBHOCTH (DOTOCHHTE3a, MOYKET YacTHYHO ¢€ omocpeaoBaTh. CokpalieHue
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noctyrmiaeHuss CO; BbI3bIBAE€T CHUXKEHHWE AaKTUBHOCTH (epMeHTOB lukia KanbBuHa-
beHcoHa u mojaBiieHHE CBETO3aBUCUMBIX peakiuii BcienactBue 3toro (Aharon et al.,
2003; Li et al., 2008; Pan et al., 2021).

Hauboinee panHee cHIDKEHHE aKTUBHOCTU (POTOCHHTE3a HE MOXKET OBbITh BHI3BAHO
HakoruieHHeM Na' Wi OrpaHMYCHHEM YCTBUYHOM MPOBOJUMOCTH, MOCKOJIBKY OHH
MPOUCXOMAT TMO03KE, HO 3TO CHIKEHHE MOXKET ObIThb WHAYLHPOBAHO CHIHAJAMH,
MCXOIAIMMU U3 KOPHs. B KOpHe ObLIM 3aperucTpHpOBaHbl M3MeHeHHst ypoBHs Ca?”,
H;O,; n uurozonpHoro pH ¢ moMOIIbIO CO3MaHHBIX PAcTeHUU C (DIYyOpECHEHTHBIMU
ceHcopamu. B mober pacmpoCTpaHsuMCh TIujapabinueckas BonHa u Ca?*-BoiHa.
Uuaykuust pacnpoctpansomeiics B nmoder Ca®'-BONHBI BBI3BIBAIACH OCMOTHYECKHM
KOMITOHCHTOM 3acoJicHus u, B Oobiei Mepe, Na*. MexaHu3M WHIYKITUH Ca®*-BOJIHBI ¢
nomoineio Na* Taxke BKIoYan u3MeHeHue akTuBHOCTH H'-ATda3pl B KopHE H
HAJI®H-okcunas. Pacnpocrpansomasca Ca?*-BonHa B mo6ere BHOCHT OCHOBHOM BKIIAJL
B NEepBYIO0 a3y CHMKEHUS aKTUBHOCTU (POTOCHHTE3a, HAuOOJEe BEPOSITHO, 3a CUET
MPSIMOTO BIIMSIHUSL HA CBETO3aBUCHMbBIE PEAKUUU WIM MYTEM CHUKEHUS AKTUBHOCTHU
dbepmenToB 1ukia KaneBuna-bencona (Kreimer et al., 1988; Pottosin, Shabala, 2016).

Mo’kHO ToJjiarath, YTO BBI3BAHHOE PACHpPOCTPAHSIOLIUMUCS U3 KOpPHSA B moOer
CUTHAJIAMHU CHM>KEHHME aKTMBHOCTU (POTOCHMHTE3a MMEET 3HaueHue JUisi (POpMHUPOBAHUS
YCTOMYHUBOCTU pacTeHus. OCMOTUYECKAN W HOHHBIA KOMIIOHEHTBI 3aCOJIEHUSI MOTYT
IIPUBOJUTDH K BOSHUKHOBEHHIO OKUCIIUTEIIBHOIO CTPECCA, KOTOPBIN BBI3BIBACT CEPHE3HBIC
MOBPEXJICHUS, B TOM YHUCJIE XJIOPOIUIACTHBIX (hepMeHTOB U CTpYKTYp. [Ipoaykius ADK
B XJIOPOILJIACTaX 3aBUCUT OT aKTUBHOCTU (POTOCUHTE3A, U NPEIBAPUTEIHLHOE CHUKEHUE
akTMBHOCTH  (hoTOCMHTEe3a, Bbi3BaHHOe Ca’’-CHIHAJIOM, MOXKET MPENOTBPATHTH
n30bITounyto npoaykuuio ADK u panbHeiiliee moBpexaeHHE (POTOCMHTETHYECKOTO
anmapara (Foyer, Hanke, 2022). Takum 00pa3om, MeXaHHU3Mbl HHAYKIIUH, TEHEPALIUU U
pacIpoCTpaHEHHUsI CUTHAJIOB TPU 3aCOJICHUH, 4 TAKXKE MYTH MX BJIMSHUSA HA AKTUBHOCTh

(U3MOTOrMYECKHUX TPOLIECCOB TPEOYIOT JaNbHEHIIEr0 N3yYECHHUS.
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BbIBO/JbI
1. Co3znanbl pactenus kKapTodesns ¢ TeHETHUYECKH KOAUPYEMBIMU (ITyOpECIICHTHBIMU
CEHCOPaMH, YyBCTBHUTENLHEIMU K KoHIeHTpanuu H* (Pt-GFP), Ca?* (Casel2) u H,O;
(HyPer7) B iuTo3011e.
2. HeiictBue NaCl nHa kopHE KapTodens BbBI3BIBAET CHUKEHHE AaKTUBHOCTU
dotocuHTe3a, KOTOpoe mpoucxonuT B Tpu ¢asbl. [lepBas ¢aza, xapakrepusyromascs
nepexoaHbiM yBenuueHnruemM NPQ u cHukenueM @Dpg), HAUMHACTCS Y MUKPOPACTEHUMN
yepe3 20 MuHyT nocne 06paboTku. Bropas asza xapakrepusyercs MOBTOPHBIM POCTOM
NPQ u BoipaxkeHHBIM CHIDKeHUEM Dpg)j, Y MUKpOpACTeHHM OHA HaunHaeTcs yepes 60-70
MuHYT. B Tperbto a3y Hapsany ¢ uzmeneHussMu NPQ u @Dps)) IpouCXOAUT CHUKEHUE
Fv/Fm, 9T0 Iporcxoauio yepes 4-5 4acoB mociie 00padOTKH.
3. 3acoJjicHHE BBI3BIBAJIO HaKOIUieHHEe Na' B JIMCThIX W CHIXKCHHE YCThUYHOM
npoBoauMocTH. ComocTaBiaeHne JMHAMHUKH MapaMeTpoB (IIyOpecleHITNH XJI0OpOoduia ¢
JTMHAMUKOMN CHIDKCHHS YCTBHYHOW MPOBOJMMOCTH U HaKOIICHHUs Na* CBHICTEIILCTBYET
00 UX pOJIM B UHIYKIUU BTOPON U TpeThel (a3bl CHUKEHHSI aKTUBHOCTH (DOTOCHHTE3a
COOTBETCTBEHHO.
4, O6paborka NaCl xopHeil BhI3bIBaeT pacnpocrpanenue B nodere Ca?*-Bonnebl, a
Tak)Ke TEPEeXOJHOE YMEHBIIEHUE TOJIIWHBI CTEOIIsA, KOTOPOE MOMKET OBITh CBSI3aHO C
pacrpoCTpaHEHUEM THUIAPABINYECKOW BOJHBI. JEKTPUUECKUUA CUTHAI B TooOere
orcyrctBoBai. A®dK-BosmHa, mipeAcTaBieHHass  noBbllmieHHEM  ypoBHS — H>Oo,
pacmpocTpaHsIach B mo0Oer Ha paccTosiHUE He 60J1ee HECKOTBKUX CAHTHMETPOB OT KOPHSI.
5. Pacnpocrpansromasics Ca?*-BonHa BbI3BIBacT (OPMUPOBAHME IIEPBOM  (hasbl
CHIDKEHUSI aKTUBHOCTH (POTOCHHTE3a, YTO MOATBEPKAAETCSA 3HAUYUTEIIbHBIM YTHETCHUEM
510t (passl 0TBETa POTOCUHTE3A U O0KupoBanuu Ca?*-BOIHBL.
6. Kak MOHHBIN, TAK U OCMOTUYECKUM KOMIOHEHTHI 3aCOoNeHus nHAymupyror Ca?-

BOJIHY, offHaKo Na" BHOCHT OCHOBHOM BKJIaJl B MHIYKIIMIO 3TOI'O CUTHAJIA.
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