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BBEJIEHHUE

JlycTaHIMOHHBIE CTPECCOBBIE CUTHANBI. DTO CIIOBOCOYETAHUE B HE-
JlaJieKoM OyIyIeM CTaHEeT Ha3BaHHEM OIHOTO U3 Pa3JIeioB B yucOHOM
JIUTEpaType, MOCBAIIEHHOI pacTeHUsIM, TOA00HO CYIECTBYIOIUM Ce-
TO/IHSL TaKUM TPAAUILMOHHBIM pasfelaaM Kak (OTOCHHTE3, IBIXAHUE,
MUHepalibHOE NUTaHue u 1p. Ecou paccMaTpuBaTh KaXaoe U3 CIIOB B
3TOM CIIOBOCOUYETAHUH, HY’KHO HAa4aTh C KJIIOYEBOr0 — cUrHaJj. Tep-
MUH «CUTHAJD MOXKHO CYUTaTh CHHOHHMOM CJIOBA «COOOILEHHUE», KO-
TOpPBII 0OBIYHO YIOTPEOIISIIOT, TOBOPS O Mpoleccax nepefadn HHHop-
Maruu. CJI0BO «CTPecCOBBI» MOPa3yMEBAET, UTO peub UJET O Iepe-
Jlaue cooOIeH sl 0 Havajie AeHCTBUS KaKOro-JIn00 HeONMaronpusTHOro
¢akropa. JlelicTBUTENbHO, XOTS CUTHANBl BO3HUKAIOT U MEPEAAIOTCS
HE TOJBbKO B CTPECCOBBIX CUTYAIUSIX, HO U B X0 HOPMAJIBHOTO TeUe-
HUS TIPOLIECCOB POCTA U PAa3BUTHS (TaKUX KaK OMJIOAOTBOPEHUE, Op-
MUpPOBaHUE KOpHEil u mobera u Jp.) U pojib CUTHAJIOB B ATUX HOPMAJIb-
HBIX TIpoIeccax TAKXKe SIBISETCS MPEAMETOM U3yUCHHUS, TPU YIIOMUHA-
HUY CUTHAIU3alMM y PacTE€HMi MepBOi accolranueil BCE ke CTaHO-
BUTCSI KaKOe-TO COOBITHE, HETaTHBHO BIIMSIOIIEE HAa PACTEHUS —
aTaku BpenuTenel, 3acyxa, MoBpexaeHue u ap. W, HakoHel, TepMUH
«AMCTAHIMOHHBIIDY. OH BO3HUKAET, C OJHOM CTOPOHBI, KaK IPOTHBO-
BEC TEPMUHY «BHYTPUKIIETOUHBII», U BO MHOTUX HCTOYHUKAX JIUTEpa-
Typbl Ha AHIJIMHCKOM $I3bIKE HCIOJNB3YIOT MUMEHHO Napy TEPMUHOB
«BHYTPUKIIETOUHBI Y- «MEKKIICTOUHBIHY. J[1 KJIeTKH BCe, 4TO HAXO-
JIUTCS IO Ty CTOPOHY IIa3MaTHUECKOl MeMOpaHsbl, SIBJISETCS BHEIIHEH
Cpenoii, MO3TOMY BHYTPHKJIETOUHBIE CUTHAJIBI MOT'YT HHIYIIUPOBATh U
BIIOJIHE ce0e BHYTPEHHUE, 110 OTHOIICHHUIO K PACTEHUIO B L[EJIOM, (pak-
TOpBI, HAIIPUMEP, TAKUE, KaK IePeHOC TOPMOHOB. C Ipyroi CTOPOHBI,
TEPMHH «IUCTAHLIMOHHBIIN TOTYEPKUBACT, YTO PACTCHUE SBISIETCS HE
MPOCTO COOOIIECTBOM CLEMJICHHBIX KJIETOK, a €IUHBIM OPraHu3MOM
(XOTs cTeneHb aBTOHOMHOCTH OTZENIBHBIX KJIETOK M TKaHEH y pacte-
HUM, HECOMHEHHO, BBIIIE, YEM Y BHICOKOOPTaHU30BAHHBIX JKUBOTHBIX
U 4eoBeKa). A (yHKIMOHUPOBAHUE OPraHU3Ma KaK €MHOTO IeJI0ro



OCHOBAHO Ha KOOpAWHAIMU (PyHKIMN B MPOCTPAHCTBEHHO pa3/elieH-
HBIX TKaHAX ¥ opraHax. HarmsiiHeIM IpHUMEpOM CIYXHUT HEOOXOoau-
MOCTb M3MEHEHMsI TPAHCIHUPALUH B JUCTE B CIydae U3MEHEHUS J0-
CTYMHOCTHU BOJIBI JUIsl KOpHs. UTOOBI pacTeHHe H30eXano yBsiIaHUS,
KOpPEHb TOCHUIAET B NMOOET CUTHAJ, PErYyIUPYIOIHUI yCTBUUHYIO NPO-
BOIUMOCTb. TakuMm 00pa3oM, MPOMCXOAUT U3MEHEHHE AKTUBHOCTU
Ipolecca B OJJHOM YacTH PacTeHUs (JIMCT) B OTBET HA U3MEHEHUE YCII0-
BUH JUIg APYTOH 4acTu (KOPEHB).

OnpenenuBIINCE C TEPMUHOM IUCTAHIIMOHHBIE CTPECCOBBIE CUT-
HaNbl», MOXKHO CKa3aThb M HECKOJBKO TPAJUIMOHHBIX AJS BBEICHUS
c110B. MHoOr#e 0030pbl U 3KCIEPUMEHTAIBHBIE PAOOTHI, ITOCBSIICHHBIE
U3YYECHHUIO TUCTAHIIMOHHBIX CUTHAJIOB Y PACTEHUIl, BKIIIOYAs HAIIU pa-
00TbI, HAUMHAIOTCSI CO CIOB «B CBSA3U C MPUKPEIUIEHHBIM 00pa3oM
XKU3HU, ONpPEACISIOINUM HEBO3MOXKHOCTh M30EraHus HeOIarompusT-
HBIX (DAKTOPOB, PACTEHUS PA3BUIIU CIIOKHYIO CETh CUCTEM JAJIsl BOCIIPH-
SITUSI U3MEHEHUH OKpYXKarolel cpeabl U pOpMUPOBAHUS OTBETHBIX pe-
aKIUii Ha OCHOBE 3TOil nHpoOpMaruu...». IlonobHas dpasa noguepku-
BaeT Cpa3y HECKOJIbKO KIIFOUEBBIX MOMEHTOB. «HeB0o3MOXHOCTh n30e-
XKaTb AEHCTBUS BHEUIHHUX (DAaKTOPOBY OINpeAessieT BPeMEHHOH Mac-
mTad MpoLeccoB NMepeaay CUTHAIOB U (pOpMHUpOBaHUS OTBETOB. JKu-
BOTHBIE, KOTOpPBIE MOTYT U30eXKaTh el CTBUS HEOIaronpusTHOro (ax-
TOpa, TaKXe ACHCTBYIOT UCXOsl U3 CUTHAJIOB, BBI3BAHHBIX CTUMYJIOM.
Taxoe aeiicTBue, Kak npaBmIo, OyAeT ObICTPBIM — YOEXKaTh WU CIPS-
TaThCs. Y PAaCTCHUH MHIYHUPOBAHHBIEC CUTHAJIAMU OTBETHI OOBIYHO 60-
Jiee MEITICHHBIE: HEKOTOPbIE PEaKI[H Pa3BUBAIOTCS B CEKYH/THOM AUa-
Ma3oHe (HanpuMep, CKIIaJbIBaHIE TUCTOYKOB Y MUMO3bI MJTH 3aXJIOMbI-
BaHHE JIOBYIIKH Y HACEKOMOSAHBIX PACTE€HHI), HEKOTOphIE — B MU-
HYTHOM (HampuMep, U3MEHEHUS yCTBUYHOM MPOBOIUMOCTH, U3MEHE-
HUS COIEPXKAHUSA TOPMOHOB U JIp.), & HEKOTOPbIC — B TEUEHUE YaCOB
U faxe JHel (JUIMTEeIbHbIC N3MEHEHHS aKTUBHOCTH (DOTOCHHTE3a, U3-
MEHEHHE CKOPOCTH pocTa U 1p.). [TomHbIN CIeKTp OTBETHBIX pPeakiui,
KOTOpBIE B TEUEHUE BCETO BPEMEHHOI0 JUANa30Ha BBI3BIBACT AAXKE OT-



JIEJIBHBIM CUTHAII OIPEJEeIEHHOrO TUIIA, JOCTUT A0 Hepa3ipaKeH-
HBIX TKaHEH, Ha CerofHAIHUN NeHb He u3ydeH. [la u B nienom, exo-
MEHOJIOTHsl TUCTAHIUOHHBIX CUTHAJIOB Yy PACTCHUM [TOKa HAXOIUTCS B
HayvanbHOH cTaguu ¢popmuposanust. OHAKO, 3TO HE 03HAYAET, YTO Ma-
paJUIENBHO C HAKOIUIEHHEM (DAKTOB O TOM, KAKHUE CUTHAJIBI BO3HUKAIOT
IIpU IEMCTBUM T€X WU MHBIX CTUMYJIOB, U KaKU€ U3MEHECHMsS TaKkue
CHUTHAJIBI BBI3BIBAIOT, HE YT PaOOTHI 110 U3yUYEHUIO IPUPOALI HAOIIIO-
JlaeMBbIX sIBIEHUN. VIMEHHO 1O3TOMY, B aHHOI paboTe akIeHT cMe-
IIEH C BOIPOCA «KaK?» Ha BOIPOC «I104eMY?»: IPEIIPUHSITA MOMbITKA
00BSACHUTD MPUPOTY HAOIIONAEMBIX SIBIICHUH, TyCTh U B yIIEpO U3J10-
JKEHUIO MTOJIHOTO [IEPEYHS UMEIOIUXCS Ha CETOJHS CBEJCHUM 110 TOMY
WJIM HUHOMY BOIIPOCY.

Hacrosmast MoHorpagusi MOCBSILEHa BONPOCY TUCTAHIIMOHHBIX
CUTHAJIOB Y PacTeHHI, 00CYXKIEHHE KOTOPOr0 COCTOUTCS B paMKkax XV
Kynpesnuuckux urenuil. @opmar 4TeHuil NpeanogaraeT, 4yro ciayuia-
TeJIIMHU OyTyT HE TOJNBKO CHELUANUCThI, HEMOCPEICTBEHHO MOTPY>KEH-
HBIE B 3Ty WM CMEXHYIO IPo0IeMy, Kak 3TO ObIBaeT Ha CIELUAII3H-
POBaHHBIX HAYYHBIX KOH(EPEHIUAX, HO U T€ UCCIEAOBATENH, Ubs 00-
JIaCTh HAY4YHBIX HHTEPECOB 1OCTATOYHO JlajeKa OT 9TOU TeMBI. B cBs31
€ 3TUM MaTepHall IPeICTaBIeH TaKUM 00pa3oM, 4TOOBI OH HE ObLI Te-
pErpy>keH CHeluanbHBIMI TEPMUHAMHE, & YATATEIIIO HE MPHIILIOCH 00-
palaThCs K JOMOJIHUTEIBHBIM UCTOYHUKAM JIUTEPATy Pl IIPH IIPOYTe-
HUU OTAEIbHBIX pa3fenoB. IIockonbKy B paMKax OIHOIO U3AaHUs He-
BO3MOXKHO H3JIOXKHUTh BECh UMCIOIUICS HA CEroJHsi 00beM 3HaHUH U
0003HAYNUTh BECh IIUPOYANIITHI KPYT HEPEIIEHHBIX HA CETOHSI BOIIPO-
COB, B TEKCT€ MPUCYTCTBYIOT OTCBUIKM K OO30PHBIM U 3KCIIEPUMEH-
TaNbHBIM paboTaM Ha COOTBETCTBYIOILUE TEMBI.



I'J1ABA 1
THUIBI JUCTAHIIMOHHBIX CUTHAJIOB Y PACTEHUI

B kaxnoii )XMBOW KJIETKE OAHOBPEMEHHO MPOTEKAET MHOYKECTBO
MPOLIECCOB, AKTHBHOCTh KOTOPHIX KOOPIMHHUPYETCS BHYTPSHHUMH W
BHEIIHUMY CHTHaJaMHi. BOCIPUHUMAIOT TaKue CUTHAIIBI CIICIIAATI3H-
POBaHHBIE MOJICKYJIIPHBIC CEHCOPBI, KOTOPBIC BITOCICCTBUU B3aHMO-
JCUCTBYIOT C PaCIIONOKEHHBIMH HIUKE JICMEHTAMHU CUTHAJBHBIX Kac-
KaJIOB, YTO BEIET K U3MCHEHUIO aKTUBHOCTH KJIETOYHBIX MPOIIECCOB.
Peaxrust kaX0i OTIEIBHON KJIETKH HAa BHEIIHHUE (IO OTHOIICHHUIO K
KJICTKE) CUTHAJIBI — COCTaBHAsI YaCTh CHCTEMHOI'O OTBETa, PA3BUBAIO-
HIETOCS. B OMPEC/ICHHOW YacTH PACTEHHsI, KOTOPOM MOCTHUIIIA CHTI-
Haybl. TKaHU U OpraHbl pacTCHUN 0OPa30BaHbI PA3IHYHBIMUA TUIIAMHU
riryooko nuddepeHInpoBaHHBIX KJIETOK, CIeNUaIN3UPOBAHHBIX IS
BBIMOJTHEHUST OMPEACICHHBIX (QYHKIMA. OYeBUAHO, YTO OTBETHl HA
OJIMH U TOT K€ BHEIIHUI CUTHAN OyIyT pa3anyaThCs B KIETKaX, UC-
XOJIHO OTIIMYHBIX MEXKIY COOOM MO CTPYKTYpE, COCTAaBY U (DYHKIUSIM.
PasnuuHbIe KIETKH TaKke MOTYT 00J1aaTh Pa3InIHON CITIOCOOHOCTHIO
BOCIIPUHUMATH TOT WJIM MHOW CHUTHAN M, COOTBETCTBEHHO, CIIOCOOHO-
CThIO (hopMHUpPOBATh OTBeT. VIHTerpamms OTBeTa Ka)JIOW OTIEIbHON
KJICTKU TIPUBENCT K M3MEHEHUIO (PYHKIMOHATHHO-METa00INIECKOr0
cTaryca B OMpEICICHHON YaCTH PACTCHUs, KOTOPOM TOCTUT BHEITHHN
CHUTHAIL

BHeIlHuii Mo OTHOIIECHHUIO K OTACTBHOW KJIETKE CUTHAN SBJSICTCS
CHUTHAJIOM, PaCHpOCTPaHSIOIIUMCS BHYTPHU pacTeHHs. Takod CHUTHAI
MOXET BO3HHKATh B OJHOW YaCTH PACTCHHUS, KOTOpas ObUIa MOABEp-
JKeHa JICHCTBHIO KaKkoro-nrbo Gakropa, u mepeaBaThCs MO PaCTCHHIO,
WHAYLIUPYSI U3MCHEHHUS B TEX TKAHSIX M OpraHax, KOTOPBIX OH JOCTHT.
A OTBeT, HHIYITUPOBAHHBINA CUTHAJIOM B OTJEILHON YacTH PACTEHHUS,
B CBOIO OU€pPE/b, ABISETCA COCTABIISIONIEH OOILIET0 OTBETa pACTEHUS
HA U3MEHHBIIINECS YCIOBUS MPOU3PACTAHUS.

OT nepeavyy CUTHAJIOB U MHYIIMPOBAHHBIX KMH OTBETOB BO MHO-
T'OM 3aBUCHT CIIOCOOHOCTh PACTEHHI pearupoBaTh Ha CTPECCOPHI U BBI-



KHBAaTh B HM3MCHSIOIIUXCS YCIOBHSIX cpeabl. OOBIYHO CTpECcCOphI
OKpYy’Xarolei cpeasl kKiaccu(puuupyroT Ha aOHOTHYECKUE U OHOTHYe-
ckue. Bri3BaHHBIC aOMOTHYECKMMHU CTPECCOPAMH OTBETHBIC CHCTEM-
HBIC PEaKIUU PACTCHUH BEAyT K (HOPMHUPOBAHUIO CUCTEMHOM TPHOO-
peTeHHOIi akkiMMaTh3alus (M3BeCTHa Kak SAA, OT aHTJ. systemic
acquired acclimation), mo3BoMsitoLIeH Jyyllle MEPEeHOCUTh Hebaro-
npusTHbBIE yernoBus. CHCTeMHAst MPHOOPETEHHAS PE3UCTEHTHOCTD (13-
BecTHa Kak SAR, oT aHrJ1. systemic acquired resistance) oTpaxaer aHa-
JIOTUYHYIO PEaKIHI0, HO HA OMOTHYECKHE CTPECCOPBI, BBI3bIBAS UM-
MYHHBII OTBET BCETO pacTeHUs Ha MecTHoe feiicTBue naroreHa (Choi
et al., 2016; Huber and Bauerle, 2016).

Ha ceromHsiHuil qeHb IPUHSTO BBIICIATh TPU PA3THMUYHBIX THIA
JIMCTAHIIMOHHBIX CUTHAJIOB Y PACTCHHIl: XUMHUYECKUE, THAPABIIHUC-
ckue u anekrpuueckue (Barbosa-Caro and Wudick, 2024; Choi et al.,
2016; Huber and Bauerle, 2016). O603Ha4ueHHbIC THITBI JTUCTAHITUOH-
HBIX CHUTHAJIOB PA3IMYaIOTCs HE TOJBKO IO CBOCH MpUpOe, HO U 10
CKOpOCTHU pacnpocTtpaHenus (Tada 1.1, puc. 1.1).

K xuMuueckuM CHrHajIaM TPATUIMOHHO OTHOCSAT TaKUE CHUTHAIIb-
HBIC MOJICKYJIbI KaK (PUTOrOPMOHBI, MTENTUIbI, AaMUHOKUCIIOTHI, MOJIC-
kynsl PHK, a Taxxe pa3nuyHble CUTHAIbHBIE MOJIEKYJIbI, ACCOIIUUPO-
BaHHBIC C MOBPEKICHUEM KIETOK, B TOM YHCJIE JHCTOTPHI3YIIHMHU
HACEKOMBIMH, M JCHCTBHEM Ha pacTeHus maroreHoB (Barbosa-Caro
and Wudick, 2024; De Bruxelles and Roberts, 2001; Garg and Kiihn,
2020; Lacombe and Achard, 2016; Le6n et al., 2001; Zhang et al.,
2016). Kpyr BbISBIECHHBIX MOJIEKYJ, UIPAIOIIUX POJIb XMMHUYECKHX
CHUTHAJIOB B OTBET HA JCHUCTBHE TE€X WM HHBIX (PAKTOPOB, CTPEMHU-
TEJILHO PACIIUPSCTCS, B TOM YHCJIC B CBS3U C PA3BUTHEM METOJIOB Jie-
TEKI[MH. DBOJOLUS 3HAHUN O JUCTAHIIUOHHBIX XUMUYCCKUX CHUTHATAX
paccMoTpeHa, B yactHocTH, B 0030pe K.R. Kondhare et al. (2021); aB-
TOPBI OTMEYAIOT, YTO BBISBJICHUE KIFOUCBBIX MOOMIBHBIX CUTHATBHBIX
Mornekyn, Takux kak MPHK, 6enku u mansie PHK, npoussenu peso-
JIFOIMIO B HAIIIEM [TOHUMAHUK TOTO, KAaK PACTCHUSI HHTETPUPYIOT pa3-
JIMYHbIC BHYTPEHHHUE M BHEUTHUE CUTHAJBHBIC ITYTH VIS YIIPABIICHHS
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poctom u pazsutueM. OnHako, B HeZjaBHel padote, onmy0IMKOBaHHON
B Nature Plants B 2025 r. (Paajanen et al., 2025), B KOTOpO# BBITTOTHEH
MeTaaHaJIM3 UMEIOIIUXCsl TaHHBIX 0 MoOmIbHBIX MPHK, yunThIBaro-
IIUHA TEXHOJIOTMYECKUH 1TyM, OHOJIOTMUECKYI0 H3MEHYUBOCTD, TOTEH-
[UAJIbHOE 3arpPSA3HCHUE U HEMOIHOTY COOPOK I'eHOMa, 0OHApYXKEHO,
yro Oonbiast gons umeronuxcst faHHelx PHK-cekBeHupoBanus He
HUMEET CTaTUCTUYECKOrO MOATBEPXKACHHS, YTO, 10 MHEHHIO aBTOPOB
3TOH paboThI, CTABUT MOJ COMHEHUE PE3YyIbTaThl MHOTUX MPEABITY-
IUX UCCIEOBAaHUN M COBPEMEHHBIC B3IVISAbI HA KOMMYHHKAIUIO C
yuactueM MPHK B 1ienom (Paajanen et al., 2025). IIpuBeneHHbIN npu-
Mep MOKa3bIBAET, HACKOIBKO 3bI0KHUM SIBJISICTCSI OCHOBAHUE, HA KOTO-
POM CerojHsl BBICTPAUBAIOTCS TUIMOTETHUECKHE MHOTOYPOBHEBBIE
CXEMBI MPOIECCOB JajbHEH CHUTHAIU3ALUU y PACTCHUil, U 3Ta 3bI0-
KOCTb 00YCJIOBJICHA HEJJOCTATOYHBIM YPOBHEM TEKYIIUX 3HAHHH.

Tao6nuna 1.1. Ilpumepsl 3HaYeHNIi CKOPOCTH
pacnpocTpaHeHUsI CHTHAIOB pasianyHoro tumna (Johns et al., 2021)

Cko- | KoanuectrBo
Opranmm | CTumyasl Curunan pocCTh, KJIETOK
MM/C | B ceKyHay"
Dionaea [pukocuo- | I1]] 54-115| 1,080-2,300
muscipula | BeHUE
Mimosa [pukocuo- |I1[Q 644 120-880
pudica BEHHUE
Mimosa [MoBpexnae- | BIT 1-4 20-80
pudica HUE
Arabidopsis | [lospexne- | BII, mpoBopsmue mydku 1-2s 2040
thaliana HUE BII, me3o¢wmn 0.4 8
Ca’"-BonHa, npoBOJAIIHE 1-2 20-40
MYYKH
Ca®" -ponua, Me30(uILI 0,4 8
Bomna A®K, npoBogs- ~1 20
IIME MyYKH
Bomra A®K, mezodmmn 0,4 8
NaCl Ca®" -ponHa, KOpeHb 0,4 8

* Jlyist cpaBHEHUS, CKOPOCTD TIEPEBEICHA B KOJIMUECTBO PACTUTEIBHBIX KIIETOK pa3MepoM
50 MKM, uepe3 KOTOpbIe CUTHAJI CMOXKET MTPONTH 32 OIHY CEKYHJTY.

11



XMMUYECHUA [ I
fecgad ) - 9
nrﬂ I -.I .

Twun curHana

InexTpUHEcHUit
=]
3
T
—_—
+

ben@:%.p{lp,\h,@.\é@';@
né%éf.\éﬁp

CropocTb (cm = cl)

IlnaHkM NOrpenIHOCTel — CTaHIapPTHBIC OMMOKH cpeHero. CHMBOJIBI «+ 0003HAYAOT BbI-
Opocsl Ha auarpamme pasmaxa. Touku panHbix >4000 cmxc™! 0603Ha4YeHBI Ha rpaduKe Kpy-
sxoukamu. OOpaTHTe BHUMaHKE Ha Pa3pbiB 10 OCH X, KOTOPBIN MOHA100UJICs, 4TOOBI 0TOO-
Pa3uTh JUana3oH Touek JaHHbIX. [1]] — noreniman neiictus; BI1 — BapuaGenbHbIil OTEH-
muan (Huber and Bauerle, 2016).

Puc 1.1. [Inana3onsl cKopocTeil XUMHYECKUX,
THAPABJIUYECKUX U JIEKTPUYECKHUX CUTHAJIOB B PACTEHUSIX

XUMHYecKHe CUTHaJIbI — HanboJiee MeJUIEHHBIE U3 BCEX TUTIOB JIU-
CTaQHIIMOHHBIX CUTHAJIOB pacTeHHH. MOJeKyJIbl, UTPAIOIHE POJIb XH-
MHUYECKUX CHUTHAJIOB, MOTYT TPAaHCIIOPTHPOBATHCS KaK KaK MO CHM-
TUTACTHOMY IIyTH, Yepe3 IUIa3MOJECMBbI, CBS3bIBAIOIINE COCEIHNE
KJIETKH, TaK W MO MPOBO/SIIMM IyTSM C TOKOM (DpJIOOMBI U KCHIIEMBI.
CkopocTh MepeMelleHnsT MaJIbIX MOJIEKYJT Yepe3 MI1a3MO/IeCMbI, BEpo-
STHO, He mpeBbimaeT 1 Mmxm/c (Johns et al., 2021). CkopocTts nepenayu
10 COCYJIUCTOH CETH COOTBETCTBYET CKOPOCTH TPAHCIIOPTA COEANHE-
HUM ¢ TOKOM ()JIOPMBI M KCHJIEMbl U coCTaBisieT oO0buHO 0,08—
0,15 mm/c u 0,3 mm/c cootBercTBeHHO (Taiz and Zeiger, 2010). K xu-
MHYECKUM CHUTHAJIaM MOXXHO OTHECTH M OTKPBIThIE OTHOCHTEIBHO He-
naBHO BonHBI ADK M HOHOB KasbIHsi, CKOPOCTb KOTOPBIX 3HAYH-

TEJILHO BBIIIIE U JOCTUTAST BEJMYMH MTOPSIIKA MUJUTHMETPOB B CEKYHTY
(cm. Tadua. 1.1).
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Jpyrue THMBI AUCTAHIMOHHBIX CUTHAJIOB — TUAPABIMUYECKUEC U
UIEKTPUUECKHE (BKIIOYAIONME TOTCHIMAT JeHCTBYS, BapuaOeIbHbIN
MOTEHLIHAI U CUCTEMHBIH MOTEHLHAN), UMEIOT 0ojee BBICOKYIO IO
CPaBHEHHUIO C XUMHUECKHMHU CUTHAJAMH, CKOPOCTh Nepefadu (CM.
puc 1.1, Tad.. 1.1). Takue curHasbl IPEOAOIEBAIOT 32 OJJHY CEKYHIY
pacCTOsIHUE, SKBHUBAJICHTHOE [ECATKAM M COTHSIM KJIETOK (CM.
Tadua. 1.1).

OcHOBHas 11eb Nepeaud JUCTAaHIIMOHHBIX CUT'HAJIOB — KOOPAH-
Hall¥sl aKTUBHOCTU IPOILIECCOB, MPOTEKAIOMIUX B MPOCTPAHCTBEHHO
yJIaJICHHbIX 4acTsaX pacTeHuil. Oco0yro 3HAaUUMOCTb KOOPAUHALUS OT-
BETOB MPHOOPETACT B Cilyyae JeHCTBUsI HEOIAronpusTHBIX (haKTOpOB,
MOCKOJIbKY HEJJOCTATOYHAsS CKOPOCTh U3MEHEHHH B 3TOM CIIydae Mo-
KET CTaTh (paTanbHON. IMEHHO O3TOMY B OTBETE PACTCHUI Ha CTpec-
COpbI 0COOBII HHTEpEC MPEeACTaBIIsIeT UMEHHO OBICTpPBIC AUCTAHI[UOH-
HBIE CUTHAJIBI U HA TAKKX OBICTPBIX JUCTAHLIMOHHBIX CUTHAJIAX — I'U/J-
PaBINYECKHX, HJICKTPUUECKUX, a Takxke BomHax ADK u xambrms —
COCPEI0TOYEHO BHUMaHHE B 9TOH padoTe.
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TJIABA 2
I'MAPABJIMYECKUN CUTHAJI

2.1. BOJHBI BAJTAHC. OBIIUE CBEJAEHUSI

Bona xu3HeHHO HEOOXO0IMMa PacTeHUSIM: OHa CIIYXKHT PacTBOPHU-
TeneM B OMOXMMHYECKHX DPEaKLUsIX, TPaHCIIOPTUPYET MHUTATENbHbIE
BEILECTBA M METa0OJIUTHI, y4aCTBYET B TEPMOPETYJISINN PAaCTeHUH, a
TaKoKe co31a€T TypropHoe AaBjeHne, o0ecreunBaroliee oIepKanue
apXUTEKTYphl PACTEHMs, POCT KIETOK M JIBUTATENbHBIE PEaKInu
(Scharwies and Dinneny, 2019). Boaa nupkyaupyert B BUJE )XUAKOCTU
Y BOJITHOTO T1apa 10 KOHTHHYYMY «I104Ba-pacTeHue-aTMocdepay, T.e.
BOJIa IBUKETCS Yepe3 MOYBY, MOTJIONIAETCSI KOPHEM PAacTEHHsI, TOAHU-
MaeTcs B OOer ¥ UCTIapseTCs B yCTBUYHYIO TI0JIOCTb, a BOJSHOW Hap,
MMEIOIINI MEHBIIYIO IJIOTHOCTh YeM BO3JYX, TOJJHUMAETCsl B aTMO-
cdepy B ocHoBe aTOrO ABMXKEHHS BOABI JIEKHUT MEXAHU3M KOT€3MH-
HaTSHKEHMS, a ero JIBMKYIIEH CHIION CIyXUT TpaHcnupaius (Schar-
wies and Dinneny, 2019; Steudle, 1998). J[BuxkeHre BOIbI O ITOMY
KOHTHHYYMY YIpaBJISIETCS IpalieHTaMH BOJHOTO TIOTEHIIMAJa U KOH-
TPOJMPYETCSI N3MEHEHHUSIMH T'HIPaBIMYECKOr0 CONMPOTHUBIICHUS. 3HA-
4yeHue BogHoro norenuana (\Wy) yMeHblaercs B paay «lo4Ba-pacre-
HUe-aTMocdepay, HOTSHIHAI CTAHOBUTCS 00Jiee OTPHLIATEIILHBIM.

W3-3a BasKHOCTH BOJIBI, JJIsI €€ TPAHCIOPTHPOBKH PACTEHHS B XOJ1€
SBOJIIOIMN PA3BUIIM COCYIHCTYIO CHCTEMY, OXBaThIBAIOLIYIO BECh Op-
ranusM (Lucas et al., 2013). Kcuema no3BossieT TpaHCIIOPTUPOBATh
BOJY B OOJNBIIMX 00BEMax ¢ HU3KUM THJIPABINYECKUM COIPOTHBIIE-
HUEM, 1 3TOT IIyTh HCIOJIB3YETCs HE TOJBKO JUIS IepeHoca BOJIbI U ITH-
TaTeNbHBIX BEIIECTB, HO H JUIs OBICTPOH Nepeady CUTHAJIOB Ha 00JTb-
IIMe PaCCTOSHHS.

JIroboe moBperkAeHNe PacTeHHs MM MHOE HapyLIeHHE LEIOCTHO-
CTH BOJIHOTO CTOJI0A B COCY/IaX KCHJIEMbI, BBI3BIBAET TaK Ha3bIBAEMBIi
THIPABJINYEeCKHH CUTHAI — M3MEHEHHE JIaBJIeHUs, KOTOpOe, BCIIe/I-
CTBHE IPAKTHYECKH IOJHONW HEC)KMMAEMOCTH BOJBI, ITOYTH MIHO-
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BEHHO TepeiaeTcsl 10 BCeMY THIPaBINYEeCKOMY KOHTHHYYMY pacTe-
Hus (puc. 2.1) (Gorgues et al., 2022). B sxécTknux TpyOKax Takoi rui-
PaBIMYECKHI CUTHAJ paclpOCTPaHsIEeTCS CO CKOPOCTBIO 3ByKa, B pac-
TEHHUSX K€ 3TO IPOUCXOANT HECKOIBKO MEJIEHHEE N3-3a COTPOTHBIIE-
HUS COCY/IOB M M3MEHEHUI 00bEMa, KOTOpbIe OKa3bIBAIOT JeMI(pHPY-
romriee aericteue (Christmann et al., 2013).

wessenedie THADABNMYECHWE CHIHAN

JleiicTBUE CTHMYJIa 3allyCKaeT THAPABINYECKUI CUTHAII, KOTOPBIH pacrpocTpaHseTcs B MO-
BPEXKICHHOM JIMCTE U B HEMOBPEKICHHBIE JIMCThS 110 MPOBOJIAIINM ITydkaM. PacripoctpaHe-
HHUE BOJIHBI TIOBBIIICHHOTO JIaBJICHUS B cocy/aX Kcuiembl (Py) BbI3bIBaCT HapyllIeHUE IUHA-
MHYECKOr0 PABHOBECHS BOJHOTO MOTEHIIHAIA MEXKY KCHIIEMOW U OKPYKAIOIIIMMHU TKAHIMH,
YTO BBI3BIBACT MIOTOKH BOJBI (ITOKA3aHbI CHHUMHU CTPEJIKAMU) MEXIY COCYIOM U JKHUBBIMU
KJIeTKaMHU. BO3HHKaIOIIME MOTOKH BBI3BIBAIOT M3MEHEHUS TYPrOpHOro JaBJieHUs U aedop-
MAIIHI0 OKPYKAIOIIHMX COCY/IbI )KUBBIX KJICTOK, UTO BEIET K aKTUBALIUY THIPABINYECKUX CCH-
copoB (cxema cBepxy). Cokpamenusi: KC — kierounas crenka; [IM — ninazmaTtudeckas MeM-
6pana; CK — cocyn kcuemsl. ITosICHEHUS B TEKCTE.

Puc. 2.1. UapynupoBaHHbIi NOBpeXKICHAEM
TUPABJINYECKUH CUTHAI
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Boree mmpokoe MOHUMaHUE TEPMHUHA «THAPABIMYECKHH CHTHAI
BKJIIOYAET KaK PaclpocTpaHeHHe U3MEHEHHUs JaBIeHHs, TaKk U CBS3aH-
HBIC C 3TUM MTOTOKHU KHUIKOCTH MEIKIY OTJACTBHBIMH KOMIIAPTMEHTAMU
pacrenus (Stahlberg et al., 2006). Kpome Toro, TepMuH «ruapaBinde-
CKHMH CHTHaJD» HEOJJHO3HAYEH H B JINTEPATYPE €r0 UCIOIb3YIOT WIS 000-
3HAYEHHMs Pa3iIMYHBIX COOBITHI: JUIs ONMCAHMUS M3MEHEHHsI TyPropHOro
JIaBJICHUS KIIETOK (B 3HAUUTENILHOM CTEIEeHN 3aBHCSIIEr0 OT aKTUBHO-
CTH MeMOpaHHBIX TPAHCIIOPTEPOB ), MACCOBOT'O ITOTOKA JKUJKOCTH B KCH-
nemMe (B 3HAYNUTENBHON CTENEHH 3aBHCAIET0 OT Pa3HOCTH JIaBJIeHHI) 1
COOCTBEHHO BOJIHBI JIaBJIeHus (Tlepeaya KOTOpoi B 3HAYMTEIILHOM CTe-
TIeHH 3aBUCHT OT cBorcTB cocynoB) (Evans and Morris, 2017).

TkaHU BCEero pacTeHHs HaXOAATCSA B AMHAMHYECKOM TI'MJpaBIlye-
CKOM PaBHOBECHH, KOTOPOE 3aBUCHUT OT BEJIMYMHBI BOAHOTO MTOTEHIH-
aJla ¥ THAPaBINYECKOro conporusiieHus. [1og BOAHBIM NOTEHIHAIOM
B 3TOM Clly4ae IOJpa3yMeBaloT, 0 CyTH, COBOKYITHOCTb JIBMIKYIIUX
cuin niepeHoca Bojibl (Bhatla and Kathpalia, 2023):

V=W A+ Wy + Vo t+ P,

rae, Ww— Boxusblil nmoreHnuan, Ws— ocmornueckuil nmoreniuan, W, — mnoreHnuan
TUAPOCTATHICCKOr0 NJaBJIEHUS, ‘Pm — ManPI‘{HLIfI IIOTCHIIHAJI (onpe):[enaerca a}:[copGLu/Ieﬁ
BOJBI K KJIETOYHBIM ITOBEPXHOCTAM U KOJIJIOWIHBIM ‘{aCTHI_IaM), ‘Pg — FpaBI/IMe’TpI/I‘{eCKI/If/'I
IIOTCHII M AJI (BKJ’IaI[ CYHIECTBEHEH [JI1 BBICOKHUX nepeBLeB).

HecMoTpst Ha BO3MOXKHBIE BOIIPOCHI O CTPOTOCTH HCIIOJIB30BAHUS
TepMHUHA, JaHHas (HopMylia HATJISITHO AEMOHCTPUPYET, UYTO ABMXKEHUE
BOZIbI U3 OJJTHOW YACTH PACTEHUS B IPYTYIO 3aBUCUT HE OT OTZEIBHOTO
(hakTopa, a OT UX COBOKYITHOCTH. TakuM 0Opa3oM, paccMaTpuBast mpo-
LIeCChl BO3HUKHOBEHMUS, MEPENAYU U BOCIPUATHS THAPABIMYECKOIO
CHTHaJIa B TAaKOH CIIOXKHOM cHCTEMe KaK pacTeHue, He0OOXOIUMO yUH-
ThIBaTh HMMEHHO COBOKYIHOCTh BCE€X (DaKTOPOB, PETYIUPYIOIIUX
TPAHCIIOPT BOBI.

I'mppaBamyeckre CUTHAIIBI B pACTEHUSIX — IOCTOSIHHBIE YYaCTHU-
KM TIPOIIECCOB PETYJIISINH pOCTa U Pa3BUTHA, a Takke (POPMHUPOBAHUS
OTBETa HAa U3MEHEHHUs YCIIOBHUH OKpyxaromiel cpensl. Ha BomHbIN Oa-
JIAHC PacTeHUH BIMSIOT Takue (HaKkTOpbl Cpelbl, KaK HU3MEHEHUE OCBe-
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LIEHHOCTH, TEMIIEPaTypbl, BIXKHOCTH MO4BBI U Bo3ayxa (Christmann
et al., 2013), a Taxke BHEIIHNE MEXaHUYECKHUE BO3JCHCTBUSI, HATIPH-
Mep, TOBPEXICHHE JIUCTA JMCTOrPHI3YIIMMH HacekoMbiMu (Alarcon
and Malone, 1994) (cm. pue. 2.1). U3-3a 60nb110# 3HAYUMOCTH TU-
PaBIUYECKUX CUTHAJIOB JIJIsl KOOPAWHAIIMU CBS3CH MEXKIY Hal3eM-
HBIMU U TOJI3EMHBIMH OpPraHaMH, HEOOXOAUMBIX JUISl MOIICPKAHUS
BOIHOro 0anaHca B PACTCHUSX, U3YyYCHHUIO STHX CHTHAJIOB YICISIIOT
6onbinoe BHUMaHue. OIHAKO, HECMOTPS Ha TOCTATOYHO OONBIIOE KO-
JIMYECTBO IKCIEPUMEHTANILHBIX UCCICIOBAHU, PE3yIbTaThl KOTOPHIX
0000m1eHs! B psae 063opoB (Bhatla and Kathpalia, 2023; Christmann
et al., 2013; Farmer et al., 2014; Gorgues et al., 2022; Huber and
Bauerle, 2016; Malone, 1992; Scharwies and Dinneny, 2019), mHOr0€
B TpOIECCaX BO3HUKHOBEHUS, NIEPENAvYX ¥ BOCIIPUSATHS THAPABIHUC-
CKUX CHUTHAJIOB Y PAaCTCHHIA, a TAKKE B IOHMMAHHUU POJIM 3TUX CHTHA-
JIOB B MHJYKI[H OTBETa B CACTEMHBIX TKaHSIX, OCTACTCS] HEHM3BECTHBIM.

2.2. IIAPAMETPBI THPABJIMYECKOI'O CUTHAJIA

WuaynupoBaTh THIpaBIMYECKU CUTHAN, T.€. U3MEHEHHUE JaBlie-
HUS B COCYIaX KCHJIEMbI, MOTYT CaMble pa3HOOOpa3Hble CTUMYIBL. [Ipu
3TOM, MHTEHCUBHOCTb THJPABIMYECKOTO CHUTHAJIA 3aBUCUT OT CHJIBI
JIeCTBYIOIIEr0 cTpeccopa, KOTopbli ero uHaynupyet (Alarcon and
Malone, 1994). B 3aBucuMoOCTH OT THIIA CTPECCOPA TAKUE U3MEHEHMUS
JIABJICHUSI MOTYT OBITh JTMOO MOJOXKUTENBHBIMH, JHO0 OTpUIATEIh-
ubiMu (Huber and Bauerle, 2016).

JlaBieHue B KCUiieMe pe3Ko MOBBIIIAETCS, HATpUMeEp, MPH MEXaHU-
YecKOoM M3rube BeTBeW M cTeOisl, BBI3BAHHOM BETPOM HIIH APYTHMH
¢akropamu. Takoe JIOKaJIbHOE MEPEXOJHOC MOBBIIICHUE JABICHUS B
KCHJIEME, MpPOMOPLHOHATIBHOE BEIMYMHE MPUIOKCHHOM MeXxaHHue-
CKOM nedopmanuu, ObICTPO PACHPOCTPAHSETCS MO COCYIUCTON CH-
cTeMe B BepxXHUe U HuxkHUe obnactu ctedns (Lopez et al., 2014).

[NoBbIlIcHNE JaBIICHUS BBI3BIBAIOT TAKXKE JIOKAJIBHBIA HAIPEB U
oxor oTKpeIThIM TiameHeM (Stahlberg et al., 2006), koTopblii sBIS-
eTcs, MoXKanyi, HanboJee pacpoCTpaHEHHBIM CIIOCOOOM HMHJIYKIIMU
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THIPABIMYECKOr0 CUTHAJIA B JIAOOPATOPHBIX dKCIIEpUMEHTaX. B n3me-
HEHHE JTaBJICHUS B 9TOM CIIy4ae BHOCUT BKJIAQJl KaK YBEIHUCHHE TEM-
HepaTypbl KHUIKOCTH B KCUIIEME, TaK M HAPYIICHUE [IEIOCTHOCTH TKa-
Hel. [Ipu HapymeHuM LEJI0CTHOCTH TKaHEH B pe3yibTaTe JAECHCTBUS
Pa3IUYHBIX CTPECCOPOB MOSBISIETCS HEMOCPEICTBEHHBIN TOCTYI aT-
MochepHoro aaBneHus Kk kcusieme. [ToCKONbKY HaBieHUE B KCUIIEME
OTHOCHUTEIBHO aTMOC(EpPHOro JIaBJIeHUs OOBIYHO OTPHIATENbHOE
(Dainese et al., 2022; Stahlberg and Cosgrove, 1997a), 310 BbI3bIBaET
MOJIOKUTEIIBHBIN CKAYOK TABJICHHS, 1 HA STOH COCTABIISIONICH UHITYK-
UM TUAPABINIECKOr0 CUTHAJA CTOMT OCTAHOBUTHCS UyTh MOIPOOHEE.

Cynis o BceMy, pa3HHUIla MEX1y JIaBIEHHEM B Kcuieme 1 atmocgep-
HBIM JIaBJICHHEM 0CO00 BakKHA VISl BOBHUKHOBEHHUS THIPABINYECKOTO
curHaina. Tak, nokazano (Mancuso, 1999), uto rupaBindyeckuil curHasn
B OTBET HA JIOKAIBHBIA 0)KOT HE BO3HUKAII B YCIOBHSX HACHIIIAIOIICH
BJIXKHOCTH, BBI3BIBAIOIICH CHIDKCHUE HATSHKCHHSI BOIHOT'O CTOJI0A B CO-
Cylax KCHJIEMbI, B OTJIMYHU OT YCJIOBHU HOPMAaJIbHOW BIJIQYKHOCTH.
Heo0x01MMocTh UMEHHO HATSKEHHUST BOJHOTO CTOJI0A, 8 HE TPAHCIHPa-
UK TOITBEPXKIICHA B DKCIIEPUMEHTAX, B KOTOPBIX IPEIBAPUTEIHHO
OOMIIbHO MOJIMTHIC TOMATHI HAKPHIBAJIU TOIUITHICHOBOW TUICHKOM, CO-
3/1aBasi HACHIILAIOMIYIO BIAXKHOCTh U TIOJHOCTBIO MO/IaBIIsIsl TpaHCITUPa-
U0 (M, COOTBETCTBEHHO, CHUMAsl HATSDKEHUE BOAHOIO cToinba). Hane-
CCHHUE PaHbI B 3TUX YCJIOBHUSIX HE BBI3BIBAIO THAPABINYECKOrO CUIHAJA,
OJTHAKO TIpH JT00ABICHUU K KOPHSIM PacTBOpa MAHHUTOJA, KOTOPOE MPH-
BOJIWJIO K BO3HHMKHOBEHHIO HATSKEHHSI BOIHOTO CT0JI0a (B OTCYTCTBHE
TpaHCIUPAIINH), HAHCCEHUE AaHATIOTMYHOTO CTUMYJIA BBI3BIBAIIO THIPAB-
nmuaeckuii curHan (Malone and Alarcon, 1995).

Emé onun dakTop, MHAYIHPYIOIIUI POCT NaBJICHUS B KCHIICME B
cilyyae TOBPEKIICHUS KJICTOK PaCTEHHsI, — BBIXOJ BOJIbBI B QllOILIaCT
M3 COCEJIHUX HEMOBPekJAeHHbIX KieTok (Malone, 1996) Bcnencrue
YBEJIMYCHUST OCMOTHYECKOTO IOTEHI[MAala, BBI3BAHHOIO BBIXOIOM
HOHOB U JIPyTHX OCMOJIUTOB U3 Pa3pyHICHHBIX KIETOK.

JleficTByIOIIME HA PACTEHUSI CTPECCOPBI MOTYT BBI3BIBATH HE TOIBKO
pEe3KOe MOBKIIICHIE, HO U IIOHW)KCHUE JIABJICHUS B KCIiieMe. B yacTtHO-
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CTH, TAKOE OTPUIIATEIILHOE H3MCHECHHE TABIICHUS B KCHJIEME BBI3BIBAIOT
3acyxa 1 3aconenue (Huber and Bauerle, 2016), umetorue oOmiuii Kom-
MOHCHT — TOHWKEHHUE BOJIHOTO MMOTEHIMAIa CPeIbl, T.e. TouBbI (Zhu,
2016). Bbi3BaHHBII 3acyXOl TMAPABIMYECKHI CUTHAI UTpaeT Ompese-
JISTFOLIYIO POJib B peryssiuuu Tpancnuparuu (Christmann et al., 2013).

Bo3nukaromye BCIeICTBUE NSHCTBUS Pa3InIHbIX CTUMYJIOB H3Me-
HEHHsI TABJICHHS B COCYIaX KCHJIEMbI OJIarofaps HU3KOMY OCEBOMY
THIPABIMYECKOMY COMPOTHUBIICHUIO OBICTPO PACIPOCTPAHSIOTCS B CH-
CTEeMHbIE TKaHH, MOTEHIHAIbHO — 10 Bcemy pacteHuto (Huber and
Bauerle, 2016).

[Ipu oleHKE KONUYECTBEHHBIX XapPAaKTEPUCTUK THAPABIHUCCKUX
CHUTHAJIOB, BKJIIOYAsl aMIUTUTYY B CKOPOCTh PacpOCTPaHEHUs, HE00-
XOIMMO TIPUHUMATH BO BHUMAHUE METOBI ¥ MTOIXO/IbI, HCIIOIb30BaH-
HBIC B KOHKPETHBIX 3KCIIEPUMEHTAX JUIS PETUCTPALIMU ITHX CUTHAJIOB.

Camplii TpsIMOIl METOJ PETHCTPAllMH THAPABIMYECKUX CUTHA-
JIOB — HEIOCPE/ICTBCHHAS PETUCTPALINS JUHAMUKHY JTAaBIICHUS B COCY-
nax kcrieMbl. C MOMOIIBIO 3TOr0 METO/Ia 3aPErUCTPHUPOBAHBI H3MEHE-
HUs IaBJICHUs B COCY/Iax MMPOPOCTKOB ropoxa u orypua (Stahlberg and
Cosgrove, 1997a, 1997b, 1996) B oTBeT Ha TEIIOBOI CTUMYJI U UCKYC-
CTBEHHOC TIOBBIIICHUE JNaBiicHus. [10ka3aHo, YTO aMIUIATY/Aa CKadka
TTABJICHHS B COCY/aX KCUIIEMbI B OTBET Ha J00ABJICHHE K KOPHSIM TOpsi-
yeii Bonwl ipeBbiinaet 10 klla (Stahlberg and Cosgrove, 1997a, 1996).
[pu 5TOM, MaByeHUE B KCHIIEME HAYMHACT HApacTaTh 0€3 KaKOro-iubo
Jar-nmepuoja MPAKTHYECKA MIHOBEHHO JIOCTUTas MaKCUMyMa
(puc. 2.2 a).

I'uapaBnaudeckuii CUTHAN TakKe MOXKHO 3apEruCTpUpOBaTh, U3ME-
puB aehOpMALUIO TKAHEH PACTEHHS: TPAIUIMOHHO — KOHTAKTHBIMH
METOZIAMH C TIOMOIIBIO TEH30/IaTYMKOB. TaKUM CII0cOOOM H3MepeHa Jie-
(dopmarms crebiist BUHOrpaJia Iocie JIOKATBHOIO 0)KOTa OJIHOTO M3 JIU-
ctheB (Mancuso, 1999). 3apeructpupoBaHo HEOOIBIIIOE KPATKOBPEMEH-
HOE YMEHbIIEHHE IaMeTpa cTeOJIsl, HauMHAIOIIeeCs Yepe3 HECKOIbKO
CEeKYyH]I 110CIIe 0KOTa, 38 KOTOPHIM CIIE/IOBAJIO 3HAYMTEIILHOE YBEIHYe-
HUE (BpeMsi JOCTHIKSHHS TTOJIOBUHBI MAKCHMyMa — OKoJio 1 MuH). Yc-
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A

DasneHune Kewnemel TonuuHa nucra

TypropHoe AasneHue

=0 kNa
TopRvan f

[+5l} ulMa

(A) HenocpencrBeHHOE N3MEpEHHE JaBIIEHHs B KCUieMe. BisHue cTyneH4aToro noBbIeH s
TemnepaTypsl (0T 26 10 90°C, BepxHsist kpuBasi) u AaBienus B kamepe (ot 0 no +50 xI1a, Hux-
Hsisl KpMBasi) KOPHEBOM cpe/ibl Ha JaBiieHune keuneMsl (Py), n3MepeHHoe Ha cpese SIMUKOTUIIS Ha
paccrosinun 50 MM B ipopocTtkax ropoxa (Stahlberg and Cosgrove, 1996).

(b) Usmepenne nedopmaiuy TKaHeH, BHI3BAHHOU THIPABIMYECKHM CUTHAIIOM. l3MeHeHue
TOJIIMHBI HEPA3/IPaXKEHHOro JicTa (AX) IIIEHUIIbI, BEI3BAHHOE JIOKAJIILHBIM 03KOTOM COCEI-
Hero Jiucta. [loka3aHbl HHIMBHTyaIbHbIC KPHBBIE BocbMHU pacteHuil (Malone, 1992).

(B) U3menenue Typroproro nasienus (Py) B anugepMaibHbIX KIETKaX HEPa3ApaKeHHOr O JICTa
IIIEeHHIBL. B MOMeHT BpeMeHH, 0003HaYeHHBII BEPTHKAIBHOI JIMHHEH, Y4aCTOK COCEHEr0 JINCTa
000XOKEH TUIAMEHeM CIUYKH B TedeHue 3 ¢. Urcia Ha pucyHKe — TypropHoe JaBlieHHe B 0apax
B HavayIe K101 KpuBoil. Kaxast KpuBast OTHOCUTCS K OTIENbHOMY dKcrepiumMenty (Malone and
Stankovi¢, 1991) CBepxy cxeMaTHIHO H300PAKEHO N3MEPEHIE TapaMETPOB.

Puc. 2.2. T'uapaBinyeckuii curaai,
3aperucTPUPOBAHHBIN ¢ MOMOIIBIO PA3JINYHBIX METO/I0B

TaHOBKa HECKOJIbKUX TEH30JaTYNKOB Ha PA3IMYHOM PACCTOSHHU OT
30HBI pa3lpa)KeHHsl MTO3BOJIMIIA 3aPETHCTPUPOBATh CKOPOCTh PacIpo-
CTpaHeHHWs CUrHaja, KoTopasi cocTaBuia okono 15 mmxc™ (Mancuso,
1999). YBenuueHnue TOMIMHBI CTEONS B OTBET HAa OXKOT TaKk:ke 0OHapy-
’KEHO M Y MOJICOJTHEYHUKA; BPeMs JOCTHIKEHHS MTOJIOBUHBI MAKCUMyMa
B 3TOM clly4ae cocTaBuiio okoio 30 ¢, ammutyaa — 10-30 MxM (oxoio
1% nmuametpa ctedist). AHAIOTHYHBIA METOJ, OCHOBAHHBIN Ha M3Mepe-
HuM AedopMaIiy C MOMOIIBI0 peodpa3oBaTeNei TMHEHHOTo epeMe-
IIEHU S, UCITOJIb30BaH JIsi MOHUTOPHHIA M3MEHEHUS! TOJIIHHBI JINCTHEB
y TIPOPOCTKOB TIIEHHIBI TTOCIIE JIOKAIBHOIO 0)KOI'd COCEIHEro JIMCTA
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(Malone, 1992). B sToM ciy4ae TONIIMHA JICTa CHAYaJla YBEJIMYMBa-
nack (aMruTyga — okojio 10 MKM; BpeMsl JOCTHIKCHHS IOJIOBHHBI
MaKCHUMyMa — OKOJIO 1 MUH), a 3aTeM MEJJICHHO BO3BpaIllajiach B HC-
xozHoe coctosiHue (puc. 2.2 0). CKOpoCTh pacHpOCTPAHEHUS! CUTHAIA
cocTaBuiIa He Menee 10 cmxc .

BrI3BaHHOE JTOKATBHBIM MTOBPEKICHUEM MEPEXOIHOC YBEIHMUCHUE
TOJIIIUHBI JINCTA TAKKE 3aPETHUCTPUPOBAHO Y PACTCHHIA PYTHUX BHJIOB
(mmenuna, $hacoib, cosl, meper, MOJACOTHEIHUK, OTypell, Maphb Oenas,
HIMUHAT, KyKYpy3a, BUIIH). [Topsky 3HaueHHH aMIUTUTY bl K CKOPO-
CTH HApacTaHUsl 3TOr0 YBEIWYCHHUS COOTBETCTBOBAIM OIMUCAHHBIM
BBIIIIE U3MCHEHHSIM JUTS TIICHUIIBI U BUHOTPAJA, YTO MO3BOJISIET ClIe-
JaTh 3aKJIOUeHUE 00 TON YHHBEPCAIbHOCTH PEAKIUU ISl Pa3HbBIX
pacrenuii (Boari and Malone, 1993).

CTuMYyJIBI, BBI3BIBAIOIINE PE3KOES CHIDKCHHIE BOJHOTO MOTCHIMANIA B
OKpY’KaroIIeil KOpHH Ccpelie, HA000POT BEIYT K MEPEXOAHOMY CHHIKE-
HUIO pa3MepoB JiucTa u crebns (Malone, 1992; Pecherina et al., 2024).
Hanpumep, moka3aHo OBICTPOE€ YMEHBIICHHE TOJIIMHBI JHUCTA IIIIe-
HUIIBI B OTBET Ha J100aBlIeHHE MaHHHUTONA K KopHsM (Malone, 1992).

Hedopmanuio TKaHEH pacTeHHsI TAKKE MOXKHO PErHCTPUPOBATH C
MPUMEHEHHEM ONTHYECKUX METOIIOB, KOTOPhIE B CPABHCHHUU C METO-
JAMU PETUCTPAIMU C TIOMOIIBI0 KOHTAKTHBIX IaTYMKOB, 00JIaIaroT
3HAYHUTENLHBIMEA TMPEUMYIIECTBAMU, TAKUMHU KaK HEHHBA3UBHOCTb,
BBICOKAsI UyBCTBUTEIBHOCTh U OTCYTCTBHE HEOOXOIUMOCTH (PUKCAIIH
naTuuka Ha u3mepsiemoM oobekre (Nozkova et al., 2018). Onun u3 Ta-
KHUX ONTHYECKUX METOJIOB — PErHCTpAIlis M3MEHCHUI TeoMeTpude-
CKOW TeHH CTEOJIsl WM JIMCTA PACTCHHUS, PACIIOIIOKEHHOI'0 MEXKIY UC-
TOYHUKOM cBeTa u jerekropoM (Mudrilov et al., 2024; Nozkova et al.,
2018). C ucnonp30BaHUEM 3TOT0 METO/A MOKA3aHO, YTO Pa3IUUHBIC
JIOKAJIbHBIC CTUMYJIBI, BKITFOYasl 00T, HAarPEeB M MEXaHMYECKOE MOBPE-
KIICHHUE, BBI3BIBAIOT OOpATHMOE YBEIMYCHUE TONIIMHBI JINCTA IIIIIE-
Huwel (Mudrilov et al., 2024). I3mepeHHBIE ¢ TOMOIIBIO ONTHYECKUX
METOJIOB KOJIMYECTBEHHBIC MapaMeTpsl AehOopMaluy JINCTa — BEIH-
YHHA U CKOPOCTh HAPACTAHUS YTOJIIEHUS — COOTBETCTBYIOT TAKOBBIM
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B cilydae perucrpauuu teHzomardukamu (Mudrilov et al., 2024; Noz-
kové et al., 2018). Emé oqun ontudeckuii MeTo1, ¢ TOMOIIBIO KOTOPOTO
TaKKe MOXKHO PETUCTPUPOBATH Je(OPMAIIUIO TKaHEH TP PacipocTpa-
HEHUH TH]IPaBIMYECKOr0 CUTHAJIA — ONTHYECKAas! KOTePEHTHAsE MUKPO-
ckonust (Vodeneev et al., 2012). C moMoripio 3Toro MeToja Obljia 3a-
¢bukcupoBana ObIcTpas oOpaTuMas fedopMaIiys JICTA MIIICHUIBI, BbI-
3BaHHAs JIOKAJILHBIM 0’KOrOM, B BHJE H3rHM0a JIMCTOBOM IIIACTHUHBI
BJIOJIb cpefHeil xunku (pue. 2.3). Ilpu ncrnonb3oBaHUM METOA PEru-
CTpalK TEOMETPUIECKON TEHH WM TEH30JIaTIMKOB TaKyro nedopma-
IIUE0 MOKHO HHTEPIIPETHPOBATH KaK YBEITMUCHUE TONIIINHEI JIHCTA.
Heo0xo0auMo MOMYEpKHYTh, YTO IMOCKOIBKY COCYABI PAaCTCHUMN
HUMEIOT CJIUIIKOM BBICOKYIO JKECTKOCTh U Je(hopMaIus CO 3HAUUTEIb-
HOW aMIUTUTYIOW BCJEICTBUE 3TOr0 HEBO3MOXKHA, YBEIUYCHHUE TOJ-
IIMHBI JTIUCTA WK CTEOJIs, 3apETHCTPHPOBAHHOE PA3ITHYHBIMU METO-
aMH, OTpakaeT aeOpMAalMI0 TKAaHEH, BBI3BAHHYIO HE HEMOCPE-

OKM

a — PacCTOSTHUE MEXKAY ABYMS IPOTHBOIIOJIOKHBIMUA CUMMETPUYHO PACITOJIOKEHHBIMU TOY -
KaMH JIMCTOBOM IJIACTHHKH.

Puc. 2.3. U300paskeHns JuCTA MIIIEHUIBI B ONEPEYHOM CeYeHHNH,
MOJIy4eHHbIE ¢ IOMOIIbLI0 CBEeTOBOM (A) U ONITHYECKOI KOTepeHTHOI
(b) muxpockonuu. CxemaTHuecKkoe H300paxeHue AedopManuu JucTa
NIICHNIIbI, BBI3BAHHOI 05K0roM KoHYNKa JucTa (B). Cxema perncrpanun
JAUHAMMKH JIe()OpPMALMH JIMCTA MIICHUIBI ¢ IOMOIIBIO ONITHYeCKOl
KorepeHTHOI Mukpockomuu (OKM, I') (Vodeneev et al., 2012)
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CTBEHHBIM TIOBBIIICHUEM WIIA TIOHIDKEHUEM JTaBJICHUS B KCHUIIEME, T.C.
3TO HE aHAJIOIMYHO, HAIPUMEp, «IIPOIIYIBIBAHUIO ITyJIbCa» Ha YeNo-
BEUYECKOM pyke. Y pacTeHuid HaOmoJaeMble M3MEHEHHS TOJIIUHBI
CBSI3HBI C U3MEHEHUSIMH Typropa u 00beMa KHUBBIX KIETOK, KOTOPBIE,
B CBOIO OUYepe]ib, 00yCIIOBIICHBI TPOX0KICHUEM BOJIHBI IaBJieHus. J{u-
HAMHKa U3MCHEHHs Typropa KJIETOK B CHCTEMHBIX TKaHIX, 3aperu-
CTPUPOBaHHAs SKCIIEPUMEHTAIBHO, XOPOLIO COOTBETCTBYET OIMMCAH-
HOW BbIIIEe AWHaMuKe ux nedopmanuu (puc. 2.2 B). Tak, B smu-
JICPMAJIbHBIX KJIETKAX JIFCTA TIIEHUIBI B OTBET HA OXKOI' KOHYHKA CO-
CEIHEro JIMCTa MPOUCXOMUT 3HauuTenbHoe (10 100%) yBenuuenue
TYpPropHOro naBiieHus. TypropHoe laBlieHHE HAa4YMHAeT HapacTaTh
cpa3y Tocjie CTHMYJa, a BpeMsl JOCTIIKEHUS MOJOBHHBI MaKCHMyMa
cocraBysieT okoio AByx MUHYT (Malone and Stankovié, 1991). Cone-
BOM CTpecc BBI3BIBACT 3HAYNTENIBHOE T1aJIeHHe TypropHOro IaBJIEHUS B
KIeTkax wMe3odpuwiuia w snuaepmuca jaucrta Mesembryanthemum
crystallinum L. nocne nodasnenust NaCl k xopasm (Kholodova et al.,
20006). ITpuunHOi TaKuX M3MEHEHUH, BEPOATHO, CIIYKHUT BOJIHA PE3-
KOTO CHUKEHUS THJIPABINICCKOTO JAaBJICHUs (U3MCHEHHE HATSDKCHUS
B BOZIHOM CTOJIOE), pacrpoCTpaHSFOLIAsCs O KCHIIEeMe OT KOPHS B OT-
BET Ha BOAHBINA Aedunut. [IpuBeneHHbIC TPUMEPBI TEMOHCTPUPYIOT,
YTO CTPECCOpPbI, BBI3BIBAIOIINE YBEIMYEHUE TOJIIMHBI JIMCTA WU
cTeds, BenyT K YBEIIMUYEHUIO TyprOpHOTO JaBJICHUs KJIETOK, a CTH-
MYJIbI, BBI3BIBAIOIIIE CHUXKEHIE, — K MOHWKEHUI0. B COBOKYITHOCTH
CO CXOJICTBOM JMHAMHKH HaOJIIOJaeMBIX W3MEHEHHH 3TO IOITBEp-
KJaeT 3aKJIFOYEHUE O TOM, YTO BBI3BaHHAS JIOKAILHBIM CTUMYJIOM Jie-
(bopmanus HepazIpaKEHHBIX TKaHEl — CIIeICTBUE M3MEHEHHS Typ-
TOPHOTO IABJIEHHS 00Pa3yIOINX UX KIIETOK.

2.3. MEXAHHM3MBI THIPABJIUYECKOI'O CUTHAJIA

He BBI3bIBaCT COMHEHHUH, YTO PETHCTPUPYEMBIC U3MEHEHHS TOJI-
IIMHBI JILCTA U CTEOJIS, a TAKKE U3MEHEHHE TYPrOPHOTO JTABJICHSI KIle-
TOK — CIIEJICTBHE PACIPOCTPAHCHUS BOJHBI JABJICHUS B KCHIIEME
(Malone, 1993). Oanako, CBA3b MEXIy NapaMeTpaMu COOCTBEHHO
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THJPAaBIMYECKOr0 CUTHAJIA, T.€. BOJHBI JaBJICHHS, U TapaMeTpaMu Jie-
(dbopmanu TKaHeW ocTaeTcsl MPaKTUYECKU HeuccienoBaHHOW. B of-
HOIi 13 HegaBHUX paboT (Bacheva et al., 2025) BbinonHeH TeopeTnye-
CKHIi aHaJN3 3TOM CBSA3M Ha OCHOBE MaTEMAaTHYECKOrO MOZEIHPOBa-
HUs. B ocHOBY aHami3a mosoxkeHa opoyIpyrast MoJiesb, TO3BOJISIO-
I1ast ONMCaTh KaK BO3HUKAIOIIME TIOTOKH BOJBI, TaK U IIepeaady Mexa-
HUYECKUX HANpsHKEHUH U nedopmarmu TkaHu pactenus. CorimacHo
9TOW MOZIENN, TKAaHH PacTEHUS PacCMaTPHBAIOT KaK IIOPHCTHIE, POHH-
naemsle 1 ieopMupyemble Cpeibl, 3al0JTHEHHbIE BOJIoH. B pacrennn
BBIJIETICHO J[Ba CBSI3aHHBIX KOMITAPTMEHTA: )KECTKHE COCY/IbI KCHIIEMbI
W OKpYXKalllHe HX ODJAaCTHYHBIE JXMBbIE KIETKH (HECOCYAMCTBIE
TKaHH). Boma MoXeT mepeMelnaThes anorulacTHYecKuM (T.e. depes
KCHJIEMY W KJIETOYHYIO CTEHKY), CHMIUIACTHYECKHM (T.€. Yepes Iias-
MOJICCMBI) U TPAHCMEMOPaHHBIM yTsIMU. [T0TOK BOJIBI TI0 CUMILIIACTH-
YECKOMY M aNOIUIACTUYECKOMY MYyTSAM MPOHCXOIUT MO TpaHeHTaM
JIaBIIEHUS, a TI0 TPaHCMEMOPaHHBIM — IO TPaJIMEeHTY BOJHOTO TIOTEH-
1uaia. Takast MOZIENIb XOPOIIO COOTBETCTBYET HPEJICTABICHUSIM O CO-
OBITHSX, CBA3aHHBIX C Iepeladell THIpaBIMYecKOro CHrHala, U3Jo-
JKCHHBIM B OOJIBIITMHCTBE PabOT, HATIPABIICHHBIX HA H3YUEHHE €0 IPH-
pomel. Tarke B Hee yKiIajJplBaeTcs IpeyiokeHHas B pabote
E.E. Farmer et al. (2014) runore3a «coaBiIMBarOIIUX KJIETOK», CO-
[JIACHO KOTOPOH HMHIYKTOPOM BBI3BAHHOTO THIPABIMYCCKAM CHTHA-
JIOM OTBETa B CUCTEMHBIX TKaHSIX CIY)KUT U3MEHEHHE 00beMa U JIaB-
JICHUS TIPUJIETAIOIIUX K )KECTKUM COCYJIaM KCHJIEMBI )KUBBIX KIICTOK.
MonenupoBaHue 10Ka3ajo, YToO MMOBPEXJIEHUE 1Mo0era BhI3bIBAET
HapylleHHe CYNIECTBYIOUIMX B HOPME I'PaJIMEHTOB JABJICHUS MEXIY
aroryIacToM, CUMJIACTOM U aTMoc(epoil n OBICTPYIO Nepeiady BOJIHBI
JTaBJICHUS 10 COCYJaM KcuieMsl (puc. 2.4). XapakTepHble BpeMeHa Ie-
pelaun BOJIHBI IABJICHUS B COCY/IaX KCUIJIEMbI Ha PAacCTOsTHHE MOPsIKa
HECKONIbKUX CAHTMMETPOB He npesbimaroT 10~ ¢; xapaktepHoe Bpems
M3MEHCHUS TABJICHHUS B OKPYKAIOIIUX HECOCYIUCTBIX TKAHIX — II0-
panka 10% ¢ (Bacheva et al., 2025). TToBblleHKe NaBIEHUs B HECOCY-
JMCTBIX TKaHSX MpeNroiaraeT yBelndeHne o0beMa KIeTOK BCIIEICT-
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BHE X 37acTUYHOCTU. [IpeaoxkeHHas opoynpyras MOAENb OXBaThI-
BaeT HAONI0JaeMyI0 B HKCIIEPUMEHTaX JUHAMUKY PacCHpOCTpaHEHUs
JIaBJIeHUS U e(hOpMallii PACTUTENbHBIX TKAHEH, BEI3BAHHBIX JIOKAJIb-

A
nOTOi_BP:I.ﬁth
MyqoK Keunemsbl Cocyp,
B JHaenexnue fAasnexnne
B COCYAaX KCUNEeMbl Pm[Mna] B HecuwmauxmaunxP,[M"a]
H '~ S
-0.45 0 0.3 0.75
= — =
t= 105 t =4c
B o> o
10 22 t =40c
t= 10‘4l:=rx_w t,=400 c=7,

(A) Cxematideckoe H300pakeHIe BBI3BAHHBIX JIOKAILHBIM ITOBPEXKICHUEM JICTA IIOTOKOB
BOJIbI B PACTEHHUU. BOIHUCTBIE CTPEIIKU WILTIOCTPUPYIOT HCHIAPEHUE C TOBEPXHOCTH JIUCTA.
(B) Pe3ynbTaThl MOAEIUPOBAHYS H3MEHEHHIT JaBJICHHS B KCHIIEMe (ClIeBa) U HECOCYAUCTBIX
TKaHsX (CIIpaBa) C PacCTOSHUEM MEXIY JIICThSIMU 1 CM M PacCTOSHUEM MEXIY KUIKaMH
0,4 Mm. ITpu moBpesxieHNH BEICBOOOXKIaeMas BOJIa U N3MEHEHHUE JaBIECHUs OBICTPO paclpo-
CTPAHSIIOTCSI IO KCHIIEMe, TaK YTO JaBJICHHE BIOJIb 3TOTO ITyTH IIPUOIIKAETCS K PABHOBECHIO
(temHO-cuHuit) B npenenax 104 c (B, cinesa). OTTOK BOABI M3 KCHIIEMbI B HECOCYIUCTHIE
TKaHU BBI3bIBAET YBEIMUEHUE B HUX JlaBlIeHUs B TedeHHe npuMepHo 400 c (B).

Puc. 2.4. U3meHeHue 1aBjaeHUs 1/l HeO0JIBIIOT0 TPABAHUCTOI O
pactenus (Arabidopsis thaliana), BbI3BaHHOE JIOKAJIBHBIM
TOBPeKIeHHEM OTHOTO U3 JINCThEB. AJIAIITUPOBAHO U3 PaOOTHI
V. Bacheva et al. (2025)
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HBIM NOBpEXIeHHEM. B yacTHOCTH, OKa3aHO XOpollee KOINYeCTBEH-
HOE COOTBETCTBHE MEXIIy MOJIENIBIO U IKCIIEPHMEHTOM B ITapaMerpax
OIMMCAHHOIO paHee HAOYXaHUs JINCTA MIICHUIIbI, BEI3BAHHBIX 0)KOTOM
(Bacheva et al., 2025). HecmoTpst Ha TO, YTO MPEATIOKEHHAS MOJIENb
MOXET JJOCTATOYHO XOPOIIO OOBSICHUTH IUPOKHNA KPYT IKCIIEPUMEH-
TaJBHBIX PE3yJbTATOB, HEOOXOIMMBI HAIMPABICHHBIC UCCIICOBAHUS
MEXaHU3MOB PacIpOCTPaHEHUS THPABIMYECKOr0 CHUTHAJIA.

PacmipocTpassiick M0 PacTEHUIO THUIAPABIHYCCKHNA CHTHAT BBI3bI-
BaeT M3MCHEHUS B Hepas3[IpakeHHBIX TKaHAX. Cpelu OTBETOB, BBI3bI-
BaeMBbIX TH/IPABIMYECKUM CUTHAJIOM HanOoJjiee XOpoIlIo H3y4YeHa peak-
IUsl YCTHUI] HA U3MCHEHHE BOJHOTO TMOTEHIMANa MoYBbl. PaHee cuu-
TaJId, YTO TaKas PEaKIUsl YCTHUI[ O0YCIOBJICHA XUMUYSCKUMH CUTHA-
JaMH, B YacTHOCTH abcum3oBoii kucnoroit (ABK). Onnako, sxcnepu-
MEHTHI C HCIIOJb30BaHUEM MYTAHTHBIX TOMATOB, C HAPYIIICHHBIM CHH-
te3oM ABK, noctaBuim nox comHenue BaxkHocts ABK, momyuaemoii
13 KOpHEt, u1s peakuny B modere. Taxke B IOIb3Y THAPABINYECKOTO,
a He XUMHYECKOr0, CHTHAJIa KaK HHAYKTOpa M3MEHEHUH B mobere, ro-
BOPUT BBICOKasi CKOPOCTh CHT'Haja, KOTOpas COCTaBisjla HE MeHee
2 cv/muH (Christmann et al., 2013).

Omnpenenenuto Tuma (MPUPOJIbI) CUTHANA, BHI3BIBAIONIETO U3MEHE-
HUS B CHCTEMHBIX TKaHSX, YACISAIOT 00JbIIoe BHUMaHue. OIIH U3 IIH-
POKO MCIIONB3YEMbIX MOAXO0/I0B BBIJIEIEHHS HMEHHO PacIpOCTPaHSIO-
IIErocsi o KCHIJIeMe I'HJIPaBIMYECKOro CUrHalla — METOJI TaK Ha3bIBa-
€MOr0 TEIIOBOTO ONMOsIChIBaHUS [ /11 0030pa cM. paboTy (Van De Wal
et al., 2017)]. DxcepuMeHTaNbHO JOKa3aHO (B TOM YHCJIE C TOMOILBIO
PErucTpanuy CKOPOCTH TOTOKA B KCHIIEME METOZIOM SIJIEPHOTO Mar-
HUTHOT'O PE30HAHCa), YTO IPH TETIIOBOM OIOSCHIBAHHWH B 30HE BO3/ICH-
CTBHUs (HA JIOKQJIBHOM Y4YacTKe CTEeOJIsl MM Yepelika) pa3pylaroTcs
BCE J)KUBBIC TKAHH, BKITI0Yast ()II09MY, OTHAKO (PYHKIIHOHATBHOCTh KCH-
nembl octaercst Hem3meHHo# (Van De Wal et al., 2017). C nomombto
OITMCAaHHOI'0 METOJa, a TAKXKe psjia PYruX MOAXONOB, YOEIUTEIEHO
MOKAa3aHa POJIb THPABINYESCKOr0 CUTHAA B MHIYKIIUA U3MEHCHUHN B
CHCTEMHBIX TKaHSIX PaCTCHUSI.
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2.4. BOCIIPUSITUE T'MJIPABJIMYECKOI'O CUTHAJIA
B CUCTEMHBIX TKAHSIX

Bo3MOXXHOCT MHAYKIUS TUAPABIMYECKUM CUTHAJIOM OTBETOB B
VIAIEHHBIX YacTAX pACTEHUsl SICHO CBUJETENBCTBYET O HAIUYUH
CTPYKTYP, KOTOPbIE TaKOW CHUTHAT BOCIPUHUMAIOT U AEKOAUPYIOT. Ta-
KH€ CTPYKTYpPbI Ha3bIBalOT THAPABJIMYECKUMH CeHCOpaMu. Moreky-
JIsipHAas TIPUPOJIa CTPYKTYP, UTPAIOUINX B PACTEHUIX POJb T'HIPaBIIHU-
YECKUX CEHCOPOB, B HACTOsAIEE BpeMs HEe yCTaHOBJIEHA. OCHOBHBIX
MPETEHACHTOB ONPEAENSIOT, UCXOMS U3 TOro, Kakue (pU3NUECKUe U3-
MEHEHHUS BBI3BIBAET TUPABIMYECKUI CUTHAJ B HEpa3paKCHHbBIX TKa-
Hax. ['mapaBnudeckuit curHan (1) u3MeHseT MEXaHUYECKHE CHIIBI,
JIEUCTBYIOIINE HA TUIA3MaTHIECKYI0 MEMOpaHy U Ha TpaHUIly pas3zena
«KIIETOYHAsI CTEHKa-TUIa3MaTuyeckas MeMOpaHay, (2) BbI3bIBAET U3Me-
HEHHUE Typropa KieTok u (3) ymepeHHOe M3MEHEHHE KOHIIEHTpAIUH
PACTBOPEHHBIX BELIECTB B PE3yJbTaTe TPAHCMEMOPAHHOTO IEepeHoca
Bozbl (puc. 2.5) (Christmann et al., 2013; Scharwies and Dinneny,
2019). B kauecTBe OpueHTHPA PU MOUCKE THAPABIUUYECKHX CEHCOPOB
y pacTeHHi HCHOIb3YIOT MEXAaHOCEHCOPBI U OCMOCEHCOPHI OaKkTepuii u
rprOOB.

VY OakTepuil BOCHpPUATHE MEXAaHUYECKUX CTUMYJIOB CBS3BIBAIOT, B
MepBYIO o4yepesb, ¢ KaHaaamu MscS 1 MscL — MexaHO4yBCTBUTENb-
HbIMH KaHasnamu (Mcs — oT aHri. mechanosensitive channel) manoi
(S) u 6onpmoit (L) nmpoBomumoctu (CyxapeB u AnumkuH, 2023).
MscS u MscL, 1Ba CTpyKTYpHO HEPOJICTBEHHBIX KaHaJa U3 pa3HbIX ce-
MEHCTB, COCTABIISAIOT aJTAITUBHYIO CUCTEMY, KOTOpasi peryJIupyeT Typ-
TOpHOE JIaBlIeHHE B KIIETKE, BLICBOOOX/1ast HEOOJIbIIINE METaOOIUTHI U3
LUTOIJIa3MBl, CIacast 0akTepuu OT in3uca. Bo Bcex H3ydeHHBIX Ha ce-
TOAHSIIIIHUI JIeHb T€HOMAaxX pPacTeHWil OOHapyKEeHbI TOMOJIOTH MscS
(MSL, ot anrn. MscS-like), Ho He MscL (Christmann et al., 2013). T'e-
HOM Arabidopsis thaliana xomupyer necsiTb OEIKOB, POJICTBEHHBIX
MscS, n3 Hux MSL9 n MSL10 pacrnosnoxeHsl B 1a3MaTHIECKON MeM-
OpaHe kieTok kopHel, MSL8 cmenuduuecku skcmpeccupyercss B
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nbuible, kKanansl MSL2 u MSL3 cnenuduuecku JT0Kann30BaHbI B T1a-
cruaax. [locnenHue, MO-BUAMMOMY, HIPAIOT POJIb B OCMOIPOTEKTOP-
HOW 3allIuTe IIacT, aHanornunyo poar MscS (Christmann et al.,
2013; CyxapeB u AnumkuH, 2023). Kanans! cemeiictBa MSL o6ma-
JIAf0T OOJIBILION MPOBOIMMOCTBIO U HU3KOW CEIEKTHBHOCTBIO, TIPOITYC-
Kasi MHOTHE OTHOCHTEIIbHO HeOOJbIIne MOJIeKyJIbl. B axcriepumenTax
C OYHMINEHHBIM OEIKOM-KaHaJIOM, BCTPOGHHBIM B UCKYCCTBEHHYIO JIH-
MUJIHYIO MeMOpaHy, I0Ka3aHo, YTO TOT KaHajJ aKTUBHPYETCs Hero-
cpencTBeHHO HaTsbkeHneM MemOpansl (Christmann et al., 2013; Cyxa-

(S

Hu3kmid
OCMOTHYECKWIA
noTeHunan

peB u AnumkuH, 2023).

(A) MexaHOuyBCTBUTEIbHBIE MOHHBIE KaHAJIbI, HANPHMED, KallbLMEBBIE, MOI'YT aKTHBUPO-
BaThCsl HATsDKEHNEM (KPacHBIE CTPENIKH) B KJIETOUHOM MeMOpaHe (noHbl Ca>" 0003HaueHBbI KEI-
TBIMH Kpy>KKkaMH ). CHHKEHHE Typropa MpuBOAUT K MOTEPE HATSKEHUS U 3aKPbITHIO KaHAaIa.
(B) Penentoprono0Hble KMHA3EI HMEIOT BHEKJICTOUHBIE JOMEHBI, KOTOPbIE MOTYT OIpese-
JATh OTJelIeHHe IIa3MaTnaeckoil MemOpansl (IIM) ot xierounoit crenku (KC) Bo Bpemst
wia3monm3a. docdopribHbIe IPYIITB! (KENTHIN MECTUYTOIBHUK ¢ OyKBOil P) mepenocsres
Ha I1esieBble Oenku (kpacHas purypka) Bo Bpemst hochOoprIHpoBaHusL.

(B) BuyTpenHe HeynopsiiodeHHbIe JOMEHbI (0003HaUeHb! TOTyObIM) B OelKax B OTBET Ha
HU3MEHEHUS! OCMOTHYECKOro IMOTEHIMAa MOTYT CTAHOBUTHCS YHOPSIOUEHHBIMU CTPYKTY-
pamu, Hapumep, B hopMe o-crupaii (0003HaueHa KPaCHBIM) U, CJIE0BATEIbHO, TPHOOpe-
TaTh HOBBIE (ByHKIIUH.

Puc. 2.5. Tlpeanosaraembie ceHCOPbI U3MEHEHUS IOCTYINHOCTH BO/bI
B pactenusx (Scharwies and Dinneny, 2019)
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Cpenu GenkoB pacTEHUH €CThb U OENIKH, MMEIOIINE TOMOJIOTHIO C
aKTHUBUPYEMBIM PACTSKEHHEM APOXKKEBBIM kaHanoM MID1, kotopsie
OMOCPEIYIOT BBI3BAHHOE THMIIOOCMOJSIPHOCTBIO M MEXAHHYECKHUMHU
CTUMYJIaMH yBendeHue BHyTpukiierounoro Ca?" — MCA1 u MCA2
(MCA — ot aurn. MIDI-complementing activity) (Fromm and
Fichman, 2019). Otu Oesiku HE UMEIOT TOMOJIOTHH ¢ KaKUMHU-JIM0O0 13-
BECTHBIMH HMOHHBIMH KaHAJAMH WM TPAHCIOPTEPAMHU >KUBOTHBIX
(Kamano et al., 2015).

ITyrem ckpunuHra MyTtaHToB Arabidopsis thaliana, xoTopble He
BBI3BIBAIOT yBEJINUEHUE KOHIIEHTPAIUHU IuTo301bHOro Ca** B 0TBET Ha
ocmotuueckuit crpecc (Yuan et al., 2014), ycranosieHo, 4to B ¢Gop-
MHUPOBAaHUE KAJIbLIUEBOrO CUTHANA MPH THIEPOCMOTHUYECKOM CTpecce
BHOCST BKJIAJ] IPEICTABUTENIN CEMEHCTBA MEXaHOUYBCTBUTEIIBHBIX Ka-
HanoB OSCA (ot anrn. hyperosmolality-gated calcium-permeable
channel — xanblIMeBBI KaHAd, AKTUBUPYEMBIH THIEPOCMOISPHO-
ctio) (CyxapeB u Anumikuz, 2023). I'en, kogupyromuit OSCAI1 B
A. thaliana, — anen cemericTBa u3 15 TeHOB; TOMOJIOT'H STUX I'€HOB 00-
HapyXeHbl U Y Apyrux BuaoB pacteHui (Fromm and Fichman, 2019;
Murthy et al., 2018).

I'enom Arabidopsis thaliana Taxxe cOIEPKUT OJMH TOMOJIOT T'eHa
piezo — TeH, KOAUPYIOMUN OONBIION MEXaHOUYBCTBUTEIILHBIN Hece-
JIEKTUBHBIN KaTHOHHBIHN KaHai (Cyxapes u Anunikus, 2023). [Ipeamo-
JIO’KUTEITLHO POJIb 3TOr0 KaHAJa B BOCIPUSTHH MEXAHUUYECKUX CTUMY-
JIOB Y PacTeHHi Mojj00Ha TAKOBOH y APYTHX OPraHU3MOB.

ITockonbKy COCTOSIHME BOJBI JTOMKHO KOOPJMHHUPOBATHCS B pas-
JIMUHBIX KIETOYHBIX KOMIIAPTMEHTAaX, OCMOCEHCOPBI (DYHKITHOHUPYIOT
HE TOJIbKO B IIUTOILIA3MaTUYECKON MEeMOpaHe, HO U B MeMOpaHax op-
ra”esui, B mepByro ouepenp Bakyonu (Fromm and Fichman, 2019). B
TOHOIUTACTe (DYHKIMHM OCMOCEHCOpPA BBIMOJHSET MOHHBINA KaHal ce-
meiictBa TPK (ot anri. two-pore channels — aBymnopoBbie KaHabl),
pearupyromuil Ha OCMOTHYECKME H3MEHEHHUS! U PACTSKEHUE MEM-
OpaHbI (TOKa3aHO VIS PACTCHUI Pa3IMyUHBIX BUJIOB, BKIIIOYas apadu-
JIOTICUC, PHC, sSlTUMeHb). Arabidopsis thaliana oOnanaet NATbIO JBYXIIO-
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poseiMu K'-kananamu (TPK1-TPKS5), U3 KOTOPBIX MEXaHOYYBCTBH-
TenbHBIM siBisgeTcs Toabko TPK1 (Maathuis, 2011).

Ha puc. 2.6 noka3aHbl XapakTepHble BpeMeHa aKTUBAllMU U WHAK-
THUBALlMU MEXaHOUYYBCTBTEIIbHBIX KaHAJIOB Y Pa3IMYHbIX OPraHU3MOB.
Hecmotps Ha TO, YTO MEXaHOUYCBTHTEIbHBIE KaHAJBI OTHOCAT K OJI-
HUM U3 CaMbIX OBICTpPBIX TPeoOpa3oBaTeeii CTUMYa B 3HAUUMBIE JUIs
KJIETKH M3MCHEHMS CUTHAJIBHBIX MOJEKYJ MJIM JIEKTPHUECKOTO IO-
TEHIIMANA, BUIHO, YTO 3TH KaHAJIbI B KJIETKAX PACTCHUH 3aMETHO Oonee
MeJICHHBIE, UM B KJIETKAX JPYTrUX OPraHu3MOB.

Taxum 00pa3oM, ykazaHHbIC paHEE HOHHBIC KaHAJIbI KIETOK pacTe-
HUH, npuHaanexamue kK cemeiicream MCA, MSL, OSCA, TPK u ka-
Han Piezo, MOTyT BBINOJHSTE POJIb CEHCOPOB TUAPABINYECKOr'O CUT-
Haja B KJeTKax pacTeHui. OYyHKIMOHUPYS B TKAHSIX-MHUILEHSX, STH
KaHaJbl MOTYT Mpeo0pa30BbIBATh MUCTAHIIMOHHBIA THIAPABINYECKHUHA
CHUTHAQJI BO BHYTPUKJIETOUYHBIN xumuueckuil curHan (Scharwies and
Dinneny, 2019).

A Mscs B Piezol B MSL10
(E. coli) (Mbiws) (A. thaliana)

Anrmmaupn  fecencuBuaniauna Wi risiaimn MHakTinaLn?

(A) Kanan MscS Escherichia coli. (b) Kanan Piezo mpmm. (B) Kanan MSL10 Arabidopsis
thaliana. Jlns MSL10 Hanu4ue UM OTCYTCTBHE MHAKTUBAI[MN OKOHYATEIBHO HE YCTAHOB-
JIEHO, ITI09TOMY ITOKa3aHbI [Ba BO3BMOXHBIX BapHaHTa. KaHab!l akTHBHPYIOTCS CTYIIEHUATHIM
MIOBBILICHNEM JABJICHUS, IPHIIOKEHHOr 0 K MeMOpaHe.

Puc. 2.6. CxemaTnuyeckue u300paskeHnsi KHHETUKH aKTHUBALMU
MEXaHOYYBCTBUTEIbHBIX KAHAJIOB Pa3HbIX OPTAaHU3MOB
(Peyronnet et al., 2014)
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Jpyroii TMII r’UAPaBIMYECKUX CEHCOPOB, a TOUHEE — CEHCOPOB U3-
MEHEHHUS Typropa KJIETOK, — CTPYKTYPbl, KOTOPbIEC CBSI3aHBI C IIa3Ma-
TUYECKOM MEMOpaHOIi 1 KJIeTOUHOU cTeHKOH. Tak, perentopornogodHas
knHa3a FERONIA yuacTByeT B BOCHPUSITUH CTPECCOPOB, BIUSIOMINX HA
rujpaTaluo U HampskeHue kierouHod creHku (Feng et al., 2018;
Fromm and Fichman, 2019). B wactHoCTH, 9Ta KMHAa3a MOXET BOCIPH-
HUMAaTb OTJICJICHHE IIa3MaTHUECKOX MEMOpaHbl OT KJIETOUHON CTEHKU
BO Bpemst Tuiazmonu3a (cM. puc. 2.5 6) (Fromm and Fichman, 2019).

IIpeanonaratoT, 4TO OAHUM U3 KIIFOYEBBIX OCMOCEHCOPOB PACTEHUI
TKXK€ MOXeT ObITh rucTuanHKiHa3a AHK1 — yuyacTHUK aByXKOMITO-
HEHTHBIX curHaNIBHBIX cucteM (Urao et al., 1999). B To xe Bpems, apy-
rue pabotel craBAT moj comHenue poiab AHKI1 kak ocMoceHnocopa
(Kumar et al., 2013; Sussmilch et al., 2017). Tax, B pabote F.C. Suss-
milch et al. (2017) npoBepena runore3a o Tom, uto peuentop AHKI
YYBCTBUTENICH K TYpropy M OTBETCTBCHEH 33 AKTHBAIUIO OMOCHHTE3a
ABK mpu yMeHBIIEHHH BJIQXXHOCTU BO3yXa. ABTOpBI MOKA3aJIH, UYTO
CHIKEHHE Typropa JUCThEB ACHCTBUTENBHO 3amyckaeT bnocunte3 AbK
de novo B IepuoJI OTBETAa YCTHHI HA AC(UIIUT BOJSTHOTO Mapa, OJJHAKO
AHKI1 He urpaer KpUTU4IECKOI poNu B KAUECTBE TYprop-1yBCTBUTEIIb-
HOTO perenTopa B 3ToM mpouecce. B apyroit padore (Kumar et al.,
2013) pa3nuuuii B MHIYIIMPOBAHHOM ITOYBEHHOH 3aCyXO0l HAKOIJICHUN
a0CIM30BOI KMCIIOTHI MEXIy MyTaHTOM ahk] v pacTeHHEeM JAUKOTO THUTIA
Arabidopsis thaliana Taxxe oOHapykeHO HE ObLIO, TO €CTh PEIeNTOop
AHKI ne yyacTBOBaJ B 3TOM Ipol1Iecce.

3a BOCHpHATHE TUAPABIMYECKUX CUTHATIOB MOTYT OTBEUaTh U
0enKu, JIOKAJIM30BaHHbIC B IIUTOIMJIa3Me KJIETOK pacTeHuil. B 3Toii 00-
JIACTH MCCIICI0OBAHUN B LIEHTPE BHUMAHUSI HAXOJATCS OCJKHU C BHYT-
PEHHHMH HEyNOopsJOYEHHBIMHU JIoOMeHaMu. B oTBeT Ha 1eduIuT BO/IbI
CTPYKTypa Takux O€IKoB MoxeT ymopsjpounBarscst (Cuevas-
Velazquez et al., 2016; Cuevas-Velazquez and Dinneny, 2018) u takoe
U3MEHEHHE KOH(popMaIuu Oeiaka MOXKET aKTHBHUPOBATH HUXKEIEkKa-
1€ 3JIEMEHTbI CHTHAJIBHOTO KacKaa.
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B menoM, MOXHO TOBOPUTH O HAJHYMH Y PACTCHHH NIHPOKOrO
Kpyra MOTEHIMAJIbHBIX THIPABINYECKH CeHCOPOB. OIHAKO, MPSIMbIC
9KCIIEPUMEHTAJIBHBIC JOKA3aTEIbCTBA, CBUICTEIBCTBYIONINE 00 aKTH-
Bal[Ul THUAPABIMYCCKAM CHTHAJIOM OIPEICICHHON CEHCOPHOH CH-
CTEMBI, €IIIe MPEJICTOUT MOMYINTh. BaXKHO MOJUEPKHYTh, YTO OMHCAH-
HBIC PaHEEe MOJICKYJISIPHBIC CTPYKTYPbI — HE TOJILKO MOTCHI[UABHBIC
9JIEMEHTBI THIPABIMYCCKON CUTHAIM3AIUH, HO U YYACTHUKH TPOIEC-
COB TIepeIauu ¥ BOCIIPUSTHSI CUTHAJIOB JIPYTUX TUIIOB, KaK OyeT pac-
CMOTPEHO J1ajiee.

3aBepiasi pacCMOTPEHUE TUIPABINYECKUX CHTHAJIOB y PACTCHUMN
HEOOXOJMMO OTMETHTh, YTO HAIIM 3HAHUS HA CETOJHSIIHHUN [CHb
OCTAIOTCSl CIIMIIKOM (pparMeHTAapHBIMHU, YTOOBI MPABHIBHO OLCHHUTH
BCIO ITOCJIEA0BATEIIbHOCTh COOBITUM, HAUMHAS C BOCIIPHSITUS UHITYIU-
PYIOIIEro CUTHAJ CTUMYJIA U 3aKaHYMBAas MHIYKIIUEH 3TUM CUTHAJIOM
OTBETa B CHUCTEMHBIX TKAHSX, C BBISIBICHHEM MPUYUHHO-CIICACTBCH-
HBIX CBs3eil. B TO jke BpeMs, TaKOil HETOCTATOK JAaHHBIX OTKPHIBACT
OOJBILION MPOCTOP st OYAYIINX HCCIICIOBAHUMN, U B CBSI3U C OTHM XO-
TeNoch Obl 0003HAYUTh HanOosee BaxKHbIE (C TOYKH 3PEHHsS aBTOpA)
BOIPOCHI, TPEOYIOIIIE U3YUCHHUS [T TOHUMAHHUS TPUPOIBI THAPABIIH-
YECKUX CUTHAJIOB M UX POJIA BO B3AMMOJICHCTBUH PACTCHUIA C OKPYXKa-
OILIEN CPESOH.

B mepByto ouepe/ib, Helb3sl YIIyCKaTh U3 BHUMAaHHS TOT (DAKT, 4TO
THJIPABIMYCCKUE CUTHAJBI HEPa3PhIBHO CBSI3aHbI C BOJHBIM OOMEHOM B
pacrenu B 1eioM. [10ckoIbKy BOBHUKHOBEHUE THIPABIMICCKOIO CUT-
Hajla OOYCJIOBJICHO M3MCHEHUSMU JABJICHHS W BOJHOIO MOTEHIIMAJA
MEXKIy PaCTCHUSIMH M OKpYIXKaromiedl cpemoil (WM OTASTbHBIMHU Ya-
CTSIMH PACTCHUsI), BEIMYMHA TAKUX M3MCHEHHI OY/ET 3aBHUCETh OT HC-
XOHOTO COCTOSIHHsSI. Pa3HbIe MCXOIHBIC COCTOSHHS OOYCIaBIMBAIOT
pas3nuurs B MOPOTe BO3HUKHOBEHUS CHUTHAJIA, OIMPEIC/IAEMOro 0 HH-
TEHCUBHOCTH CTUMYJIA. JJaHHBIN BOMIPOC HA CErOHS HE HCCIICIOBAH.

I'uapaBnaudeckuii CUTHAI OTIMYACTCS OT JPYTHX JMCTAHIIMOHHBIX
CTPECCOBBIX CHTHAJIOB PACTEHHUI TEM, YTO €ro Inepenadyy BO MHOTOM
MOYKHO PacCMaTPUBATh KAK YUCTO (PH3MICSCKHUIN MTPOLIECC, 3aBUCSIIUIA OT
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napaMeTpoB cpe/ibl, B KOTOPOI ITPOUCXOIUT €T0 pacpocTpaHeHue, Ta-
KHMX KaK T'MJIPaBIMYECKOE COMPOTHUBICHHE W BS3KOYIPYTHUE CBOMCTBA.
3Ha4yeHus STUX MapaMeTPOB MOKa ONMpeJesIeHbI JIUIIb [l OrpaHUYEH-
HOT'O YMCIIa BUJIOB PACTEHUH, HO yXe celyac TOHSTHO, YTO Y PasHBIX
BUJIOB OHM MOTYT 3HAUMTEIBbHO OTJIMYAThca. Kpome Toro, KecTkocTh
KJIETOYHOM CTEHKH, MPOHUIIAEMOCTh MEMOpaH JJIsi TIOTOKOB BOJbI, CO-
Jiep’KaHue OCMOJIUTOB B PA3JIMUHBIX KOMIAPTMEHTax U Jpyrue (ak-
TOpBI, BIMSIONIME Ha TTapaMeTPbl Cpejibl, B KOTOPOH pacipocTpaHsieTcs
TUIIPABINYECKUN CUTHAJ, ABJSIOTCSA AWMHAMUYHBIMUA U HAXOJSTCS TIOJ
KOHTPOJIEM OMOJIOTMYECKUX MPOLIECCOB. 3HAHNE BPEMEHHON TUHAMUKA
9TUX (PAKTOPOB, a TAKIKE UX CBAZU C AKTUBHOCTHIO KIIETOUHBIX ITpOIIeC-
COB HEOOXOIMMO JIJ1s1 TOHUMaHHSI MEXaHU3MOB KaK BOSHUKHOBEHHS, TAK
Y Tiepesiauyl THIPaBIMnYEeCKOr0 CUrHasla B PACTCHUH.

Kak oraenbHbIi BOIPOC HEOOXOIUMO BBIJICTUTh UACHTH()HUKAIIUIO
OCHOBHBIX MOJIEKYJISAPHBIX HTPOKOB TH/PAaBINYECKON CUTHAIU3AIUH
y pactenuii. Kak oTMeueHo panee, HECMOTPS Ha IOCTATOYHO HIMPOKUN
KpYT KaHAMJIATOB Ha POJIb THIPABIUYECKUX CEHCOPOB, X y4acTHE Ha
CETrO/IHALIHMIA JIEHb SKCIIEPUMEHTAIILHO HE JIOKa3aHOo.

Taxxe Henmb3s 3a0bIBaTh, 4TO Tepenady TUAPABIMYECKOTO CHUT-
HaJla, BKJIFOYasi 3Tall pajidajbHOro paclpoCTpaHEHUs OT COCYJI0B KCH-
JIEMBbI B HECOCYTUCTBIE TKAHU, MOYKHO PACCMATPUBATh TOJIBKO KaK BeK-
TOPHBIIi pouecc. bombioit 3 GeKT Ha rTUAPABIMUYECKYIO CUTHATN3A-
LU0 MPEIMOI0KUTETHHO JIOJKHA OKa3bIBATh MOJSPHOCTH KIETOK, KaK
B OTHOLIEHUH MX MEXaHMYECKHX CBOMCTB, TaK U B OTHOILIEHHUHU JIOKa-
JIU3aIUM OCHOBHBIX MOJIEKYJISIPHBIX UTPOKOB. DTO MOXKHO HCCIEIO-
BaTh TOJIBKO B CJIOKHBIX SKCIIEPUMEHTAX i VivVo, BKIIIOYAIOIIUX PETH-
CTpalMIO U3MEHEHUH Typropa 1 0OCMOTHYECKOI0 MOTEHIIHaja Ha Kile-
TOYHOM YpPOBHE IIyOOKO B TKaHSX.

Hakowner, rugpaBinyeckuii CUTHAJI HEJb3s paccMaTpuBaTh B OT-
PBIBE OT CUTHAJIOB APYTHX TUIIOB, TOCKOJIBKY OH MOXKET OBITh 3JIEMEH-
TOM KOMILIEKCHOTO JUCTAHIMOHHOIO cHrHajga (cm.rnaByS). B
9TOM cily4ae napaMeTpbl KOHKPETHBIX CUTHAJIOB OYIyT BO MHOT'OM 3a-
BHCETh OT B3aUMOJICHCTBUSI MEXK/Iy CUTHAJIAMH pa3HOrO TUIIA, KaK H3-
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3a HaJaU4Msl OOIIUX MOJIEKYJISIPHBIX UTPOKOB, TaK U M3-3a U3MEHEHUH
CBOICTB Cpe/ibl, B KOTOPOI PacpOCTPAHSIOTCS CUTHAIBI (T.€. U3-3a 13-
MEHEHUI CBOUCTB PACTUTEILHON TKAHU).

OTBeThl Ha 0003HAYEHHBIE BONPOCH! TOMOTYT MPUOIU3UTHCS K MO-
HUMAHUIO MECTa U POJIU JaJbHEN CUTHAIN3AIMY [TPU yYaCTUH TH/IpaB-
JIMYECKUX CUTHAJIOB Y PACTEHUH, MPOU3PACTAOIINX B €CTECTBEHHOU
cpene, I Ha HUX MOCTOSIHHO JEHCTBYET MHOXKECTBO PA3HOOOPA3HbIX
abUOTHYECKUX U OMOTHYECKUX (haKTOPOB.
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I'J1ABA 3
BOJIHBI HIOHOB KAJbLIUA
U AKTUBHBIX ®OPM KUCJIOPOJIA

Baxxubie 35eMeHTHI ceTH OBICTPOIl Mepenadyn CHTHAJIOB y pacre-
HUIf —PacIpOCTPaHAIONIMECs BOIHBI HOHOB Kanbims (Ca®’) u akTus-
HbIX (hopm kucnopoaa (ADK, B aHIIIOSI3BIYHON JMTEpaType M3BECT-
HbIX Kak ROS, ot anrn. Reactive Oxygen Species). OTH TUIIbI JUCTaH-
LMOHHBIX CUTHAJIIOB OOHApyXEHbl CPaBHUTEIHHO HENABHO, OIHAKO
MOXKHO C YBEPEHHOCTBIO CKa3aTh, YTO CaMOMOJACPKUBAEMBIE BOJHBI
A®K u Ca** — ofiHa U3 caMbIX FOPSYUX TEM COBPEMEHHON OHONOTHH
pacrenuil. I1pu 3TOM, Ha CETOAHSIIHUNA EHb KOIMYECTBO 0030pOB, B
koTopbiX BomHbI ADK 1 Ca’" omuchIBAIOT M aHANM3UPYIOT, 3HAUM-
TEJIBHO MPEBBIIIAET KOJIMYECTBO PAOOT, B KOTOPBIX STH BOJHBI UCCIIe-
JYIOT SKCriepuMeHTalbHO. [1pu skenanuu riry0xe morpy3uThes B TEMY,
MOXKHO OOpaTUThCSI K MHOro4YMclIeHHbIM o030pam (Ali et al., 2025,
2023; Baxter et al., 2014; Chen et al., 2024; Choi et al., 2017, 2016;
Demidchik, 2018; Demidchik etal., 2018; Devireddy et al., 2021; Fich-
man and Mittler, 2020; Marcec et al., 2019; Mariyam et al., 2023; Mit-
tler et al., 2011; Parmagnani and Maffei, 2022; Ravi et al., 2023; Suda
and Toyota, 2022; Suzuki et al., 2011; Weralupitiya et al., 2024; Zhang
et al.,, 2022). B HacrosmieM >xe pasliene OCTAHOBUMCS NperMYyIie-
CTBEHHO Ha OCHOBHBIX (DaKTaX, YCTAHOBJIEHHBIX B OTHOCUTENBHO He-
OOJIBIIIOM KOJMYECTBE HKCIIEPUMEHTAIBHBIX paboT, a Takxke OOMIMX
CBEJICHHSX, HEOOXOMUMBIX JUTS TIOHUMAHHUS TOTO, YTO MEKKJIETOYHAS
CUTHAJM3alMs — JIMIIb OJWH W3 acleKTOB IIMpovaiiliero Kpyra
dynkmii nonos Ca* u A®K B Ku3HU pacTeHHuil.

3.1. KAJIBIITUEBASI BOJTHA

Woub! kanpus JeUCTBYIOT KaK BTOPUYHBIH MOCPETHUK B pas3ny-
HBIX CUTHAJBHBIX MYTSIX PACTEHHUH HA MPOTSHKEHUU BCETO UX KU3HEH-
Horo 1ukia. M3sectro, uto Ca’" yyacTByer Kak B pocTe U pa3BUTHH
pacTeHui, Tak ¥ B PEaKIUsX Ha BHYTPCHHUE U BHEIIHUE CTHUMYIIBL,
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BKITIOYass OMOTHYECKUE U aOMOTHUYECKHE CTPECCHl. YPOBEHb HOHOB
KaJbIIUs B KJIETKAX CTPOro KOHTPOIUPYETCS CIOKHOM CETHIO MOJIEKY-
JISIPHBIX CTPYKTYP, BKIFOYAIOIINX KaTbI[UEBbIC KaHAIBI M HACOCHI. [1e-
PEXO/IHOE MOBBILIEHHE BHYTPUKIETOUHOro ypoBHs Ca’’ — omHO U3
Hanbosee paHHUX COOBITUH MPU ISHCTBUM HAa PACTCHUS CAMBIX Pa3HO-
00pa3HBIX CTUMYJIOB. I[IpoCTpaHCTBEHHO-BPEMEHHBIC KOJICOAHUs
YPOBHsI CBOOOJHOTO KaJbIIHsI BIIOCIEICTBUH PACIIO3HAIOTCS pa3jind-
HBIMHU MOJICKYJIaMH, PAcIIA()POBBIBAIOIIUMHE KAJIbIIMEBBINA CUTHAJI, YTO
MPUBOIUT K (POPMUPOBAHUIO OTBETA.

Ha ceroausimuuii geHs posib nonos Ca>* kak yHHBEpCalIbHOIO BTO-
PHYHOTO MECCCHIDKEPA yKE HE HYKIACTCS B JIOMOMHUTENBHBIX JT0Ka-
3aTeNBCTBAX: BBISBIICH MIMPOKHUI KPYT Pa3HOOOPA3HBIX CTUMYJIOB, KO-
TOPBIE HHAYIUPYIOT BHYTPHUKICTOYHBIH KAIBIMEBbIA CUTHA, OIpe/ie-
JICHBI MEXaHHW3MbI TCHEPAIlH U MPEPhIBAHUS CUTHAJA, YCTaHOBJICHBI
KJTIOUCBBIC HU3JICXKAIINE DJIEMEHTHl CUTHAIBHBIX KACKaJOB, U3y4YcHA
POJIb KaJBIUEBOr0 CHTHAJIA B 3allyCKE OTBETA KIIETKH HA CTUMYJIBI
(Lecourieux et al., 2006; Shi et al., 2023; Wang and Luan, 2024). B
HACTOSIIIEE BPEMsI UCCIICIOBAHUS B 00IACTH BHYTPHKIICTOYHON Kajlb-
[UEBOM CHUTHAIM3AINN COCPEIOTOUYCHBI MPEUMYIIIECTBCHHO Ha MOHU-
MaHHU MEXAHHU3MOB CHEIM(DUUIHOCTH, MyTed MUMPOBKU U IEIIUd-
POBKH KaJbLUEBBIX CHUTHATYpP, HHTEIPALUU KAJBIIMEBOW CUTHATBHON
CHCTEMBI C CHTHAJIHBIMH CUCTEMaMHU JIPYTHX THIIOB, BAPHATUBHOCTU
KaJbIIMEBON CUTHANM3AUUH (VI PAa3IUYHBIX BUIOB PACTCHHH, IS
Pa3MUYHBIX CTAJAWUN pa3BUTHSA, JJIsl KOMOMHANUI NEHCTBYIOIINX CTH-
mynoB) (Bihani et al., 2025; Galaud et al., 2025; Jin et al., 2025; Kim
et al., 2024; Lederer et al., 2025; Xie and Attri, 2025).

3.1.1. OBLIASI XAPAKTEPHCTHKA KAJIBIJHEBBIX BOJIH

B otnuume ot BHYTPUKJIETOYHOT O, MEXKJIETOUHBIH KaJ‘ILHHeBLIf?I
CUTHaJ OOHapy»XeH OTHOCUTENIbHO HelaBHO. KanblueBas BomHA —
MepexoHOe YBETNYEHNE KOHIIEHTPAIIMH CBOOOHOTO KaJIbIUs B KJIET-
K€, KOTOPOE paclpOCTPAHAETCA Ha COCEAHUE KIIETKU, OXBAThIBasl TKa-
HU, PacroJIOKEHHbIE HAa OOJIBIIOM PAaCcCTOSHUU OT 30HBI JIOKAJILHOTO
pasapaxKeHus. Yucio BUJI0B paCTeHHﬁ, B KOTOPBIX 3apCruCTpupoBaHa
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KaJbIIMeBas BOJIHA, HA CETOMHSAIIHUIA IeHh HEBEIUKO. B MX 4nCII0 BXO-
it Arabidopsis thaliana, a Takxe BeHeprHa MyXO0JIOBKa, 00J1a1aromias
CIOCOOHOCTBIO K OBICTPBIM JIBUTATEIFHBIM peakiusM. Pacrpoctpane-
HUE KaJIBI[EBOM BOJHBI 3aPETUCTPUPOBAHO B CHCTEMHBIX TKAHIX (HE
MOJIBEPTHYTHIX JICUCTBHIO JIOKAIBHOI'O CTUMYJIa) KaK B KOpHE, TaK U B
nobere. [IpuMep WHIYIIMPOBAHHOM JTOKAILHBIM MTOBPEKICHUEM KaJlb-
LMEBOM BOJHBI B CHUCTEMHBIX JHUCThSIX A. thaliana mnpuBeneH Ha
puc. 3.1. B oaHO#1 U3 HenaBHUX padOT Takke OOHApy:KeHa mepenava
BoHbl Ca®’ OT pas/pa)aeMoro pacTeHus B JIUCThA COCEHErO Hepas-
JIPOKEHHOTO PACTEHHUS, KOTOPOE CBS3aHO C Pa3apa)kacMbIM dYepes3
«MOCT» U3 MapasuTtrueckoro pacrenus Cuscuta campestris (Fichman
et al., 2024).

KaspuueByro BOIHY HHIYITUPYIOT TAKUE CTUMYJIbI, KAK CBET BBICO-
kol mHTeHcuBHOCTH (Fichman et al., 2022; Fichman and Mittler,
2021), coneBoii cTpecc ¢ ucnoiab3oBaHueM xjopuaa Hatpus (Fichman
etal., 2022), ocmotudeckuit crpecc (Yuan et al., 2014), mexanuueckoe
nospexsieHue iucta (Bellandi et al., 2022; Fichman and Mittler, 2021;
JakSova et al., 2021; Li et al., 2025a; Malabarba et al., 2021; Moe-
Lange et al., 2021; Shao et al., 2020), nerkas MexaHH4eCKast CTUMYJIs-
LM CEHCOPHOTo BoJIocka (y BeHepuHOi MyxonoBku) (Suda et al.,
2025, 2020), noeganue nucta rycenuueit (Nguyen et al., 2018; Toyota
et al., 2018), a Takke IeiiCTBHE CIIIOHBI TPAaBOSAHON T'yCEHHUIIBI
(Malabarba et al., 2021). OqHoKpaTHOE ASHCTBUE CTUMYJIA MOYKET BbI-
3bIBaTh OHO(A3HYIO WK NBYX(a3HYIO KaJbIUEBYIO BOJIHY (TIpHEMEp
TakoH BOJIHBI CM. Ha puc. 3.1) unm xe HeperyssipHble KojaeOaHUs
YPOBHsI KaNbIHsl. [IpoIOIKUTENIFHOCTS KABI[MEBOH BOJHBI COCTAB-
JsieT OOBIYHO OT HECKOJNBKHX MHUHYT IO JecsaTkoB MuHYT (Lenglet et
al., 2017; Malabarba et al., 2021; Zhou et al., 2017). Bpemennoii un-
TepBaJI MEXK/Ty MIEPBBIM M BTOPHIM MAKCUMYMOM B CITy4ae JByX(a3Hoi
BOJIHBI COCTaBJIsieT HECKOJbKO coTeH cekyHn (Li et al., 2025a; Moe-
Lange et al., 2021; Toyota et al., 2018).

CKOpOCTh pacHpOCTpaHEHHs KAJIbIIMEBOW BOJHBI B IPOBOISIINX
nyukax Arabidopsis thaliana ob6pryHO HaxoauTcs B auamasoHe 0,1—
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1,1 mm/c (Bellandi et al., 2022; Toyota et al., 2018). CkopocTs pacmipo-
CTpaHEeHUs KaJbIMEBOIM BOJHBI Y JIOKOMOTOPHOT'O pacteHust Dionaea
muscipula npumepHo B 100 pa3 mpeBbIlIaeT TaKOBYIO Y A. thaliana un
nocturaet 100 mm/c (Suda et al., 2020). ITpu 3TOM, CKOPOCTH pactpo-
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(A) MexaHnueckoe MoBpex/IeHNe JIucTa | BbI3BaJIO KalbLUEBbIH curHan B aucre 6 (L6), ko-
Topblii imics 6omee 840 ¢ (14 mun).

(B) /IByx(pa3Hblii KaIbI[HeBBIH CHTHAT B JICTE 6 (XKeITast CTpelka) IIPU JUCTaIbHOM MeXa-
HUYECKOM HoBpexaeHnn. st orciaeskuBanus ypoHs Ca?* HCIIOIB30BaIl TPAHCI CHHYIO pe-
HOPTEpHYIO JMHUIO Arabidopsis thaliana, sxcnpeccupyromyto GCaMP3 (renetudyeckn Ko-
JIUPyeMBIil (hITyOpeCcleHTHBII CEHCOp KalbIIHs ).

Puc. 3.1. Buzyanusanus KajJbuueBoil BOJHBI B peaJIbHOM BpeMeHH
nocJjie Mexanuieckoro nospexaenus (Toyota et al., 2018)
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CTpaHEHUs KAJIBIIMEBOW BOJIHBI HA TIOBTOPHBIN cTUMYN y Dionaea mus-
cipula B 1Ba-TpH pa3a MPEBBINIAECT TAKOBYIO VIS MEPBOTO CTUMYIIA.
ITono6HBIH 3ddekT paHee onucaH Takke B OTHOIIEHUM paclpocTpa-
HEHHSI SJICKTPUYECKOT0 CUTHalla — MoTeHImana neicteust (Onpuros
u f1p., 1991) — u Ha3BaH «IIPOTOPEHUE ITYTU.

IyTu pacnpoctpanenus BoiH Ca’’ B pacTeHHSX — BaKHBIH, OJI-
HAKO HE JI0 KOHIIA U3YYCHHBIH BOMpoc. B onHOM U3 mepBbIx padoT 1mo
PETHCTPAIliH KaJbIIMEBOM BOJIHBI, 3Ta BOJHA, MHIYI[MPOBAHHAS JICH-
CTBHEM XJIOPUJA HATPUS HA KOPEHb, PACIpPOCTPAHSIIACH IPEUMYIIC-
cTBeHHO B KieTkax kopwl kKopHs (Choi et al., 2014). Bnocnencrsuu
BoHbl Ca®’ 3aperucTpupoBanbl B PasIMuHbIX TKAHAX, BKIIOYAs IIPO-
Boasaue myuku (Nguyen et al., 2018; Shao et al., 2020; Toyota et al.,
2018), mapenxumy (Suda et al., 2020), snuaepmanbHbie U CyOdTIH-
JepMabHble ciiou kietok (Suda et al., 2020).

Ioka Henmb3sT YBEPEHHO CKa3aTh O HAIWYUU MPEIAMOYTHTEIEHBIX
JUTSL OTIPENICICHHBIX PACTCHUH U ONpeNeIEHHBIX CTUMYJIOB ITyTeH pac-
MPOCTPaHEHHUsI KAJIBIIMEBOW BOJIHBI, OTHAKO BO MHOTHX CITy4asX ee Ie-
penaya acconuupoBana c npoBoasamumu nydkamu (Hilleary and Gil-
roy, 2018; Nguyen et al., 2018; Shao et al., 2020; Toyota et al., 2018).
Tak, B ciry4ae TOBPEKICHHS JIUCTA KaJbIIUEBBIH CUTHAI, TOCTUTHYB
HEHTPATbHON MKHUJIKA MOBPEKICHHOTO JIUCTA, PACIPOCTPAHSIETCS IO
HATIPABJICHUIO K TUIIOKOTHIIIO M JIOCTUTAET COCEIHHUX JIUCTHEB; MPU
5TOM BEPOSITHOCTh €r'0 PAaCIPOCTPAHEHHUS BBIIIE IS INCTHEB C KOPOT-
KuMH cocyaucTeiMu myTsimu (Mousavi et al., 2013; Toyota et al.,
2018). KanbpliueBasi BojiHA, BEPOATHO, MepenaeTca ¢ 0ojiee BHICOKOU
CKOPOCTBIO II0 TPOBOAIIMM Iy4KaM, a 3arTeM, yxe Ooiee men-
JIEHHO, — OT JXWJIOK B Ookpyxkarmue Tkanu (Bellandi et al., 2022).
VIMEHHO 3THM MOXHO O0BSCHHUTH HAJIMYUE IBYX (a3 B COCTABE Kajlb-
IUEBOI BOJIHEI, EPBasi U3 KOTOPBIX CBsI3aHa C OBICTPOI «COCYIUCTOM»
BOJIHOM, a BTOpasi — C MEIJICHHOM «JIaTepalibHOW» (paauaibHOI)
(Bellandi et al., 2022; Moe-Lange et al., 2021; Toyota et al., 2018).

3aBepiiasi pacCMOTPEHHUE TAPaMETPOB KaJIbIIMEBOW BOIHBI HEOOXO-
JIMO €III¢ pa3 MOIUYECPKHYTH OrPAHHMYCHHOCTD YHCIIa BUJIOB PACTCHUIA,
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B KOTOPBIX MOJOOHBIC BOJIHBI HCCIIEIOBAHbI HKCIIEPUMEHTANIBHO. Be-
POSITHO, Mana3oH mapameTpoB BojiHbl Ca’’ GyneT pacmupsAThCs MO
Mepe HaKOIUIEHUS! JJAHHBIX, TOJIyYEHHBIX Ha PACTEHUSIX pa3HbIX BUIOB
U B YCJIOBUSIX JICHCTBUS HE U3yUEHHBIX paHee (pakTopoB. OrpaHUYEH-
HBIIl 00BEM 3HAHUI TaKXKe HE MO3BOJSIET MOKA CBS3aTh MapaMeTpsl
KaJIbLIMEBON BOJIHBI C TUIIOM U MHTEHCUBHOCTBIO CTHMYJIA, KOTOPBII
€€ UHAYLIUPYET, YTO NPEACTABIISET OONIBIION HHTEPEC IS OLIEHKH BO3-
MOXHOCTH Tepejauu HHPOPMAIUK NIPU yYaCTUH 3TOrO TUIMA JUCTaH-
LUOHHOT'0 CUTHAJIA.

3.1.2. MEXAHH3MbI TEHEPALIHH H PACITPOCTPAHEHUS
KAJIBIIHEBOH BOJIHBI

YcTaHOBIICHHBIE 3HAYEHUS CKOPOCTH TIepe/iadl KaTbLEBOI BOJIHBI
TMOKas3bIBAIOT, YTO OHA 3HAYMTEIIHHO BBIIIE CKOPOCTH TPAHCIIOPTa COEIH-
HEHHH ¢ TOKOM (103MBI WK KcriieMbl. CKOPOCTb IepeMenieH s COeIH-
HEHWH B MPOBOIAIIMX IMYTSIX PacTeHWH cocraBiser B cpeaueM 0,3—
0,15 m/u (0,08-0,15 mm/c) s ¢nosmer u okono 1 m/g (0,3 mm/c) —
qutsa kemiiemsl (Taiz and Zeiger, 2010), 4To 3HAaUUTENBHO HUXKE CKOPOCTH
pacrpocTpaHeHHsl KaibleBoil BomHbI (okono 1 mm/c). Takoe HecooT-
BETCTBUE TOBOPHT O TOM, UTO JUIA TIepellaun ¥ MOAEepKaHNs KaJlblHe-
BOI'0 CHTHAJIa y PACTEHUH UMEeTCsl OTACNIBHBII MEXaHHU3M.

JI7is yCTaHOBJIEHHsS MEXaHU3MOB mNepenaun BonmHbl Ca’’ HeoOXxo-
JIMMO OTBETHTH Ha 1Ba Bompoca: (1) Kakue TpaHCHOPTHBIE CHCTEMbI
00€ecreYnBaloT MepexoIHOe YBEJIHYEHUE KOHIEHTpAalWK KaJblHs B
KJIETKE BO BPEMsl paclipoCTpaHeHHs KaJlbLEeBON BOJIHBI; (2) 4TO HEIo-
CpPEICTBEHHO BBICTYIIAeT B KAYECTBE MEKKIJIETOYHOIO CHTHAJIA, HHAY-
[UPYIOIIET0 POCT KOHLEHTPAIMK KalblHsi B IIMTO30JIe B Hepasapa-
JKEHHBIX KIIETKaX CUCTEMHBIX TKaHEH?

OyiHY 13 IePBBIX HOHHBIX KaHAJIOB, U KOTOPBIX IIOKa3aHa BOBIIe-
YEHHOCTh B Iepeady KaJbIIMeBOH BOJHBI, — BaKyOJSPHbIE KaHaJbI
TPCI1 (Choi et al., 2014). OGHapyx€eHO, YTO CKOPOCTh PacIpOCTpaHe-
HUSl KalbIIUEBOM BOJIHBI, HHIYIMPOBAHHON IEHCTBHEM XJIOpHIA
HaTpHsl, B KOPHSIX pacTeHuil Arabidopsis thaliana ¢ MyTarueit B reHax
tpcl ¥ tpc2 3HaUNTENBHO (B 25 pa3) HIKE, YeM B KOPHSIX PACTCHUN U-
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koro tuna (Choi et al., 2014). Takxke noka3aHo, 4TO JIOKATbHOE TTOBPE-
JKJIeHue ucTa A. thaliana NpUBOIMT K BOSHUKHOBEHHUIO BojHbI Ca’’ y
pacTeHUd JWKOTO THUIA, OJHAKO TaKas BOJHA HE BO3HUKACT y MYy-
TaHTHA ¢ norepeit ¢pynkiun TPC1 (Kiep et al., 2015).

Kanan TPCI Taxke y4acTByeT B Iepeade APYTUxX TUCTaHIIMOH-
HBIX CUTHAJIOB (4TO OY/IET OMTUCAHO JIAJIee) U IBHO MPETSHIYET Ha POITb
BaXKHOTO 3JIEMEHTa B3aMMOJICHCTBHS CHTHAJIOB PAa3JIUMYHBIX THIIOB Y
pacrenuil. [Ipr 5TOM, UCTOPHSI U3YUCHHS MEXAaHH3MOB aKTUBAIMU Ka-
Haja TPC1 — oTnuuHBIi npuMep TOro, YTO, Ka3aioch Obl, CaMble OYe-
BUJIHBIC M JIOTWYHBIC MPEIIONOKEHHUS O MEXaHHU3MaX MPOTEKAHUS
mporecca He 00sA3aTeIbHO ABJISIOTCS CTUHHBIMHU, & PE3YJIBTAThI, 10-
Jy4EeHHBIC B MOJICNILHBIX CUCTEMAaX, CICIYeT MEPEHOCUTh Ha KUBYIO
KJIETKY C OOJIbIIOW OCTOPOKHOCTBIO. OCTaHOBUMCS Ha MeEXaHU3Max
paboThI ATOrO KaHala YyTh MOJpoOHEe.

Hnst aktuBanun kanana TPC1 Arabidopsis thaliana HeoOXoaMMBI
KaK M3MCHCHHE HANPSDKCHUS (ICTOSIPU3AIs), TaK U YBEIHUCHHE
KOHIICHTPAIIMH MOHOB KaJIbIUS B IIUTO30JI€, KOTOPBIE CBS3BIBAIOTCS C
omHuM u3 gomeHoB Oenka TPCl1 — nomenom tuma «EF-pyka»
(aurn. — «EF-handy; cTpykTypa 3TOro J0MEeHa BHEIIHE HATOMUHAET
KHCTb PYKH C OIpeIeIEHHBIM 00pa3oM COrHyThIMU nanbuamu) (Guo et
al., 2016). Hanuuue B cTpykType kaHana goMmeHa «EF-pyka» u ycra-
HOBJICHHAsI 3aBUCHMOCTh IMOTCHIIMANIA AKTUBAIMU OT KOHICHTPAIHH
kaneiys B nutosone (Guo et al., 2016; Pottosin and Dobrovinskaya,
2022; Ye et al., 2021), nenaroT 3TOT KaHA UJCAIBHBIM KaHIUIATOM
U MEXaHU3Ma TIOJIOKUTEIBHOW 00paTHON CBS3U, KOTOPBIH HEOOXO0-
UM JUTSL CaMOTIOJJICPKUBAEMbIX CUTHATOB. COTJIacHO MPEeIIoIoKe-
HUAM HekoTopbix uccinenoBateneil (Choi et al., 2016; Evans et al.,
2016; Kiep et al., 2015), Takoii kaHan MOXeT oOecreunBaTh KaiblUi-
MHYIIIPOBAHHOE BRICBOOOXK/ICHUE KaJBIIUS U JIKATh B OCHOBE MeXa-
HU3Ma caMomoAepKanus BOHbI. OHAKO, U3MEPEHUsI, KOTOPHIC Je-
MOHCTPHPYIOT orpomHbIil moteHiwan TPC1 B reHepanuu KaabIUeBbIX
TOKOB, BBITIOJIHEHBI B UCKYCCTBEHHO 3a/IaHHBIX DKCIIEPUMEHTAIBHBIX
YCIIOBUSIX, BKJIFOUAIOIUX BBICOKUEC MOJOKUTEIBHBIC 3HAYCHUS DIICK-
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TPUYECKOr0 MOTEHINAaNa 1 Beicokue (He MeHee 10 MKM) KoHLIeHTpa-
UM MOHOB KaJlblMs B IuTO301€. IIpn (usnomornyeckux sxe 3Haue-
HUSIX DJICKTPUUECKOr0 MOTEHIIMANA TOHOIIACTA, HAXOAIIUXCS B TUa-
nasoHe ot 0 1o —30 MB, TPC1 HaxoauTcst B 3aKpbITOM COCTOSIHUU. 1
TOJIBKO BEPXHsISl TPAHUIIA KAJIBLIUEBOTO CUTHANA IPHONIMKACTCSA K MU-
HUMAJIBHO JocTaTo4HON Jutsl aktuBanuu TPCIl KOHIIEHTpauuu BHYT-
puknerounoro Ca®" (Demidchik et al., 2018).

Kpowme Toro, anamis cenexruHoctd TPC1 mokasai, uro npoBoau-
MOCTb KaHaJia Jilsl OTHOBaJICHTHBIX KaTHOHOB OoJiee ueM B 10 pa3 mpe-
BBIIIAET TAKOBYIO JJIs ABYXBajeHTHbIX (Pottosin and Dobrovinskaya,
2022). CornacHo onenke (Pottosin and Dobrovinskaya, 2022), B ¢u-
3MOIOTMYECKHX yenoBusx nons Toka Ca** uepes TPC1 cocTapisier Me-
Hee 10% o01iero Toka HOHOB. B COBOKYITHOCTH 3TH Or'paHUYHBAIOLINE
(aKTOpPBI 3HAUUTEIHHO YMECHBIIAIOT MOTEHIIMAIBHO CMEPTEIBHYIO JUIs
kieTkn yreuky Ca®" B IMTO30/1b M3 BaKyOJH (KOTOpas, C y4eToM 60ITb-
1I0# jonu ee 00beMa B KIIETKE, SBJISIETCS IPAKTUYECKU HEOTPAHUYEH-
HBIM pe3epBYyapoM KaJIbIUsl) U, OTHOBPEMEHHO C 3TUM, CTaBSIT IOJ CO-
MHeHue posib TPC1 B reHepaiiuy KajablUeBO BOJIHBIL.

ITpu aTOM, IpUBENICHHBIE paHee TPUMEpPhl YTHETSHUS KaJbIHEeBOH
BOJIHBI y PACTCHUH ¢ MyTalUsIMU T'eHa fpcl yOeAUTENbHO CBUAETENb-
CTBYIOT 0 TOM, uTO KaHasl TPC1 BOBJEUECH B TUCTAHIIMOHHYIO KaJIbI[H-
eBylo curHanusanuio. Kak ormeuaror B cBoeil pabore I. Pottosin u
O. Dobrovinskaya (2022), HeT HUKaKUX COMHEHHUI B TOM, YTO KaHaJbI
TPC1 paboratoT, HO MbI HE 3HaeM, Kak UMEHHO. B 3Toii e cTaThe OHM
BBICKA3bIBAIOT MpEIIONoXKeHue, yTo kaHaisl TPC1 MoryT OBITh Kila-
CTEpU30BaHbl HA TOHOIUIACTE U, paboTasi BMECTE C «IapTHEPCKUMU
KaHaJIaMH, MOT'YT 00€CTIeUMBAaTh JIOKAIbHOE MOBBILIIEHUE YPOBHSI KaJlb-
Ul JI0 BBICOKUX 3HA4YEHWH, JOCTATOYHBIX i aktuBauuu TPCI.
«[TapTHEpckuit» KaHal MOXET HaXOMUThCS B JApyroil MemOpaHe,
HafpHuMep, I1a3MalieMMe, KOTopasi MOXKET UMEeTh TECHBIN KOHTAaKT ¢
TOHOILTACTOM. B IpeanoKeHHy0 CXeMy TaKKe YKJIAIbIBACTCS BBIKA-
3aHHOe Jpyrumu aBTopamu (Vincent et al., 2017) npennonoxkenue o
B3aumozeicTeun kaHanos TPCl u He JOKaNnM30BaHHBIX HA TOHOILIA-
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cte kaHasoB GLR3.3 u GLR3.6 B cnyuae pacrpocTpaHeHHs! KajbLiue-
BOWi BOJIHBI, BEI3BAHHON KOPMJICHUEM TIICH.

GLR (ot anrn. GLutamate Receptor-like) — Gonbiioe cemeiicTBo
MOHHBIX KaHAJIOB PACTEHUH, CXOHBIX C HOHOTPOITHBIMHU PEIEIITOPAMHU
KUBOTHBIX. Y Arabidopsis thaliana 310 cemeiicTBo Bkitouaet 20 6en-
koB (Demidchik et al., 2018; Riaz et al., 2025). Bonpoc cenekTuBHOCTb
pacturenpHbIx GLR 10 cux mop ocraercs B 3HAYMTENBHOW CTENEHH
OTKPBITBIM, OJIHAKO IPEAIONAralT, YTO WIEHBI CEMEWCTBa MOTYT
obecrnieunBath KanbiueBbld TOK (Demidchik et al., 2018). Ins npen-
craButeneil cemeiictBa GLR ueTko mokazaHa BOBJIEUEHHOCTH B Iepe-
nady xanblueBoil BonHel (Toyota et al., 2018). Tak, moka3aHo, 4TO B
OJMHOYHBIX MyTaHTax glr3.3 u glr3.6 KuHEeTHKa PacHpoCTpaHsIIoIIe-
rocsi KallbIMEBOr0 CUTHAJIA CHUKEHa (ITpY 3TOM B MyTaHTe g/r3.6 cHU-
KeHHe Haubolee CUIIbHOE), a Y ABOMHOro MytaHTa glr3.3-glr3.6 pac-
npoctpanenue Boubl Ca’’ monnoctsio yruereno (Toyota et al., 2018).
Baxno orMeTuTh, uTo aktuBaimsa kanaimoB GLR3.3 u GLR3.6 taxxke
3aBUCHT OT pabOTHI JPYruX MeMOpaHHBIX TpaHcroprepos. Tak, pac-
MPOCTPaHSIOIIAsics U3 KOPHs B MOOEr KaJblMeBasl BOJIHA MOJIHOCTHIO
UHTUOUPYETCs BO BpeMsI KOHCTUTYTUBHOM aKTUBAIIUK MPOTOHHOU AT-
®aspl masmanemmsl AHA1 (ot anr. Arabidopsis H-ATPase 1), a
qurg aktuBanu GLR3.3 u GLR3.6 He00XOUMBI II€JI0YHbBIE 3HAUCHUS
HapyxHoro pH (Shao et al., 2020). OTo yka3bIBaeT Ha TO, 4TO MEpe-
xoaHoe yrHeTenne AHAT B OTBET Ha JIOKaJIbHBII CTUMYI HIMEET OTpe-
JeNsIollee 3HaYeHUe T 3alllelladMBaHMs aroIiacTa B CHCTEMHBIX
TKaHsX (M 3TOT (DaKT DKCHEPHMEHTAIFHO YCTAHOBJIEH JIOCTATOYHO
naBHO (Bomenees u np., 2006; Boaenees u np., 2011), xoropoe, B
CBOIO 04epe/ib, BaxHO 1yist aktuBarmu GLR3.3 u GLR3.6 (Shao et al.,
2020). [Ipeanomnaratot, 4To BoccTaHoBiIeHHEe akTuBHOCTH AHAT Mo-
KET JIeKaTh B OCHOBE MEXaHH3Ma MPePhIBaHMs KAIBIMEBOr0 CUI'HAJA
myTeM uHrn6uposanus akTuBHocTH GLR (Shao et al., 2020).

Kananet GLR3.3 u GLR3.6 Taxke BOBJICUECHBI U B Mepeiady CHUT-
HAJIOB JPYTHX THIOB — THIPABINYECKOr0, 3JIEKTPHYECKUX, BOJIHBI
AO®K (yuacTue 3TUX KaHaJIOB B nepenade BoiaHbl ADK paccMoTpeHo
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B paznene 3.2). Tak, mokazaHo, 4To y MyTaHToB glr3.3-glr3.6 napyma-
eTca mepeAada ruapasiuueckoro curhaia (Fichman and Mittler,
2021). HecmoTpst Ha OTCYTCTBHE SICHOM THIIOTE3BI O TOM, KAKMM 00pa-
30M akTuBHOCTH kaHajioB GLR3.3 u GLR3.6 moxer BIusATH Ha mapa-
METpPbI THAPABINYECKOH BOJIHBIL, 3TOT (PAKT CIIyXKHUT €I[e OAHUM JIOBO-
JIOM B OOIIYI0 KOMUJIKY apryMEHTOB O B3aUMOJIEHCTBUU Pa3IUUYHBIX
JIMCTaHIIMOHHBIX CUTHAJIOB y PACTEHHH.

Emé onun mpumep Takoro B3aMMOAEHUCTBUSA — y4acTHE KaHalla
MSL10 B pacnpocTpaHEHHU KalbI[MEBOI BONHBL. MeXaHOUYBCTBH-
TenbHBIH KaHam MSL10, KoTOpbIil cYMTalOT MOTCHIUAIBHBIM CEHCO-
POM TUJpPaBINYECKON BOJHBI (CM. INIaBy 2), BOBJIEUYEH U B Iepeaauy
KaJIbLMEBOM BOIHBL. DKCIEPUMEHTHI ITOKA3aJIH, YTO Y PACTEHUN C My-
Tanueil rena msl/ () 3HaYUTENBHO M0/IaBJIEHa UHIyLIUPOBAaHHAS TTOBpe-
JKJIEHUEM Kallbl[ueBasi BolHa B cucteMHoM sncte (Moe-Lange et al.,
2021). ITpu atom kanan MSL10 obnagaet npenMyIIecTBEHHON CeeK-
THUBHOCTBIO B OTHOIIEHWH aHHOHOB, YTO OI'PAaHUYMBAET €r0 BO3MOX-
HOCTH KaK HEIOCPEICTBEHHOI'0 I'€HEpaTopa KaJbLMEBOrO CHUTHAJA.
ABTOpBI UCCIEIOBAaHUS MPENOIOXKIIN, YTO BBI3BAHHBIE MOBPEXKIC-
HUEM M3MEHEHHs TypropHOro JIaBJIeHHUs BIUSIOT HAa HATSHKCHUE MEM-
Opanbl 1 akTUBHPYIOT MSL10, BbI3bIBast BBIXO AHMOHOB U3 KJIETKU U
JETOSIPU3ALIHIO TIa3MaTHIECKON MeMOpPaHBl, a ACHOIIPU3ALIUSI MEM-
Opansl ciocobcTByet aktuBai GLR3 (Moe-Lange et al., 2021). He-
CMOTpS Ha TO, YTO MEXAHU3M BJIUSHUS TPAaHCMEMOPAHHOTO 3JICKTPH-
YECKOro MOTEHIMala Ha akTuBHOCTh GLR3 He siceH, B MONB3y Hpea-
JIO’KEHHOI THUIOTE3bI TOBOPAT TOT (DaKT, YTO JETOSPU3ALUS HACTY-
MAeT paHbllIe, YeM YBEIUUECHUE KOHIICHTPALUH KaJIbIHs B KJICTKAaX CH-
creMHbIX TkaHel (Moe-Lange et al., 2021), a Takxe yxe OTMEUEHHOE
BBIIIIE TIOIaBJIEHUE KAJIBIIMEBON BOJHBI y MyTaHTHa ms!1().

Bknan B popmupoBanue Ca®*-BONHbI Takke IPOJIEMOHCTPUPOBAH
JUIs KaHana apyroro cemerictea, CNGC19, nokann3oBaHHOr 0 Ha Ij1as-
MajeMMe KIETOK (pJIoAMBI. Y CTaHOBIIEHO, YTO 3TOT KaHAJ y4acTBYeT B
ToBbIIIEHHH KoHLeHTpaimu Ca®’ B OTBET Ha aTaKy JKyHOIIEr0 HACEKO-
Moro, npuuém aktusanusi CNGC19 Morna ObITh OMOCpEOBaHA KaK
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nentunoM Pepl (ot anrm. protein elicitor peptide 1 — oqun u3 DAMP,
BBICBOOOK/IAEMBIX TPU TOBPEXKACHUU KIIETKH), TaK M HEMOCpea-
cTBeHHO HAM®, cozep)kaHue KOTOPOTrO TakXKe yBETUYMBAETCS IMpU
nospexaeHnu (Meena et al., 2019)

CoBnazieHue myTel pacipoCTpaHeHHs KaIbIIMEBON BOJTHBI U JIOKa-
JU3aluK TKaHel, B KOTOPBIX DKCIPECCUPYIOTCS OETIKU OnpeIeNIeHHbIX
KaHaJIOB — OJIMH M3 apryMEHTOB BOBJICYEHHOCTH 3THX KaHAJOB B Ie-
penauy curtaiga. GLR3.3 moBceMecTHO 3KCIIpEcCUPYETCsl B KOPHSX,
BKJIIOYasl IPOBOASIINE ITyUKH, a Takxke BO (uosme nuctbeB. GLR3.6
JIOKaTM30BaH B KJIeTKaxX mapeHxumsl kcuiemsl (Toyota et al., 2018).
Taxas JiokaM3aius COOTBETCTBYET MYTSIM PACIIPOCTPaHEHUS KaJlbIU-
€BOM BOJIHBI, onrcaHHbIM Bbite. Kanasisr TPC1, nokann3oBaHHbIe Ha
TOHOIIACTE, HE MOTYT HAXOJUThCA B JIEMEHTaX (hJI0dMBI, TUIIEHHBIX
Bakyorneii. Ho mpeanonarator, yto TPC1 B accouuupoBaHHBIX C KCH-
neMoi 1 II0dMOId KIIETKaX, COJepKallluX BaKyOJIH, BIUSIIOT Ha UHIY-
LIHUPOBAHHBIN MOBPEKIECHIUEM PACIPOCTPAHSIOMIUKACS 110 MPOBOISIIINM
myykaM KajbuueBblit curnan (Kiep et al., 2015).

OrnucaHHble BbIIIE HOHHBIE KaHAJBI MOTYT (DOPMHUPOBATH TOJBKO
(hazy HapacTaHus KaJlblMEBOW BONHEL [Ipu 3TOM, U3-32 HATMYUS KpPY-
TOrO 3JIEKTPOXUMHUYECKOro rpaauenta Ca’*, HampaBIeHHOTO B LUTO-
3011b, (haza crazia MOXXeT chOPMUPOBATHCS TOIBKO MPH MOAKIIOYEHUH
AKTUBHOT'O TPAHCIIOPTa MOHOB KaJbIIMs U3 IUTO30JIs B allOIUIACT WIIH
BHYTpHKJIETOUHBIE KajblueBble aeno (Costa et al., 2023; Demidchik
etal., 2018).

B pacreHusix HaxoaATCs /JBa THIA CHCTEM aKTUBHOI'O TPAHCIOPTa
1oHOB Kayblus: Ca*'-AT®dasbl, HCHOMB3YIOIME SHEPTHIO THAPOIN3a
AT®, u Ca®'/H -antunopreps! (0OMEHHHKH ), UCTIONb3YIOLIME SHEPIUIO
3JIEKTPOXUMHUUECKOr0 IpajrieHTa MpoToHOB. AT®a3sl UMEIOT OTHOCH-
TEJIBHO HEBBICOKYIO (B CPaBHEHHH ¢ 0OMEHHUKAMHU) CKOPOCTh IIEPEHOCa,
HO BbICOKOE cpocTBO K Ca’" (Km=0,01-2,0 MkM), B TO BpeMsi Kak 00-
MEHHHKH 001a/1al0T HU3KUM cpoacTBoM K Ca’" (Ky=2-10 MkM) u BbI-
cokoit ckopocThio neperoca (Demidchik et al., 2018). CoBmecTHas pa-
6ota AT®a3 1 0OMEHHUKOB BO3BpaIlla€T YPOBEHb Ca’" B muro3ome K
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HCXOTHOMY TIOCIIE ero MoBbIIeHHs. O0e CUCTeMBbl BhIKAUMBAHUS Ca?*
W3 IUTO30J15, BEPOSTHO, HTPAIOT BaXKHYIO POJIb B OIPE/IeTICHUH aMILIH-
Tyibl M yUTenbHocTn Ca?f-craiikos. MeToiaMu MaTeMaTH4eCcKoro Mo-
JIETIMPOBaHUS MOJTBEP)KACHO, YTO BapHanuu akTuBHOcTH ATdaszsl u
0OMEHHMKA B (DM3HOJIOTUYECKH 3HAYMMOM JHAMa30HE MOTYT OIpese-
JISITh TapaMeTpsl KaablueBblx curHatyp (Costa et al., 2023).

Xotst TpaHCMEeMOpaHHBIH IEpeHOC, ONHMCAHHBIH paHee, WUrpaer
BaXXHYIO POJIb B NPOLIECCE MOAAEPKAHUS OMPEIEIEHHON KOHLIEHTpa-
[IUM HOHOB KaJIbIIMS B IIUTO30JI€ KJIETOK PacTeHHH, HeJIb3sl 3a0bIBaTh,
YTO B 9TOT MIPOLIECC BKJIA] BHOCUT H IIUTOMIa3MaTuueckuii 6ydep Ca’*
(Demidchik et al., 2018).

®ynk1uro Oydepa HOHOB KaJbIHs BBITOIHAIOT TAKHE COeIMHEHHS,
KaK CBOOOJHbIE MHOTOBAJICHTHbIE HEOPraHHMYECKUEe W OpraHu4ecKue
aHnoHsl (hocdatel, ATD, AID u n1p.), aHUOHHBIE MOJISPHBIE TOJIOBKU
nmunuos, Ca?*-csspiBatonye 6e1ku 1 jp. [10 HEKOTOPBIM OIEHKAM,
Ha oMH cBOOOAHBIM non Ca*" B muTo301€e mpuxoautcs okono 1700
cBsazannbix (Demidchik et al., 2018). Tlepexon u3 cBsA3aHHON B CBO-
601HYI0 OpMY MOTEHIIMAIEHO MOXKET OBITh OJJHUM M3 TyTeH YyBeJH-
YEeHUS KOHLICHTPAIMK CBOOOIHBIX HOHOB Ca’’ B uTo307€.

BakHo nomMHUTE, uto Ca’’ KOHKYpUPYET 3a OJIHM U Te K€ CalThI
cessbiBanus ¢ H (Plieth et al.,, 1997), a nepesaya AMCTAHIMOHHBIX
CHTHAJIOB, B TOM YHCJIE HHAYIIMPOBAaHHBIX TEMH XKe CTUMYJIaMH, KOTO-
pble BBI3BIBaIOT BONMHY Ca’’, cOMpoBOkKIAETCS yBENMUEHHEM KOHIIEH-
tpaiun H' B kiietke (Grams et al., 2009; Mudrilov et al., 2021b; Su-
khov et al., 2014). CnenoBatensHo, yBenuueHue KoHUeHTpaun H*
MOXKET CABUHYTH YCTAHOBHBIIEECS PaBHOBECHE MEXKy CBSI3aHHOM M
cBoGoHO# popmamu Ca*". TIpy 5ToM, U3-3a GOJIBIION Pa3HHIIB A0CO-
moTtHoro konuuectsa Ca’’ B cBA3aHHOW W CBOGOAHON (opMax
(1700:1), oTHOCHTENBPHOE YMEHbBILIEHHE YPOBHS CBA3aHHBIX HOHOB
Ca”" Gy/er 3HAYUTENHHO MEHBIIE, YeM OTHOCHUTENLHOE YBETUIEHUE
ypoBHs cBOOOHBIX MOHOB Ca’’. B oT/lenbHBIX paboTax, B KOTOPBIX
n3menenus: pH u pCa perncTpupoBaiii Ha OJJHOM U TOM e 00BEKTe,
YCTaHOBJICHO, YTO JIMHAMUKA 000X MOKa3aTeliei B OTBET HA BHELITHUE
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ctumyibl cuaxponHa (Behera et al., 2018). Bo3amoxHOCTh M3MEHEHUS
YPOBHSI CBOOO/IHBIX HOHOB KaJIbIHs C yqacTHeM HoHOB H' BaskHO npH-
HHUMAaTh BO BHUMaHHUE He TOJIBKO MPH aHAJIM3€ MEXaHW3Ma FeHepaluu
KaJlbI[MEBOr0 CUTHAJIAa, HO W MPH aHAIN3€ MEXaHU3MOB B3aMMOJIEHi-
CTBUS KQJIBIUEBOW BOJIHBI C IPYTUMH TUIIAMH JUCTAHIIMOHHBIX CUTHA-
noB. [IpuMepoM TaKMX CHUTHAJIOB MOTYT CIYXKHTh JJIEKTPUUYECKHE, B
reHepaIii KOTOPBIX KII0UEBYIO poiib urpaeT H' -AT®da3a — BaxkHeii-
LM peryasTop BenuuuHsl pH B KiieTkax pacTeHui.

Hecmotps Ha TO, 4TO MOJNIEKYISIpHAS IPUPOJIA PsAZa HOHHBIX KaHa-
JIOB, ¢ pabOTON KOTOPBIX CBsI3aHA Mepefaya KalbLIUEBOrO AUCTAHIU-
OHHOT'O CHTHANa, yCTAHOBJICHA, BOIPOC O TOM, KaK HEMOCPEICTBEHHO
MepeaaeTcss CUTHAJI MEeXIY KJIETKaMH, U YTO OINpe/eNsieT OTCYTCTBHE
3HAYUTENFHOT0 3aTyXaHUs BOJIHBI [IPH TIepeiaye CUrHaia Ha OoibIue
paccTosiHMsI, OCTaeTCsl HEBBISICHEHHBIM. OTCYTCTBHE 3aTyXaHUs yKa-
3bIBAET Ha TO, YTO Tepeiavdy KalblIMeBOH BOTHBI MO)KHO OTHECTH K aB-
TOBOJIHOBBIM IIPOLIECCaM, B KOTOPBIX O€3/1eKpEMEHTHAas Mepeiaya mo/i-
JIEPKUBAETCA 3a CUET SHEPTrUU KJIETOK, B KOTOPBIX IIPOUCXOIUT pac-
npocrpaHenue. [logobHas mepepada OCHOBaHA HA HAJIMUMU TTOJIOXKHU-
TEJIBbHOI 00paTHOM CBS3U, YTO B CIy4yae KaJIbIMEBON BOJIHBI [10Ipa3y-
MeBaeT KaJbIMHA-MHAYIIMPOBAHHOE YBEINYEHHE KOHIIEHTPAIIUH HOHOB
kanpiys. g kananos TPC1 MOXXHO MPeNnoI0oxKUTh MEXaHU3M Kallb-
UUA-UHyIHPOBAHHOTO BEICBOOOXKICHUS KabIIUA, U TAKOH MEXaHU3M
ynomuHaercsi B psne pabot (Choi et al., 2017, 2016; Gilroy et al.,
2016), oqHaKo, KaKk OMHMCaHO paHee, MOA0OHBIN YTk aKTUBALIUU MaJIo-
BeposTeH B (pusnonornyeckux ycinoBusx. C oIHONW CTOPOHBI, 3TO MO-
KeT yKa3blBaTh Ha HAM4YKMe oIMYHBIX 0T TPC1 xanbuuii-3aBUCUMBIX
TeHEpaTOPOB KAJII[UEBOT0 CUTHANA, C APYTOH — Ha TO, YTO HEMOCPEA-
CTBEHHBIM MEXKKJIETOYHBIM MECCEHIKEPOM BBICTYNAIOT He HoHbI Ca®’,
a Jpyrue CUTHAJIbHBIE MOJIEKYJIbl, TPOAYKIUS KOTOPBIX HaXOAMTCS
oz kouTponem Ca*". B kauecTBe BepOSTHBIX KaHUIATOB HA POIIb Ta-
KHX MEXKJIETOUYHBIX MECCEH/XKEPOB PACCMATPUBAIOT, B MEPBYIO OYe-
penb, ADK (Choi et al., 2016) (6onee moapodHO — cM. paszzaen 3.3).
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KanbipeBsle BOJHBI — I10CIIEI0BAaTEIBHOE MOBBIIIEHHE KOHIICH-
Tpalyu cBOOOJHBIX HOHOB KaJIbIIMS B IIUTO30JIE KIIETOK, KOTOPOE MO-
KeT ObITh Pe3yabTaToM BXozia HoHoB Ca’’ B MTO3011b M3 amoriacra,
BaKyOJIM WJIM SHJOIUIa3MaTu4eckoro petukynyma (Peldez-Vico et al.,
2022). Mmest manble pazmepbl, HoHbl Ca’’ MOTyT mpoxoauTh uepes
ma3mMojiecMbl B coceqaue kinetku (Pelaez-Vico et al., 2022). B pabote
Y. Fichman u R. Mittler (2021) noka3aHo, 4TO MEXKJIETO4Has Tepe-
Jla4a BBI3BAHHOW CBETOM BBICOKOH WHTEHCHBHOCTH KaJbLEBOH
BOJIHBI TPOUCXOJMUT MO CHMIUIACTHOMY IIYTH Yepe3 IUIa3MOJECMBI.
CHUMIUIaCTHBIH My Th paclipoCTpaHEeHHs YCTAHOBJIEH U IS KaJbLHEeBOH
BOJIHBI, MHAylupoBaHHON moBpexaeHueM (Fichman and Mittler,
2021). B o xxe Bpems B pabdote A. Bellandi et al. (2022) noka3zano, uto
pacrnpocTpaHeHHe BBI3BAHHOM ITOBPEXICHUEM KaJIbIMEBOI BOJIHBI He
3aBUCHUT OT IMTOIUIa3MAaTHYECKHX CBs3eH MEXIy KIeTKaMH depe3
TUIa3MO/IECMBI. ABTOPBI BBLABUHYJIH TUTIOTH3Y, YTO MEXaHUYECKOE 110-
BPEXEHHE BBI3BIBAET BHIOPOC aMHHOKHCIOT, KOTOpble AU(QYHIH-
pYIOT 4epe3 anoruiacT, aktusupys Ca?*-nponniaemsiii kanan GLR3.3
10 Mepe MX MPOXOoXkIeHUs. ECTh Takxke npeanonoxkeHue u 00 0JHO-
BPEMEHHOM CYLIECTBOBAHMHM OOOWX IIyTeH Iepefadd KaJbLHeBOH
BOJIHBI — W CUMIIJIACTUYECKOro, U arnoracTHoro. CoriacHo 3Toit ru-
1oTe3e, B Iepe/iaue BOJIHBI MEXK/Ty JINCThSIMU IJIa3MOJIECMbI HE y4acT-
BYIOT, HO B IIpeZieNax JIMcTa e€ paJnalibHoe pacpoCTpaHeHHe OT Ipo-
BOJISIILIMX ITyYKOB IMPOUCXOJUT uepe3 miasmonecmsl (Li et al., 2025b;
Toyota et al., 2018).

3.1.3. OTBET, HHJIYIIHPOBAHHBIH KAJIBIJHEBOH BOTHOH

TloBeIIEHNE YPOBH: CBO6OI[HOFO KaJbIIUA B KJIETKAX CUCTEMHBIX
TKaHE! pacTeHUH IIPU PaCIPOCTPAaHEHUU BOJIHBI Ca*, T.e. BHYTPHKIIC-
TOYHBIHN KaJ‘ILHHeBLIfI CUT'HaJI, CH0006H0 WHAYOUPOBATH MHOXKECTBO
p33H006pa3HLIX OTBECTOB, BKJITOUYasA N3MCHCHHUEC aKTHBHOCTH MeM6paH—
HBIX TPAHCIIOPTEPOB U (bepMeHTOB, HN3MEHCHHUE SKCIIPECCHUU I'CHOB Y-
PE3 MOAYJISAIUIO AKTUBHOCTH TPAHCKPUIIIMOHHBIX (paKTOpOB U Jp. 1H-
AYKIIUS TaKUX OTBETOB OCHOBAHA Ha BSaHMOHeﬁCTBHH Ca% C DJICMECH-
TaMW BHYTPUKIICTOUYHBIX CHUI'HAJIbHBIX KAaCKaJ0B, KIIKOYEBasl POJIb
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Cpelr KOTOPBIX MPUHAIUICKUT TAKHUM CEHCOpaM KakK KaJbMOJIYJIHH
(CaM, ot anrin. CalModulin,), kansmoaynuH-nogo6Hsie 6enku (CML,
or anri. CalModulin-Like protein,), kanbuuHeBpuH B-momgoOHbIe
6enku (CBL, ot anrn. Calcineurin B-Like protein,), Ca**-3aBucumsle
nporennkrHassl (CPKs, unmn CDPKs, ot anrn. Calcium-Dependent
Protein Kinases,). Y Arabidopsis thaliana umeercs 34 CDPK, 7 CaM,
50 CML u 10 CBL. Ca*'-cencopuble Geku — BaxHeifime Kommo-
HEHThI CUTHAJIBHBIX ITyTeH cTpecca y pactenuit (Ravi et al., 2023). 3a-
MyCKAaeMbIC aKTHBAIIUECH TAKUX CUTHAJBHBIX MyTEH OTBETHI KJICTKHU UT'-
PAOT OMPEACISIONIYIO POJb B QOPMHUPOBAHUY aaNTAIIH PACTEHUH K
M3MEHSFOIMCS YCIIOBUSM OKPYKAIOIIEH Cpebl.

B 1ienom, cmiocoOHOCTh KaIbIIMEBON BOIHBI HHYI[HPOBAThH OTBETHI
B KJIETKaX CHCTEMHBIX TKaHEeW pacTeHU, COMHEHUIT He BbI3bIBaeT. O1-
HAKO, 3aBUCUMOCTh TAKUX OTBETOB OT XapaKTepa CTUMYIIA, HHAYIUPY-
IOIIET0 KaJbIUEBYIO BOJHY, JIO CUX IIOP OCTAeTCs aKTyaJbHBIM U Ma-
JIOW3yYCHHBIM BOMpPOCOM. Hanumume MexaHu3Ma camormoyIepiKaHus
JieTaeT KalbIMEBbI CUTHAJI, BBIIEIIAN U3 30HbI JIOKAJILHOTO pa3ipa-
JKEHUsI, HE 3aBUCSIIUM OT apaMETPOB CTUMYJIA, KOTOPBIHA €ro WHY-
[UPOBAJ, T.€. HApaMETPhl CAMOIIOAICPKUBAEMOr0 CUTHATIA B CUCTEM-
HBIX TKaHSX OMPEICISIFOTCS CBOMCTBAMU 3JIEMEHTOB, KOTOPBIC €T0 T'e-
HepupytoT. cxost u3 3TOro, KaiblreBas BOJIHA IOJKHA OBITh HecTe-
nU(pUYHA, HO CIIOKHBIH MEXaHW3M TeHEepally U Tepeladu CUrHana,
MOTEHIIUAJIBHO, MOXET 00eCieunuTh 0OpaTHOE.

3aBUCHUMOCTh KaJbIIMEBOrO CHTHANA OT XapakTepa CTUMYJa —
OJIMH W3 HHTEPECHEHIINX BOMPOCOB, MPHBIICKAIOIINX MOBBIIICHHOES
BHUMaHUE HcclienoBareneil. [ AMCTaHIIMOHHbBIX KaTbI[UeBBIX CUTHA-
JIOB BOIIPOC CIEIU(PHUIHOCTH Ha CErOTHSAIIHUMA ICHb a0COTIOTHO HE UC-
CIICMIOBaH, TIO3TOMY MPEKJIC, YEM PacCyKAaTh O BO3MOXKHOCTH Tepe-
JIa9¥ C TIOMOIIBIO KaJIBIIUEBOI BOIHBI HHOOPMALIUHU O XapaKTepe CTH-
MyJja, PACCMOTPHM BHYTPUKIICTOYHBIC KAJIBIIMEBBIC CUTHAIIBI, O KOTO-
PBIX Ha 3Ty TeMY U3BECTHO ropaszo 6onbuie (Allan et al., 2022; Bihani
et al., 2025; Jin et al., 2025; Lederer et al., 2025).

49



B cimydae BHYTPUKICTOUHOM KaJbIMEBON CHUTHANM3AIMU OOILYIO
MOCJIEA0BATENbHOCTh COOBITUI OT BOCHIPUSTHUS KJIETKOH CTHMYyJa JI0
(hopMupOBaHUS OTBETA MOXKHO NPEACTABUTh CXEMOH, IPUBECHHON Ha
puc. 3.2.

MCTOMHAK
HiPDAALM HORUPRIMK DEROAEP OTBET
- N J _
o CHTHAN v T TCIYYEH I v
CHIHAN
wwym
Crumayn
Ca’’-cBasbiBamiMe
’ Genku
o+ 13 Ca™-cnrnan Ca**-curman AxTusmpyemeiii
» Temneparypa Genkami oreer
Augdysus
CsAzbisaHne

WM T.A.
(A) Ucrounuk nHPOpMALIUH TOCBUTAET cO00IIeHuUS. Llesih KOMMyHHUKAIIMOHHOM CHCTEMbI —
nepenats 3Ty HH(MOpMaIHo B Ipyroe Mecto. CoOOLIEHHS OT HCTOYHUKA KOIUPYIOTCS B
(hopMy, KOTOPYIO MOTYT 00paboTaTh KOMIOHEHTHI CHCTEMEL. [13-3a IIfyMa B CHCTEME MOT'yYT
BO3HHKATh OMIMOKH IIepejadn, a 3TO 03HAYAET, UTO OTYyIECHHBIH CUTHAT MOXKET OTINYaThCs
OT OTIIPABJIEHHOTO.

(b) KoMmoHeHThI KaablneBON CHTHAJIM3AIMH, COTOCTABICHHBIE C CHCTEMOW 00pabOTKH HH-
topmarmu. B aHHOM cilygae HCTOYHHKOM HH(MOPMAIIHU MOXKHO CIUTATh CHTHAJIBI OKPYXKa-
1omeit cpeapl. DTH COOOIICHNS KOAUPYIOTCS B KaJIbIEBbIe CHTHAJBI KaJbIHEBHIMI KaHa-
J1aMU (M CBSI3aHHBIMHU ¢ HUMH MEXaHWU3MaMHu) 1 niepeaarotcs. [llym Moxer ObITh BbI3BaH (u-
3MYECKHMH WM XUMUYCCKHMMHU (haKTOPaMH, TAKUMH KaK TeMIepaTypa, Tu(Qy3us U CBS3bI-
BaHWE WM Pa3sbeIMHEHHE C APYTHMH MOJeKysamu B cucteme. Ca?*-cBsi3pIBarolye Oenkn
pearupyroT Ha H3MEHEHHEe YPOBHSI CBOOOIHOrO KAJIBIHS 1 MOT'YT HHUIIUHPOBATh OTBET (I10-
CTTPaHCISLMOHHBIH, TPaHCKPUIILIUOHHBII).

Puc. 3.2. Moseky/nsipHbIii B3IJIsI/] HA KAJbIUEBYI0 CUTHATIM3ALMIO
(Allan et al., 2022)

LenTpanbHOE COOBITHE B IEMOYKE — YBEINYCHUEC BHYTPHKIICTOU-
HOW KOHIICHTpAIluK MOHOB Kanbiws. OnHaKko, cam (akT yBETHYCHUS
xonnentpauuu Ca* — yHuBepcanbHoe coObITHE [T LIMPOKOT0 Kpyra
neicTByrommx cTuMyioB. Kakum xke oOpa3om nonyyaercs Gpopmupo-
BaHHUE aJ[CKBATHOIO OTBETAa HA pa3Hble CcTUMYINbI? Ha ceroausiHmii
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JICHb TMPEIJI0KEHO HECKONBKO THIIOTE3, KOTOPhIE MOTYT OOBSICHUTH
MeXaHu3M (OPMUPOBAHUS CHEIU(DUUHOTO KaJTbIIMHA-HHIYIIUPOBAH-
Horo otBeta (puc. 3.3) (Allan et al., 2022; Lederer et al., 2025).

Cneungers il aan
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(A) Crien(pu9HOCTH CTHMYJIA 3aKJIFOYAETCs B KAIbIUEBOM CHIHAJIE.

(b) Cnenu$uIHOCT CHrHANA 3aBUCUT OT COCTOSIHUS KJICTKH.

(B) Cnenu¢$uyHOCT CHrHaNA 3aBUCUT OT JOKAIBHOI'O COCTaBa HAHOJAOMEHOB.
(I') Unrepdepennus curaano. boyee mogpodHO — cM. B TEKCTe.

Puc. 3.3. 'unore3nl ciequpuIHOCTH KAJBUMEBOH CUTHATU3AIUMA
(Allan et al., 2022)

ITepBbIii BO3MOXKHBIN BapHaHT — KOJMPOBAHUE CTUMYJA C yHH-
KaJbHOM KaNbI[MeBOH CUTHATYpOH (cM. puc. 3.3 a), koTopas OyIeT ak-
TUBUPOBATH TOJIBKO T€ HIDKENIEXKAIINE JIEMEHTHI, KOTOpbIe HE00XO0-
JIUMBI JUIsS. MHUIMAIIUKA COOTBETCTBYIOILETO OTBETA. DTa MOAENb Tpe-
OyeT OHO3HAYHOIO COOTBETCTBHUS MEXIY KaXbIM CTUMYJIOM M KaX-
JIOM KaJblMEBOM CUTHATYypoll. BTOpoil BapuaHT IpeAroaracT Hajlu-
YHe YHUKAJIbHBIX JUIS CTUMYJIa PELeNTOPOB H CUTHANBHBIX KacKaJloB
TOJIBKO B KJIETKax omnpezeneHHoro tumna (cm. puc. 3.3 6). B Takoii mo-
JIeH cHenU(UYHOCTh CaMOro KajJbLIMEBOTO CUTHAJAa He TpeOyeTcs.
KanbimeBsle CHTHAIIBI, B TPUHIUIIE, MOTYT OBITh OJJMHAKOBBIMH, a NH-
IYKIHS CIEeU(PUIHOro OTBETa U UX JeMN(pPOBKa OyleT 3aBUCETh OT
HMMEIOLIUXCS B KJeTke O6enkoB. Tperuit BapuanT (cM. puc. 3.3 B) npen-
rojaraeT HaJMYMe B KIETKAaX OTACNBHBIX JOMEHOB (HAa3BaHHBIX
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«HaHOJIOMEHAMUY), COJEPKAIUX BCE AJIEMEHTHl CUTHAJIBHOTIO Kac-
kana. KoHIeHTpalysa MOHOB KaJbIsl TP 3TOM MOBBIIIEHA TOJIBKO B
mpejenax OTACIBHOTO JoMeHa. B TakoMm BapuaHTe Taioke He TpeOy-
€TCs COOTBETCTBUE KAJIbIIMEBOM CUTHATYPHl MHAYLIUPYIOLIEMY €€ CTH-
Myny. W, HakoHell, MOXKeT UMETh MECTO MHTEeP(EePEHITHS KabIIUEBBIX
CUTHAJIOB, BHI3BAHHBIX Pa3IMYHBIMU CTUMYJIAMH, C HEICHBIMHU Y TSIMH
nexonupoBaHus (cM. puc. 3.3 r) (Allan et al., 2022).

DTu peiCcTaBlIeHUs O MEXaHU3MaX CeNU(UIHOCTH BHY TPHKIIETOY-
HOW KaJIbIIMEBOM CHTHAJIM3ALMH MOYKHO MEPEeHECTH W Ha IUCTaHIIMOH-
HBIM KaJIbIMEBBIN cUTHAJ. Tak ’ke, Kak ¥ Ipy BHYTPUKJIETOUYHOW CUTHA-
JU3alliU, B Cllydae JMCTAaHIIMOHHOW KallbIIMEBOW BOJIHBI crienupud-
HOCTh OTBETa MOXKET ObITh 00YCIIOBJIEHA KOJIOKaM3alueil 371eMEHTOB
BHYTPHUKIIETOYHOTO CHTHAJILHOTO Kackaaa, (OPMHUPYIOMIMX HaHOJO-
MeHBl, (Allan et al., 2022). Bo3MOXXHOCTE (hOpMUPOBAHUS KAJIBLIUEBOTO
criaiika BHYTpH OTAEIBHOIO HAHOJOMEHA B KIIETKE CUCTEMHBIX TKaHeH
MOTEHIIMAIBHO O0ECIIeUYMBAIOT JJBE OCOOEHHOCTH TeHepalru Kable-
BOi1 BonHBI: (1) BOBJIEUEHHOCTD B FE€HEPAINIO KaIbLIMEBOI BOTHBI KaHA-
JIOB HECKOJIbKMX THIIOB, JIOKAJM30BAaHHBIX B Pa3MHUYHBIX KJIETOYHBIX
MeMOpaHax; (2) ABa pa3IMyYHbIX MYTH Nepeadn KaIbIIUEBOM BOIHBI —
CUMILIIACTHBIH U anoriacTHeIi. B coBoKymHOCTH, 3TH 1Ba pakTOopa 00Y-
CIIaBJIMBAIOT MOTEHIMAN Ui (OPMUPOBAHUS PA3IUUHBIX MPOCTPAH-
CTBEHHBIX MATTEPHOB POCTA BHYTPHUKIETOYHOTO KAJIBITHSL.

Pa3Hble cTUMYJBI JOMKHBI MHAYLUPOBATH pa3Hble KalbIHEBHIE
BOJIHBI, OTJIMYAIONIMECS IO MapaMeTpaM W MeXaHM3MaM TeHepaluu.
Ecnu npeanonoxuth, 4To B OPMUPOBAHUHN KaJbIIMEBOI BOJTHBI COB-
MECTHO YYacTBYIOT MOHHbIE KaHAJIbl pa3HOro THma (M3 pa3HbIX ce-
meiictB — GLR, TPC, MSL), Takue oTau4us MOryT ObITh 00YCIIOB-
JIEHBI PA3IUYHBIM BKJIAZIOM KaHAJIOB OTJEIbHOTO THIIA.

[TapameTpbl KaJbIIMEBON CUTHATYPBI B KJIETKaX CUCTEMHBIX TKaHEH
B ClIydae paclpOCTPaHEHHUS KaJbIIMEBOM BOIHBI OYAYT TaKkKe ompese-
JISATHCSI UCXOIHBIM COCTOSHHUEM KIIETKH, MOCKOJIbKY aKTUBHOCTH CH-
CTeM reHepalluyl U MpepbIBaHUA KaJbIIMEBOTO CUTHAIa BO MHOTOM 3a-
BHUCHUT OT aKTMBHOCTH MHBIX, HEOCPEJCTBEHHO HE 3aJIeiCTBOBAHHBIX
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B (hopMupoBaHUM M TepeAaye KallblIMEBOTO CUTHala, (HEepMEHTOB.
Hanpumep, popmupoBanne KaablIMEBOH BOJIHBI TECHO CBSI3aHO C aK-
TBHOCTBI0 H'-AT®a3b1, KOTOpas BIAMAET HA KaJIbLHI-TIPOHUIIAEMBIE
kaHaybl GLR 3.3 u 3.6 (Shao et al., 2020).

B cOBOKYNHOCTH pa3HOE COOTHOIIEHHUE BKJIA/I0B OTAEIBbHBIX MOJIE-
KYJISIPHBIX YYaCTHUKOB IPOIIECCa TEHEPALNK KaJIbIIMEBOrO CUTHAJA U
Pa3HOE MCXOJHOE COCTOSTHUE KJIETOK, IO KOTOPBIM 3TOT CUTHAJ pac-
MPOCTpaHAETCA, JeNaeT MOTeHIHAIbHO BO3MOXKHBIM (HhOpMUPOBaAHUE
crenu@uUIHOro 0TBETa, MHAYIIMPOBAHHOTO KAJIBLINEBOM BOJIHOM B CH-
CTeMHBIX TKaHsAX. OJIHaKO, KaK JUIsl yCTAaHOBIICHUS TakoW crenuduy-
HOCTH OTBETA, TaK U JJIs paclIn(pPOBKU €€ MEXaHU3MOB, HEOOXOAUMBI
JlaJIbHEHIINE UCCeIOBaHuUSI.

3.2. BOJIHA AKTUBHBIX ®OPM KHCJIOPOJA

Bonny aktuBHbIX QopMm kucnopona (ADPK, B HHOCTpaHHOI JHTe-
patype u3BecTHbIX kak ROS, oT aHri. reactive oxygen species) B
HACTOsIIIIEe BPeMs CUATAIOT OJHUM M3 THIIOB OBICTPBIX AUCTAHI[MOH-
HBIX CHTHAJIOB y pacTeHui, Hapsmy ¢ BosHoit Ca”" (Al et al., 2023;
Demidchik, 2015; Foreman et al., 2003; Ravi et al., 2023; Suda and
Toyota, 2022; Takahashi and Shinozaki, 2019; Zhang et al., 2025). Bri-
COKas CKOpOCTh pacnpocTpaneHust BonH ADK, criocoGHOCTh pachpo-
CTPaHSATHLCS HA OONBIINE PACCTOSIHUS OT MECTa MHUIUALUY (TIOTEHIIH-
aJIbHO — [0 BCEMY PacTE€HMIO) U UX BEChMa BEPOSTHASI B3AUMOCBSI3b C
JPYTMMU CUTHAJIBHBIMU IIYTAMHU (3JIEKTPHUECKUMM U THAPABIHUE-
CKUMH CHTHAJIaMU, KaIbI[UEBBIMU BOJIHAMHU) JETAI0T UX Ba)KHEHITNM
3JIEMEHTOM JlaJIbHEH CUTHAN3ALUY Y PACTCHUIL.

Bomna A®K — BpemenHoe mnosblimeHue yposHd ADK BHyTpH
KJIETKU WJIM B aloIlIacTe, T.€. MEXaHu3M nepenaun cursanos ADOK oc-
HOBaH Ha OanaHce MEeXIy MpPOLIECCAMU MPOAYKLUU U YTHIU3AILUU
ADK, xoTopble IPOTEKAIOT B PACTCHUSAX OAHOBpeMEHHO. ITockombKy
npoaykuus 1 yruiauzanusi AOK — HeoTbeMeMasi 4acTb MHOTUX NPO-
L[ECCOB B PACTEHUSIX, a HE TONBKO MPOIECCOB AaIbHEN CUTHAIM3ALUHY,
BHayaje KPaTKO OCTAHOBUMCSI Ha OOILIUX CBEACHUSX O MeTabonu3Me
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A®K, KoTOpBIil JEXUT B OCHOBE MOJJICPKAHUS OKHCIUTEILHO-BOC-
CTaHOBHUTENILHOTO OaiaHca KIETKU.

3.2.1. IIPONYKIHA H YTHIIH3ALHA ADK B KIETKAX PACTEHHH

W3znagansHo ADK paccmaTpiBaiii HCKITIOUYMTENBEHO KaK «TOKCHY-
HbIe TTOOOYHBIE MPOAYKTHI a3po0HOro meradonusma». OQHAKO B IMO-
CIIEIHUE JECATUIICTUS TPOU3OIIIO 3HAUUTENBHOE CMEIIEHHE OT TaKoi
TOYKH 3PEHHUSI B CTOPOHY MOJIOKUATETBHONW poitnt ADK Bo MHOTHX 13-
HEHHO Ba)KHBIX MPOLIECCAX, BKIIOYAst pOCT U AU HEPEHIIUPOBKY Kie-
TOK, PETYJISIIUI0 TpaHCIUPAIMK, (POPMUPOBAHUE AIAIITAIIMOHHBIX Pe-
aKIHii B COOTBETCTBHU C META0OUICCKIMHU TPUTTEPAMHU, TPHUTTEPAMU
pas3BuTus U hakropamu okpyxaroieit cpeast (Demidchik, 2015; Foyer
and Hanke, 2022).

B xnetkax pacrenuiit ADOK 06pa3yroTcsi BO MHOTMX KOMITAPTMEH-
Tax: B KIETOYHOH CTEHKE, I[UTONIa3MaTHUECKOil MeMOpaHe, IepOKCH-
coMax, MUTOXOHApUSX, xJjoporyactax (puc. 3.4) (Ali et al., 2023;
Foyer, 2018; Liu and He, 2016; Noctor and Foyer, 2016). OcHoBHOe
Mecto mpou3BozcTBa ADK — XJIOPOIUIACTHI; B HUX T€HEPUPYETCS B
30-100 pa3 Gompme ADK, uem MuTOXOHApUAX. B xmopommacrax
ADK obpazyrores B porocucremax [ u Il u B 1ienu nepeHoca 31eKTpo-
HOB, Y ITPOIECCHI UX 00Pa30BaHMUs CHIIBHO 3aBHCAT OT HHTEHCHBHOCTH
ceeta (Foyer, 2018; Noctor and Foyer, 2016). B anorutacre A®K mo-
xeT npoxyuuposate HAJI®H-okcunaza RBOH (ot anri. respiratory
burst oxidase homologs — romonoru oxcujassl peCHUPATOPHOTO
B3pbiBa) (Liu and He, 2016). PacreHus reHepupylOT pas3iIHuHbIC
tdhopmbl ADK, Takue kak cynepokcua-anuoH (Oz ), CHHTIIETHBIN KuC-
nopox ('0,), rugpokcunsHble pagukanst (¢OH) 1 mepokcu Boaoposa
(H207) (Foyer and Hanke, 2022). 9t popmer ADOK obnagaroT crio-
COOHOCTBIO NPOAYLHUPOBATH HOBBIE PEAKIMOHHOCIIOCOOHBIE MOJIE-
KyJIbl, 00JIaAatoIIMe MUPOKUMHU THANa30HaAMH PEaKIIMOHHOMN CIOCc0o0-
HOCTH, BPEMEHM JKU3HH U crnocoOHocTH k audp¢y3un (Demidchik,
2015; Foyer, 2018).

N3-3a cBoeii BrICOKOI peakunoHHoi ciocodHocT ADPK B 6omb-
IIMX KOJIMYECTBaX BHI3BIBAIOT IIEPEKHCHOE OKHUCIICHNE JINTIH/IOB B Kile-
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TOYHBIX MeMOpaHaX, JCHATYpaIui0 OENKOB, OKHCICHUE YIJIEBOJIOB,
paspylienue nurMenToB, noppexacuue JJHK, u, kak cnencreue, Hapy-
maroT u3HecnocoOHocTh Kietku (Ali et al., 2023; Liu and He, 2016).
PacTeHust UMEIOT CIIOXKHYIO aHTHOKCUIAHTHYIO cUCTeMy ((pepMeHTa-
TUBHYIO U HE()EPMEHTATUBHYIO), KOTOpasi UTrPaeT KIIOYEBYIO POJIb B
ynaneann ADOK s mojiepKaHusi OKHCIUTEFHO-BOCCTAHOBUTEIb-
Horo OamaHca. HaumbGonee BakHbIC (EPMEHTATUBHBIC AHTHOKCH-
naHThl — ackopbatnepokcunasza (APX1), karanaza (CATI u CAT2),
nepokcuaasa (POX), okcupasza (OX) u cynepokcuanucmyrasa (SOD)
(Ahmad et al., 2010; Basit et al., 2023). HedhepmMeHTaTHBHBIE aHTHOK-
CHJIAaHTBI, TAKHE KaK TIIyTaTHOH, aCKOpOaT U TOKO(epos, NeHCTBYIOT
KaK OKHCIIUTEIIbHO-BOCCTaHOBUTENbHBIN Oydep (Ali et al., 2023;
Noctor and Foyer, 2016).

MNepokcun Boaopona
{H,0;)

Crpecc MNepoxcucoms!
UmnTosons
Anonnacr

Xnoponnactel

Mepokcucomsl
MUTOXOHAPUK

Xnoponnacrtbl
MuToxoHApWUK

BocnpuaTHe ABH \
0.-B. romeocras

/ BocnpurTre ADK
= : » 0.-B. romeacras ; !
Ana LCIUEU UL 4 nepepaua curnana — mu-rw,m 3

ADK ; ADK MNepenaya curkana
M meTabonuuecHaA 4 u meTabonuyeckan
perynaumA / \ perynauma

[OH

THAPOHEHNBHBIE PAANKANL!
)

CamrneTsuid
"o,

KnetouHan cTeHxa

MembpaHa
Xnoponnactsi

Xnoponnactel

Crpecc

AOK cyniecTByIOT B pa3INIHEIX (opMax, TAKHX KaK cyrnepokcua-anuoH (O, ), CHHIIeTHBIH
kuciopon ('0,), ruapokcunbabie pagukaist (*OH), mepokcu Bogopona (H,0,), u obpasy-
10TCs IpU (OTOCHHTE3E, JbIXaHuH, poroapixannu, a Takxke HAJIOH-okcn1a3amu, okcana-
TOKCHUJa30H U nepokcuaazamu. Anoractuaeckue AOK tpaHCHOPTUPYIOTCS B LIUTO30JIb Ye-
pe3 akBanopuHsl. O.-B. — OKHCINTENBHO-BOCCTAHOBUTEIBHBIH.
Puc 3.4. Ilponykuusi A@K B pa3jin4HbIX Oprasesuiax win
KJICTOYHBIX KOMIIAPTMEHTAX PACTEHUI U UX POJIb B KJIETOYHOMH

CUTHAJIM3AIMNH U cTpeccoBoii aganrtamuu (Ali et al., 2023)
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A®K — cBoeoOpazHas «manka o AByx koHmax» (Liu and He, 2016).
U eciu B BeICOKMX KOHIIEHTpauusix ADK BbI3bIBalOT POLIECCHI, pa3py-
HIUTENbHBIC U KIETKH, TO MPH Oojiee HU3KUX KoHmeHTpamuiax ADK
(YHKIMOHUPYIOT KaK BTOPHUYHBIE MECCEHKEPBI, UTpasi POJIb BaXKHBIX
CUTHAJIBHBIX MOJeKys. CHUTHalbl, BO3HUKAIOIIME B pe3yjibTaTe IIeH-
TPaJbHOTO SHEPreTUUECKOro MeTaboamsMa (B mporeccax GpoTocuHTe3a
U JIbIXaHMsl), UMEIOT pelliaroliee 3HaueHr e 17151 BEKMBaHHSA KJIETOK B 11O~
CTOSIHHO MEHSIIOUIMXCS YCIIOBUAX cylecTBoBaHus. ADK, ux merabo-
JIUTHI U CBSI3aHHBIE C HUMH CUTHAJIBI JIEUCTBYIOT B HECKOJIBKHUX TEpe-
KPBIBAIOIIMXCSA PETPOTPAIHBIX MYTAX, KOTOPHIE B COBOKYITHOCTH YacTO
Ha3bIBAIOT CHUTHAJM3ALUEH «OpraHeiia-sapoy, «XJIOPOIUIACT-SAPO»
(Ravi et al., 2023). PerporpaHble CUTHAJIbHBIE CETH KU3HEHHO BaXKHBI
Juisd OnoreHe3a ¥ (yHKIMOHMPOBAHMS OpraHeiyl, B OCOOEHHOCTH JJIsi
aJanTaluy K U3MEHSIOIUMCS YCIOBUAM OKpYXKarolen cpensl. Pasmiy-
Hble (hopMbl ADK (CHHIIIETHBIIN KUCIOPOJ, CYIEPOKCH-aHUOH, TIEPOK-
cuJl BOJIOPO/Ia, TUPOKCUIBHBIA paJiiKai) 3alyCcKaloT pa3iiniHble CUT-
nHanbHble myTH (Foyer and Hanke, 2022). Takum o6pa3om, B 3aBUCUMO-
CTH OT Pa3UYHBIX (PAKTOPOB, TAaKUX Kak KoHleHTpauusi ADK, nHteH-
CHUBHOCTb CTpecca 1 CIOCOOHOCTH aHTHOKCUAAHTHON CUCTEMBI KIIETKH,
A®K Moryt aeiicTBOBaTh B paCTEHMSIX U KaK CUTHaJIbHBIE, U KaK TOK-
cuuHbie MoJtekyabl (Al et al., 2023).

3.2.2. OBLIASI XAPAKTEPHCTHKA BOJIHbI ADK

ITono6uo nonam kaneims, ADK Taxke 00pa3yroT BOJIHY, KOTOpast
(YHKIIMOHUPYET KaK CUCTEMHBI CUTHAJ W 3allyCKaeT MacliTaOHble
TPaHCKPUIIMOHHBIE, TPAHCIALUOHHBIE U METabOJIMYecKue H3MeHe-
HUsSI, CBSI3aHHBIEC pEAaKIUsIMU pacTeHMH Ha crpecc. HauanbHbIi
Berieck ypoBHeit ADK B JIoKkanM30BaHHOW TPyIIE KIETOK, HEMOCPe-
CTBEHHO TOABEPKEHHBIX AEWCTBUIO CTpeEccOpa, MHIYLHPYET Hpo-
LIECCHI MEXKJIETOYHOW KOMMYHHUKALIMU U TEpENaYd CUCTEMHOI'O CHUT-
Hana. Boaael AOK — pe3ynbTat OBICTPBIX U3MEHEHUH 0a30BBIX YPOB-
Heit ADK B iuTo3051€ 1 anoruiacte 0JJHOM KJIETKH, KOTOPbIE BBI3BIBAIOT
AHAJOTMYHbIE U3MEHEHUS aloIJIACTUYECKOTO U [IUTO30JIbHOTO YpPOB-
Heit ADOK B mpuneraronyx K Hel KJIETKaX U paclpoCTPaHSIOTCA OT
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KJIETKH K KJIETKE, OXBaThIBas cucreMHuble Tkanu (Ali et al., 2023; Fich-
man and Mittler, 2020; Pelaez-Vico et al., 2022).

Bomusr ADK 3aperucTpupoBaHbl B paCTEHHUSIX PAa3IUYHBIX BUIOB
(xora mopmaBisromiee OOJBIIMHCTBO HW3MEPEHUH MPOBEICHO Ha
Arabidopsis thaliana) B OTBeT Ha abMOTHUYECKHUE U OMOTUYIECKUE CTpEC-
copsl (Fichman et al., 2024, 2022, 2021, 2019; Fichman and Mittler,
2021; Lew et al., 2020; Myers et al., 2023; Szechynska-Hebda et al.,
2022; Zandalinas and Mittler, 2021). B unciio abHOTHYECKUX CTPECCO-
POB, KOTOpBIE BBI3BIBAIOT pacrpocTpanenue BoHbl ADK, BXOmsaT cBeT
Bbicokoii nHTeHcuBHOCTH (Fichman et al., 2024, 2022; Myers et al.,
2023), terutoBoit cTpecc (Zandalinas et al., 2020; Zandalinas and Mit-
tler, 2021), mexannueckoe nmospexaenue (Fichman et al., 2022; Fich-
man and Mittler, 2021; Lew et al., 2020), oxor (Szechynska-Hebda et
al., 2022), coneoii crpecc (Fichman et al., 2022).

Taxoii HaOOp CTPECCOPOB SIBJIACTCS YHUBEPCAIBHBIM JIJIs1 U3yUEHUS
Pa3MUYHBIX JUCTAHIIMOHHBIX CUTHAJIOB B JTA0OPATOPHBIX YCIOBUSX, U
OH c(hOPMHUPOBAJICS HAa OCHOBE THUIIOB CTPECCOPOB, NEHCTBYIONINX Ha
pacTeHus B €CTECTBEHHBIX YCIOBUAX Mpou3pacTanus. Mcrnons3oBaHue
TaKOTr0 YHMBEpCAJIbHOr0 Habopa CTUMYJIOB J1ae€T BO3MOXKHOCTh COIO-
CTaBJISITh PE3YJIbTATHI, IOJIYYEHHBIE B PA3TUUHBIX JIA00OPATOPHSIX.

Caenenust o Takux napamerpax BoiHbl ADK, kak JUIUTETBHOCTD U
CKOpPOCTb HapacTaHusl, pa3HATcs. B pane pabot (mpoBeneHHBIX B O
HOIi J1abopaToOpum) 3aperuCTPUPOBAHO MEUIEHHOE HapacTaHue YpOB-
Hell mapamMeTpoB, oTpaxaronmx conepxanue ADOK B cucTeMHBIX TKa-
Hax (Fichman et al., 2022; Myers et al., 2023; Zandalinas and Mittler,
2021), xoTOopoe ATUTCS IECSITKU MUHYT (IIpUMeEp NMOJ00HOI KMHETUKU
npuBesieH Ha puc. 3.5). B atux paborax Iuist perucTpalni KHHETUKH
conepxanusi AD®K ucnonb3oBain (QpayopecleHTHBI KpacuTelb TU-
xsoppayopecuens auarerat (H:DCFDA). Kak u apyrue ¢iyopec-
nentHsle ADK-30ua561, H-DCFDA — npoxoasmuii yepe3 MemOpany,
He(hIyopecuupyoUINil BOCCTAHOBIIEHHBIH MPEALIECTBEHHUK, KOTO-
pBIi IpeoOpasyeTcst BO (Iryopecuupyollee Npou3BOJHOE MPH OKHUC-
nennu ADK (Wang et al., 2024). Takoil nepexon HeoOpaTUM, YTO HE
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MO3BOJISIET 3aPErUCTPUPOBATh CHIbKeHUE ypoBHs ADK, ecinu TakoBoe
MPOMCXOMUT MOCIIEe HaYaIbHOTO MOBbIIeHNs. O MOI00HBIX OrpaHrye-
HUAX MCIONB30BAaHHBIX B pabOTaXx METOJ0B HEOOXOIMMO MOMHUTH,
aHaIU3UPYyst JIUTEPATYDY, TOCBSIIIEHHYIO A®K-curnanam
(McLachlan, 2019; Smirnoff and Arnaud, 2019). HenocraTounsrit
YPOBEHb PA3BUTHS MHCTPYMEHTAPUS JJIs1 PETUCTPALIMH ONPECIIEHHOM
¢dopmel ADK, B yactHOCTH H203, € BHICOKMM BPEMEHHBIM U IPOCTPaH-
CTBEHHBIM pa3pelieHHEM JIENIaeT MOKa HEBO3MOXKHBIM HAaKOIJICHUE
curHaTyp ADK nans aHanm3a CBA3M UX MAPAMETPOB C JIEH CTBYIOLTUMU
Ha pacTeHUsl CTPECCOPaMHM, KaK 3TO CIAENAaHO JUIsl BHYTPUKIETOYHOU
KaJbIIUEBOM CUTHAJIM3AIINH.

30 muH
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(A) dyopecneHTHBIE H300paXKEHNUs, OJTyIeHHbIE Yepe3 Pa3HOe BPeMsl IIOCIE JIOKAIbHOIO
MOBpeXIeHUs TUCTa (00BEIEeH KPaCHBIM).

(b) Annamuka uaTeHcHBHOCTH (iyopecuenimy ADK-ayscrBuTensHoro cencopa H,DCFDA.
(B) UnrencusHocts Guyopectennun A®K-uysctBuTensHoro cencopa H,DCFDA B 1o-
KaJbHOM M CHCTEMHOM JIUCTBSIX yepe3 30 MUH 1ocjie HaHECEH! s JTIOKaJIbHOTO ITOBPEXKAEHHS.

Puc 3.5. PacnipocTpaHeHne MHAYHHPOBAHHON NMOBPeKIeHUEM BOTHbBI
A®K B pacrenusnx Arabidopsis thaliana (Zandalinas and Mittler, 2021)

B onHo# 13 HemaBHUX pabOT Al PErUCTPalliid KUHETUKH YPOBHS
AO®K wucnons30BaH HOBBIN MOJIX0/ HA OCHOBE HAHOCEHCOPOB — OJTHO-
CIIOMHBIX YTIIEPOAHBIX HAHOTPYOOK (M3BecTHBIX kKak SWNT, oT aHri.
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single-walled carbon nanotube), celIeKTUBHBIX K IEPOKCUTY BOAOPOA.
Y CTaHOBJIECHO, YTO MPOAOIIKUTEILHOCTD HHYI[HPOBAHHOM OBPEXKIC-
HueM BosiHbl ADK — 5-10 muH; npu 3ToM (haza pocta KOHIEHTpAIH
ADK popmupyercs He 6onee 1-2 muH (puc. 3.6) (Lew et al., 2020). C
MOMOIIIBIO pa3pabOTaHHOIO METO/a aBTOPhI HE TOJIBKO MCCIIEAOBAIH
kuHeTHKy (opmupoBanus ADK B CHCTEMHBIX TKaHSIX, HO U BBIMIOJ-
HWIN CHCTEMATHYECKOE HCCIICAOBAHUE CKOPOCTU PACHpPOCTPAHCHUS
UHAYLHUPOBaHHON NoBpexJeHueM BonHbl ADK y pacreHuil pasznud-
HBIX BUJIOB, B YHCJIO KOTOPBIX BXOAWIU Arabidopsis thaliana, mmuHar,
3eMJISTHUKA, canart, maselb, pykkona (Lew et al., 2020). CkopocTs me-
penauu BomHbl HyO» A71s1 IEpeUHCICHHBIX BUIOB PACTEHUI JIe)Kana B
mmanasone 0,44-3,10 evxvua ! (0,07-0,50 mmxc™') (Lew et al.,
2020). Bauskue 3nagenus (1,4 Mmxc') ckopocTH AUCTaHIMOHHOIO
curHana, omnocpernoanHoro A®K, 3aperucTpupoBaHbl B PacTEHUSIX
A. thaliana c nomomipto apyroro noaxoaa (Miller et al., 2009) Crout
MOJUEPKHYTh, YTO AMana3oH ckopocrteil Boimubl ADK nepekpriBaeTcs
C TaKOBBIM JUTsI KalIbIIeBOM BOJHBI (cM. pazzaen 3.1).

— flanpewanime

0.8 4 — figid

OTHOCHTEALHBIA YpoBeHb o

OTHOCHTENEHBLA YpoBeHs [

0.7 + T T T 1+ =20 0.7 + T T T
0] 10 20 30 40 o 10 20 30 40
Bpew (M) Bpens [wii]

(A) /InnamMKKa OTHOCHTENIBHOIO M3MEHEHHsI CHTHaJIa HAaHOCEH copa (OTHOCIIOWHBIX YTIIepo/i-
HBIX HAHOTPYOOK) ¥ pacCUMTaHHAs Ha er0 OCHOBE JMHAMIKA KOHI[EHTPALUH epPOKCHIA BO-
Jopoja.

(B) Peakiiust HaHOCEHCOpPa MOCIIE BO3ICHCTBUS pasIMYHbIX cTpeccoB. YEpHas cTpernka 060-
3HAYaeT MOMEHT BPEMEHU Bo3 el cTBU cTpecca (t = 10 MHH), 32 HCKIIFOUEHUEM BO3/1ecTBHS
CBeTa BBHICOKOI HHTEHCUBHOCTHU, KOTOPOE JUTMIIOCH 2 MUH (3aIITPUXOBaHHAS 00JIACTh).

Puc. 3.6. PacnpocTpaHeHue BOJHBI IEPOKCHIA BOIOPO/A,
BBI3BAHHOW MOBpPe:KIeHueM, B Arabidopsis thaliana (Lew et al., 2020)
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Kak u B cirydae ¢ KaJablEeBON BOIHOI 710 CHX MOP HEPEIIEHHBIM BO-
MIPOCOM OCTaeTCs MyTh MeXKiIeTouHon nepenaunn ADK-curnana (cum-
TUTACTHBIN WM alonoiacTHbIi). OOHapyKeHO, 4To JyIsi OBICTpPOi mepe-
naun BoH ADK B OTBET Ha CBETOBOH CTpecCc U MEXaHHMYECKOe TOBpe-
KaeHne Heooxomumbl masmoaecMbl (Fichman et al., 2021; Fichman
and Mittler, 2021). IIpu >TOM, CUMIIIACTHBI MYTh MEXKJIETOYHOTO
TPaHCIIOPTa PETyJIUpPYeTCsl CHEUUAIN3UPOBAHHBIMU OENKaMM, B TOM
yucine npu yuyactuu ADK: nokazano, uro ADK ycuimBaer MeXKIETOU-
HBII TPaHCIOPT U pa3Mep Mop MIA3MOAECM IPU YIACTUH JTOKATU30BaH-
HbIX B masmonecmax OenkoB PDLP1 u PDLPS5 (PDL — or anrm.
plasmodesmata-located protein) (Fichman et al., 2021). Heo6xomumo
MOTYEPKHYTh, YTO PETYISIMS IIyTH CUMILIACTHOTO TPAHCIIOPTa MOXKET
oueHb ObICTpoii. Tak, Moka3aHo, 4TO CHELU(PUUECKUE PELenTOP-TI0A00-
Hele kuHa3bl (RLK, ot anri. receptor-like kinse), Jokanu3oBaHHbBIC B
IUIa3MajieMme, KOTOpble B ONTHMAJIBHBIX YCIOBUSX OTCYTCTBYIOT B
IUIa3MOZIECMAaX, MIEPEMEIIAI0TCS U KIACTEPU3YIOTCS B IOpax B OTBET Ha
ocMoTHYecKuii cTpece yxke yepes3 1-2 muH (Grison et al., 2019). Hapsay
¢ pabotamu, TJie MOKa3aHa HeOOXOIMMOCTb CUMILIACTHOTO ITyTH JIJIsI ITe-
penaun ADK-BOJHBI, TAKKE HalIEHO, UTO B paCpOCTPaHEHUE CUTHANIA
MPOUCXOJUT OAHOBPEMEHHO KakK 10 CUMILIACTHOMY, TaK M aloIulacT-
HoMy myTsaM (Fichman et al., 2021).

3.2.3. MEXAHH3MbI TEHEPAIIHH H PACITPOCTPAHEHHS BOJTHbI ADK

Crniocobnocts BosiHbI ADK ¢ BBICOKOH CKOPOCTBIO pacrpocTpa-
HATHCS Ha OOJBIINE PACCTOSHUS U3 30HBI JIOKAIBHOTO Pa3ApakeHus 1
ee MOTEHI[MAJIbHAS CBS3b C JPYTUMH CUTHAJILHBIMU CUCTEMaMHU PacTe-
HUN (KaJbIIMEBOH, DIIEKTPUUYECKOH, TOPMOHANBHON) AeTaroT BOIHY
A®K Ba)XHBIM AMCTAaHIIMOHHBIM CUTHAJIOM MPH ASHCTBUM KaK OUOTH-
YecKHX, Tak 1 abuornyeckux crpeccopoB (Huber and Bauerle, 2016).
N3-3a BaxxHocTH qucTaHIMOHHBIX ADK-CUTHANIOB B CTPECCOBBIX pe-
aKIUAX PacTeHUH, MEXaHU3MbI TEHEPAIlli U PACIIPOCTPAaHEHHS STUX
CUTHAJIOB MPUBJIEKAIOT 0OJIbIIIOE BHUMAHKE UccienoBaTeneil. OmHako,
KaKk U B JIPyruX paslienax HMCCIEeJOBaHUN JajibHEW CUTHAU3AIUH Y
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pacTeHuii, B JTaHHOHM 0O0JIAaCTH Ha CETOJHSILIHUHA JIeHb OTKPBITHIX BO-
MPOCOB MO-IPEXKHEMY ropas3io OOJbIIIE, YeM UMEIOIIIXCSI OTBETOB.

Baxusiii Borpoc B uccnenoBanusx BoaH ADK — uaenTudukanms
¢dopmbl ADK, HermocpecTBEHHO SBIISIONIEICS TUCTaHIIMOHHBIM CUT-
HasioM. B Hacrosimee BpeMst 00IIenpH3HaHHbIM TUCTAHITHOHHBIM CHT'-
HaJoM cuMTaroT nepokcua Bogopoaa (H20z), mockonbky ero BpeMs
’KM3HU CYLIECTBEHHO TpeBbImaeT TakoBoe y Apyrux A®K (Baxter et
al., 2014; Camejo et al., 2016; Smirnoff and Arnaud, 2019). Kiroue-
BBIMH (pepMeHTamu, reHepupyrommumu ADK B oTBeT Ha CTUMYIIBI
OKpY’KaroIllel Cpe/ibl 1 JIeKAIIMMH B OCHOBE (POPMUPOBAHMS ANCTAH-
nuonHoro A®dK-curnama, cumraror HAJI®H-okcuaazst RBOH
(Torres and Dangl, 2005). ®yHKIMs 3TUX OKCHJIA3 3aKIIOYAETCS B TIe-
penaue snexrpoHa oT HAJI®H, Haxosierocst B IIUTO3071€, Ha MOJIe-
KyJISIPHBIA KHCIOpOJ] ¢ 00pa3oBaHueM cynepokcua-anuoHa (Oz ). 3a-
TEM, MPU YYaCTHH CYNEPOKCHUIMCMYTa3bl, CYIIEPOKCHI-aHUOH, HMe-
oM KpaifHe Majoe BpeMsl )KU3HU, IEPEXOAUT B Oojee cTaOMIbHYIO
¢dbopmy — mepokcua Bogopona (H202) (pme.3.7) (Smirnoff and
Arnaud, 2019). Takum o6pazom, xoTs HenocpeacTtBeHHo RBOH mpo-
JOyLUPYIOT CYNEpPOKCHI-aHWOH, CHTHAJIBHOH MOJEKYJIONH CITYXKHUT
H>0;. Xors nenmocpencrseHHo RBOH mnoesimaer yposens ADK B
aroracre, okasano, 4ro akrusaius RBOH npuBomut taroke K mo-
BhIIIeHHI0 ypoBHS ADK B inTo30me. OT0 CBUAETENBCTBYET O TOM, UTO
npoucxoaut nepeHoc ADK uepes miazmaTudeckyro memopany (Johns
et al., 2021), BepoaTHo mpu yuacTuu akamopuHoB (Wudick et al.,
2015) (cMm. puc. 3.7).

I'enom Arabidopsis thaliana womupyer paecats OenkoB RBOH
(AtRBOHA—- AtRBOHAJ), ogHako GOMBIIMHCTBO COOBITUMN, CBSI3aH-
HBIX ¢ ADK-curnanmsamyeii Bo BpeMst OMOTHYECKUX 1 aOMOTHYECKHX
CTPECCOB, 3aBHCAT OT aKTHBHOCTH JIBYX KOHKPETHBIX HpeicTaBUTENeH
cemeiictBa — RBOHD u RBOHF (Ali et al., 2023). Taxk, B iiesiom psiie
uccnenoBanuil mokazaHa pons AtRBOHD B ¢opmupoBaHuM Kak
PAMP-usyrupoBaHHOro UMMyHuTeTa (mM3BectHoro kak PTI— or
anri. PAMP triggered immunity, IMMyHHTET, 3aIlyCKaeMblil TaTOTeH-
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IumHaapamMu 0603HAaYEHBI IIECTh TPAHCMEMOpPaHHBIX crupaieil. N-KoHIeBas 001acTh Co-
nepkuT nBa MoTuBa «EF-pyKka», OTBETCTBEHHBIX 32 CBA3bIBaHHE Kalblus. C-KoHI[eBas 00-
JIACTh COJEPXKUT CAWTHI CBsA3BIBaHUSA (aBHHANeHHHANHYKIeoTHAA (DAJ]) M HUKOTUHAMH-
nanennHaunykineoruadocpara (HAIADH). Cynepokcua-annon (O,) obpasyercs U3 BHe-
kierounoro O mpu yuactuu 6enka RBOH. O, MokeT mpeBpalaThest B IEPOKCH BOAOPOAa
(H,0,), koTopas neiicTByeT Kak paCTHTENbHBIH CUIHANBHbIA KOMIIOHEHT. SOD — cynepok-
CHJIUCMYTa3a.

Puc. 3.7. Mogeas cTpyktypsl 0eikoB RBOH y pacrenmii
(Liu and He, 2016)

ACCOLIMUPOBAHHBIMEI MOJICKYJIIPHBIMH MATTEPHAMHM), TAK ¥ UMMYHH-
TeTa, 3amyckaemoro 3¢ dexropamu (u3BectHoro kak ETI — ot anrm.
effector triggered immunity) [ans o6o3opa cm. padotel H. Adachi u
H. Yoshioka (2015), Y. Kadota et al. (2015), Y. Liu u C. He (2016),
C. Zipfel (2014)]. DxcnepuMeHTaIB HO TOATBEPKIEHO ydacTre AtR-
BOHD u AtRBOHDF B pa3Butuu oTBeTa Ha LENbIH psi aOuoTHUE-
CKHX CTPECCOPOB, B YHCIIO KOTOPBIX BXOAAT TEII0BOM 10K (Suzuki et
al., 2013; Wang et al., 2014), o6pabotka o3oHoM (Joo et al., 2005),
runokcus (Yang and Hong, 2015), coneBoii ctpecc (Ben Rejeb et al.,
2015; Xie et al., 2011). ITpu atom Tonbko AtRBOHD KOHCTUTYTHBHO
9KCIIPECCUPYETCSI BO BCEX OpraHax pacTeHHH, MOITOMY Ipenanoia-
raroT, YTO OCHOBHAs poJib B (JOPMUPOBAHUU JUCTaHIIMOHHOTO ADK-
CUTHAJIa IPUHAJUICKUT UMEHHO EMY.

AO®K mpu yuactun RBOHD o00pa3zyrorcst He MOCTOSHHO, 3TOT IPo-
LeCC MHAYLUPYETCSI ICHCTBUEM MHOKECTBA CTUMYJIOB. XOTSl YCTaHOB-
neHo, uto AtRBOHD-3aBucumyto npoaykuuo AD®K MoryT 3amyckarb

62



pa3nuyHbIe CTpeccopbl, MexaHu3M aktubaiuu AtRBOHD no cux nop
Bo MHOroM HesceH (Liu and He, 2016). J{ns noHrMaHus TOTro, Kak pas-
JIMYHBIE CTUMYJBI HHIYIUPYIOT BonHY ADK HEOX011MMO paccMOTpeTh
MyTH perynsnuu aktuBHocTy RBOH.

AtRBOHD umeeT HECKONBKO IyTeH pEryisiiuu, KOTOpbIE OCHO-
BaHBl HAa MPSMOM CBSI3bIBAaHMU HOHOB Kaubls EF-mMotuBamu B N-
KOHILIeBOH 1uT030/1bHON 061act RBOH (cM. pue. 3.7), dochopumnu-
poBannu RBOH 1o HeckolbKUM NMOTEHIMANbHBIM caiftam. IIpuuém
9TU JBa MyTH JCUCTBYIOT, YaIlle BCET0, CHHEPIHUCCKHU.

ITokazano, uro B oTBeT Ha nentu flg22 (pacnpocTpaHeHHBII MO-
JIEKYJISIPHBIA MATTEPH, accOMUPOBaHHBIN ¢ matoreHamu) RBOH ¢oc-
(opunupyercs no ONpeaeNeHHbIM OCTaTKaM CEpUHA, YTO MPUBOAUT K
€ro axkTUBalMU. BrociaencTBuu mpu reTepoIUTUYECKON 3KCIPECCUu
6enxka AtRBOHD B knerounoi auaun Mmiekonuraromux HEK moka-
3aHO, YTO (OoCHOPHINPOBAHUE U CBSA3BIBAHHE KAJIBIUSI C ITOMOIBIO
EF-motuBoB cuHeprutuuecku ycmimBawoT ADK-npoayuupyrouryto
aktuBHOCTH (Liu and He, 2016). M3yueHne MexaHU3MOB PETYISILUU
aKTHUBHOCTH TI0KA3aJ10, YTO aKTUBALMS, UHAYLIUPOBaHHAas (ochOopuiIu-
poannem AtRBOHD, ne 3aBucur ot cpsisbiBanus Ca*’, a Bot docdo-
puinpoBaHue Oeska sBisercs mpeanockuikoit ans Ca’'-3apucumoit
aktuBaiu AtRBOHD (Kimura et al., 2012).

IIpeanmonaratoT, uYTO  perynsaropHoe  (ochoprinpoBaHue
AtRBOHD ocymectBnsier kunaza AtCPKS (CPK — ot anru. calcium
dependent protein kinase, kanbiuii3aBicUMas MPOTEMHKHHA3a). Ponb
9TOM KHMHa3bl B PACHPOCTPAHEHUU CUTHAja Ha OOJBIINE PACCTOSHUS
nmokazaHa skcrepuMeHTanbHO (Dubiella et al., 2013). IIpu sTom
AtCPK5-3aBucumoe  ¢dochopummporanne AtRBOHD mpoucxomut
npu cTUMynanuu kak nentujaoM flg22, Tak u, 4T0 0COOEHHO BAXKHO,
sk3oreHHbIM HyOx (Liu and He, 2016). ITocnenHee rOBOPUT O BO3MOXK-
HOCTH CYIL[ECTBOBaHHUS MOJIOKUTENILHON 00OpaTHOI CBS3U, YTO BasKHO
JUIS TIepe/lauk CaMOTOJIEpKUBaeMbIX curHaios. Hammuue xe Ca®'-
OIIOCPEOBAHHBIX MyTEl PErysIUU OKCHAA3bl TOBOPUT O TOM, UTO
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onocpenoBanHass RBOHD npoaykuus A®K nomkHa ObITH Hepas-
PBIBHO CBSI3aHa C JMHAMUKOH yposHs Ca’".

AtRBOHD city>HT MUIIIEHBIO HE TOIBKO JUIS KaJIbIU-3aBUCUMON
nporenHknHassl, HO W st BIK1 (ot anrm. Botrytis-induced ki-
nase 1 — kuHaza, ungyuupyemas Botrytis cinerea) (Kadota et al.,
2014) B nponecce PAMP-uHIyIpoBaHHOrO UMMYyHHTETa. B kaue-
CTBE CalTOB (hoCHOPUIUPOBAHUS TNPEUMYIIECTBEHHO BBICTYNAIOT
OCTaTKH CepuHa, He siBJstonieecs mutieHamu g AtCPKS. ®Oynkiu-
OHaNIbHBIN aHanu3 nokasai, uro BIK1-onocpenosannoe dhocdopumnu-
poBanne AtRBOHD nHeobxoaumo g uaaynnpoanHoid PAMP mpo-
nykuun ADK, a taioke ans ycrbuuHoro ummyHnutera (Kadota et al.,
2014; Liu and He, 2016).

OnocpenoBanHoi kuHa3amu aktuBauud RBOHD nporuBonocras-
JIeHa MHAKTHUBAIMs, BbI3bIBaeMas ocdarazamu. CepuH-TPEOHUH-TIPO-
tenHpocdarazsl nHrHONpyIOT akTuBHOCTE RBOH (Lee et al., 2023).

Eme onun ¢axrop perymsuuu aktusHoctu AtRBOHD — B3anmo-
neiictBue ¢ pocaTHUaHOM KMCIOTOH, sl KOTOPOW Ha MoJekyle dhep-
MEHTa BhIsSIBJICH LIeHTp cBs3biBanus (Liu and He, 2016). CesizanHas ¢
IIa3MaTHueckoil MemOpanoit ocdonunaza D (PLD) moxer ruapo-
nu3oBaTh (hocomununasl ¢ obpaszoBaHueM (ocaTuaHON KUCIOTHI
(Zhang et al.2009). DxcnepuMeHTaJbHO IOKa3aHO, 4YTO OeNoK
AtPLDaol u ¢ocaTuaHas KUCI0TAa yIaCTBYIOT B PETY/ISILIUN AKTUBHO-
cti AtRBOHD (Zhang et al., 2009).

Emé oquu Bo3MOXHBIH perynsatop aktusHoctd RBOH — G-06en-
ku. [Tokaszano, uro B ycteunax 6enok GPA1 (ot anrn. G-protein alpha
subunit 1 — anbda-cyObeaunuia rereporpumepHoro G-0enka 1) ur-
paet BaxHyt0 posib B peryisinuun AtRBOHD-3aBucumoi mpomyKiuu
AO®K B orBet Ha BHekJeTouHbll AT® (Hao et al., 2012). He uckmo-
yeHa ponb GPA1 u B MexkierouHoil nepenade BonHbl ADK. Tak, mo-
Ka3aHO, YTO B OTBET Ha 0OpabOTKYy 030HOM BHekJeTouHble ADK-
curHainsl, npogyrupyemsie AtRBOHD u AtRBOHF, moryT 3amyckats
npoaykuuio ADPK B coceHUX KIETKax U JUIs JCHCTBUS TaKOW MOJIO-
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XKUTEJIbHON 00paTHOM cBs3U (T.€. Amst BeIpaboTkun ADK, BeI3BaHHON
A®DK) neooxonum 6enok GPA1 (Joo et al., 2005).

ADK, BeposSTHO, MOXKET BBICTYNATh B KAUECTBE CUTHANA HE TOJIBKO
MOJOXXUTEIbHOM, HO U OTPULIATENILHOM OOpaTHOM CBS3U. YCTaHOB-
JICHO, YTO B CUTHAJIBHOM KacKaJle, HHAyIIMPOBAaHHOM aOCIIU30BOH KuC-
JIOTOM U BEAYIIEM K 3aKPBITUIO YCThUI], akTUBHOCTE RBOH B ycThHU-
HBIX KJIETKaX PEryJupyercst 3a cueT Mepcyiab(pUAally 3Toro Oenka
(Shen et al., 2020). ITpu s3Ttom ADK, pearupyroT ¢ NOTydUBIIEiiCS B
pesynbTare nepcyiabuuHoil rpynmnoii (-SSH) ¢ oOpazoBanueM mep-
THOCYIb(EHOBOM KUCIOTHI, BO3Bpaas aktTusHocTh RBOHD «k ee Oa-
30BOMY YpOBHIO. Takas metist OTpuLiaTeIbHOM 00paTHOM CBSI3U BajkHA
nuist npepbiBanust ADK-curnana (Lee et al., 2023).

Takum obpazom, aktuBHOCTE HAJI®H-okcunassr RBOH, npoay-
nupyromeid ADK, HaxomuTcs MojJ KOHTPOJEM LIENOro psiia CHUCTEM,
SIBJISTFOILUXCST SJIEMEHTaMU CUTHAJIBHBIX KAaCKaJ0B, aKTUBHOCTh KOTO-
PBIX U3MEHSETCA B OTBET HA IIMPOKUI KPYT HHJIOTEHHBIX U 3K30T€H-
HBIX CTUMYJIOB.

Axtusaimst RBOH Bener k noBbiteHnto kontenTpaimu APK, a rno-
HIDKEHHE aKTUBHOCTHU 3TOr0 (DepMeHTa — K MPEKPAILeHUI0 POCTa KOH-
nentpauun ADK, HO He ee OHMXKEHUIO. 3a CHIDKEHUE ypoBHI ADK,
T.€. 3a popmupoBanue ¢asbl craga BonHel ADK, orBedatoT pepmenta-
TUBHBIC U HU3KOMOJIEKYJISIpHBIE aHTHOKCUIaHThI (Myers et al., 2024;
Ravi et al., 2023). HauGonee BaxHbIMH (pEpMEHTATUBHBIMU AHTHOKCH-
JAHTAMH CUMTAIOT aCKOpOATIEepOKCUaasy, KaTanasy, HepoKCH a3y, OK-
cuja3y U cynepokcuaaucmyTasy. Kpome Toro, HeepMeHTaTUBHBIE aH-
TUOKCHJIAHTBI, TAKUE KaK IIIyTATHOH, ackopOdaT M Tokodepol, aei-
CTBYIOT KaK OKHCIIMTEIIbHO-BOCCTAHOBUTENBHBIN Oydep Bo Bpemst epe-
naun ADK-curnanoB. Kaxxplif KIEeTOUHBIM KOMIAPTMEHT COJCPIKUT
Ha0OpPbI TAKUX aHTHOKCUIAHTOB, KOTOPHIC OrPaHUYIMBAIOT HAKOIJICHUE
AO®K (Al etal., 2023; Foyer and Hanke, 2022; Ravi et al., 2023).

B 3akmoueHne, HeOOXOAUMO NMOJUYEPKHYTh, YTO T'€HEpaLUsl CHUT-
Hana A®K npu yuactun HAJI®H-okcuas uaer Ha poHe NpoaAyKIUU
AODK, cBsI3aHHOI C IPOTEKAHUEM OCHOBHBIX (DU3MOTOTMYECKUX MPO-
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L[ECCOB, BKJIIOUast (DOTOCHUHTE3 M JbIXaHUE. VI3MEeHEHHEe aKTUBHOCTU
(oTocHHTE3a U JBIXAaHUS, KOTOPOE SIBIISIETCS THUIMYHOM COCTaBIISAIO-
1ieit CHCTEMHOM peakuy pacTeHUsl, BEI3BAHHON JUCTaHLIMOHHBIM CHT-
HanoM (Sukhov et al., 2019), npuBOANT K HAPYIIEHUIO CYLIECTBYIO-
mero B HopMe OanaHca MeXIy mpoiaykuuend u yrunusanuein ADK,
4TO, B CBOIO OuUepe/b, BHOCUT BKJIaj] B rexepamuo ADK-curnana
(Demidchik, 2015).

3.2.4. OTBET, HHIY1[HPOBAHHbIH BOJIHOH ADK

Pacnpoctpanenne BomHbl A®DK compspkeHO € TOBBIILIEHUEM
ypoBHsi ADK, B mepByro ouepensr MepoKCcHia BOIOPOIA, B KIETKE U
anoriacre. Maaykius Bei3BaHHOTO BodHOM ADK oTBeTa B cUCTEM-
HBIX TKaHAX OCHOBaHA Ha B3aUMO/IEHCTBUHU MEPOKCHIA BOJIOPOJIA C CO-
OTBETCTBYIOIIMMHU PELENITOPaMH BHYTpH KieTku. OCHOBHOW Mexa-
HU3M MHAYKIMH TaKOTO OTBETA — OKHCIIEHHE MEPOKCHIOM BOJOPOAa
LHUCTEMHOB BXOISIIMX B COCTaB MOJIEKYJ 3TUX PELENTOPOB, KOTOPOe
obpatumo u3mensier pynkuuu 6enka (Considine and Foyer, 2021). B
YHICIIO TAKUX OEITKOB BXOJISIT TaK Ha3bIBa€Mbl€ THOJIOBBIE PEIOKC-Pere,
a TakkKe pEeUeNTpHble KWHA3bl M TPAaHCKPUIILIMOHHBIE (HAKTOPHI
(Smirnoff and Arnaud, 2019).

[IpenmnonoxeHuil o MyTsIX PEeLENIUH EPOKCHIA BOJOPOIA B arlo-
miacte He Obu1o 0 oTKpbiTUs Oenka HPCA1 (ot amrm. hydrogen-
peroxide-induced Ca*" increases — MoBbIIICHUE YPOBHS HOHOB KaJlb-
1M, BEI3BaHHOE nepokcuaoM Bogopoaa). HPCA1 — kunasza, npuna-
nexanias k cemerictBy RLK, nMeroriast B cBoeM coctaBe OBTOPHI 00-
raTble JICWIIMHOM U colieprKallas BO BHEKJIETOYHOM JOMEHE YeThIpe
nucrenHa. Ha cerofHsIIHUI JIeHb 3Ty KMHA3y CUMTAIOT KIIIOUEBBIM
cencopom ADK y pacrenuii (Ali et al., 2023; Wu et al., 2020). IToxka-
3aHO, YTO WHAYIUPOBaHHAs MEPOKCHIOM BOJOPOJa AaKTHBAIUA
HPCAIl Bemer x akTUBallMU KaJlbLIMEBBIX KaHAJOB B 3aMBIKAIOIIUX
KJIETKaX, BbI3bIBast 3akpbITHE ycThull (Wu et al., 2020).

O6mas cxema curHanbHbeix nyTeit ADK B pacTeHusx, oTpaxaro-
masi TeKyIIMii YpoBeHb 3HaHUH 1O 3TOW mpoOdiiemMe, MpeAcTaBleHa Ha
puc. 3.8. HecmoTpst Ha oOHapyxeHHe OTACTbHBIX 3JIEMEHTOB BOCIIPH-
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Curnaeasle mytH ADK MOXKHO pa3aeiTh Ha BHEIIHNE, BHYTPEHHUE H JIOKATN30BAaHHEIE B Op-
raneiiaXx. CHHIMH cTpenkamu o0o3HadeHs! BHemHHe ADK-CHTHAIBL; OpaHKeBBIMU CTPEJIKa-
MH — BHYTpeHHHUE. [[yHKTUPHBIMH CephIMU CTpeIKaMi 0003Ha4YeHbI cHrHabHble TyTH ADK B
opranemuiax. O6osnauenns: Ca?* — wonsl kanbiwst; HyO, — mepokenn Bomopona; O, — cyre-
pokcun-anuoH; P (ot anri. phosphate) — docdaThas rpymma; PA (ot anr. phosphatidic acid) —
tocdopnast kucnora; Bak — Bakyonms; Mut — mutoxonapus; Ilep — mepokcucoma; ITM —
uiasMaTideckast Memopana; I1]] — mia3monecma; X — xuoporuiact; 9P — sHjiomna3maruaec-
Kuit petukyiym; S — sinpo; T® — rpanckpumimonHsle daxrops; CDPK (or axri. Ca?-depend-
ent protein kinase) — kanprmiisaBucumas nporennkunasa; CIPK (ot anrm. calcineurin B-like-in-
teracting protein kinase) — mpoTeHHKHHA3a, B3aHMOJICHCTBYFOIIIAsI ¢ OCIIKOM, OI00HBIM KaJIbIH-
Hespuny B; CPK (or anri. Ca?*-dependent protein kinase); GPX (or axrin. glutathione peroxida-
se) — ruyrtatnoHnepokcriasza; GRX (ot amrn. glutaredoxin) — riyrapenokcus; HPCAL (ot
anr. H)Ox-induced Ca?* increases 1) — 6enok, BbI3BaHHAsI [IEPOKCHIOM BOZOPOJA aKTHBALWSI
KOTOpOT0, HOBBIMIAET YPOBEHb HOHOB Kanbiws; MAPK (ot arrit. mitogen-activated protein kina-
S€) — MUTOreHaKkTHBUpYyeMast porenHkuHa3a; OST1 (ot aHri. open stomata 1) — xioueBast K-
Ha3a, yJacTBYIOIIAs B IIpoOLecce OTKPBIBaHMs M 3akpbmBanms ycrbui; OXI1 (or anri. oxidative
signal-inducible 1) — nmpoTenHKIHAa3a, aKTHBUPYIOIIASCS B YCIOBHSIX OKUCIHTENBHOIO CTPECca;
PLD (ot anru. phospholipase D) — docdommnaza D; PP2 (ot anri. protein phosphatase 2) — mpo-
TerHpochoraza 2; PRX (ot anri. peroxidase) — mepokcriasa; PrxR (ot anri. peroxiredoxin) — mme-
poxcupenokent; PDK1 (ot anmi. 3-phosphoinositide-dependent protein kinase 1) — 3-thocchorto-
3uTH/3aBHCcHMast poterHkrHas3a; RBOH (ot anr. respiratory burst oxidase homolog) — romomnor
OKCHJIa3b! pecripaTopHoro B3pbBa; RLK (ot anr. receptor-like kinase) — perentoprionobHas ku-
Haza; ROP (ot arri. Rho of plants) — Genku cemelictBa Maisix I'Tda3; SOD (ot aHri. superoxide
dismutase) — cynepokcumemytasa; TRX (ot anri. thioredoxin) — THOPEIOKCHH.

Puc. 3.8. CurnajnbHble myTH akTUBHBIX opM kuciaopona (APK)
B pactenusx (Myers et al., 2024)
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sty u nepenaun curnajgoB ADK y pacrenuit, HeoOXOAUMBI 1abHEH-
IIME UCCIIEI0OBAHUS, HAMPABJICHHBIC HA UCHTU(PUKALUIO BHEKIETOU-
HBIX ¥ BHYTPUKJIETOUHBIX ceHCOpoB ADK, u3yueHne MexaHHU3MOB UX
(YHKIIMOHUPOBAHUS U B3aUMOJCHCTBYSI C HUBIEKAILMMU JIECMEHTAMU
CHUTHAJIBHOTO KacKaja.

A®K y4acTBYIOT B Peryisiiiiy 6a30BbIX IPOLIECCOB POCTA U Pa3BH-
THUSI paCTEHUH U UX POJIb B 3TUX MPOLIECCAX XOPOIIO YCTAHOBJIECHA: OHU
Y4YacTBYIOT B IIPOPACTAHUM CEMsIH, aKTUBHOCTH KOPHEBON MEPUCTEMBI,
(hOpMUPOBAHUU YCTHUL], AKTUBHOCTH BEPXYILIEYHOH MepUCTEMbI o0e-
TOB, IIBETCHUM, Pa3BUTHU MY>KCKHUX U MKEHCKUX PEPOAYKTUBHBIX Opra-
HOB. (Wang et al., 2024). Hapsiny ¢ Ba)xHO# poJibio B peryisiuu 6a3o-
BBIX ITporieccoB pocta U pa3Butusi ADK-curnanmuszanyst UMeeT BaKHEH-
1Iee 3HauUeHUE B OTBETAX PACTEHUII Ha CTPECCOBbIE (haKTOPBI OKPYKato-
men cpenpl. beictpeie n3menenus romeoctaza A®K B paznuuHbIX Kie-
TOYHBIX KOMIAPTMEHTAX — OJIUH U3 TIEPBBIX CUMIITOMOB, BBI3bIBAEMBIX
ctpeccopamu (Ali et al., 2023). Takue u3MeHEHUSI UMEIOT MECTO U B CH-
cTeMHbIX TKaHsIX. COOCTBEHHO, OOHAPYKEHUIO AUCTAHLIIMOHHON BOJHBI
A®K y pacTteHuit BO MHOIOM CIHOCOOCTBOBAJIO U3yUECHHE BBHI3BAHHOTO
€10 OTBETa — U3MCHEHHUs yPOBHEH SKCIPECCUU T'€HOB B CUCTEMHBIX TKa-
HSIX. DTO SIBJICHHE BU3YaIM3MPOBAHO HA TPAHCKPUIIIHOHHOM YPOBHE y
pactenuid Arabidopsis thaliana, >KCpecCUpYIOMNX HHIYLHPYEMbINA
A®K mpomorop u3 rena ZAT12, KOTOpBIit ypaBisil SKCIPECCHE JIto-
MHHECLIEHTHOr0 penoprepa sorudepasst (Miller et al., 2009).

W3menenus, Bei3BaHHbIEe BOMHOW ADK, UrpatoT BakHYIO pOJib B
Pa3BUTUU AN TAIUH, TOTOTABINBAs PACTCHUE K JEHCTBHUIO HEOIAro-
npusitHeIX (hakTopos (Choi et al., 2016; Miller et al., 2009). Oxgnaxo,
HECMOTpsI Ha yCTaHOBJIEHHE criocoOHOCTH BONHBI ADK nHaynupoBarts
CIOCOOCTBYIOIIME aJalTAl[UM OTBETHI B CUCTEMHBIX TKAHSX, KaK U B
clly4ae ¢ ApyrUMHU JUCTAaHIIMOHHBIMU CUTHAJIAMH, OCTAETCS OTKPBITBIM
BOIIPOC O CIEU(UYHOCTU TaKuX u3MeHeHnH. Bonny A®K gacro pac-
CMaTpPUBAIOT KaK BAXKHBIM CUTHAN, MPEAYNpexNAIOMUN KICTKU U
TKaHU O HAJ[BUTAIOIIEMCS CTpEcce, HO He NMepearoNuil nHpopManuio
0 XapakTepe CTUMYJIa, KOTOpbIi 3Ty BonHy HHAyIupyeT (Fichman and
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Mittler, 2020). B to e Bpemsi, UMEIOTCS (PAaKThI, TOBOPSAIINE O CIO-
cobnoctu BoitHbl ADK nepenaBats nadopmarmio. Tak, mokasaHo, 4To
pacnpoctpaHenue BonHbl ADK — HeoOxoaumoe ycroBue 1yt HHIYK-
UM peaKknuil aKKIMMaTU3allui B CHCTEMHBIX TKAaHSIX PAacTeHWH Mpu
JeHCTBUH Pa3iIMYHbIX JIOKAJIBHBIX CTUMYJIOB, TAKHX KaK CBET BEICOKOH
WHTEHCUBHOCTH, TTOBPEXAECHUE WIIH TETIOBOM cTpecc. [Ipu aToMm pac-
MPOCTPaHEHHE CUTHAJa MPHBOJMIIO K Pa3BUTHIO CTHUMYJcHenuduy-
HBIX TPAaHCKPHIITOMHBIX U MeTabonudeckux oTBeToB (Suzuki et al.,
2013; Zandalinas et al., 2019).

OpHako, MEXaHU3M TaKoH CIeNU(UIHOCTH CUCTEMHOTO OTBETa,
onocpenoBaHHOro BoHOH ADK, Ha HHAYKIUIO Pa3HBIMH CTUMYJIaMHU
JI0 CHX TIOp HeusBecTeH. IIpennonaratoT, 4To pa3Hble CTPECCOPHI UH-
ayunpytot BoHbel ADK n/unm npyrue cucteMHble CUTHaJIbHBIE BOJTHBI
B Pa3HBIX TKaHSAX WIN THIAX KJIETOK M IMEHHO THUII TKaHH HJIH KJIETOK,
OIOCPEYIOIINX CUCTEMHBIN CHTHAJ, ONpejeNsieT, KakuM OyIeT CH-
cremubiit otBeT (Fichman and Mittler, 2020). Takoe npennonoxeHue
moJipasyMeBaeT CenupuuHoCTh mytei nepenaun BoaHel ADK, BbIXO-
JSIIeH U3 30HBI JIOKAJIBHOTO Pa3pakeHHsL.

IIpennonoxenue 00 ucxonHo# crenuduyunocty BonHsl ADOK nos-
TBEP)KAAIOT HEKOTOPbIE MMEIOIINECsS JKCIIEPUMEHTAIbHbIE JIaHHBIE.
Tak, moka3aHo, 4TO PErynupyroIuil miasmoaecMsl oenok PDLPS He-
00X0aMM JUT ”HULIMMPOBaHUS U pactipocTpanenus BoiH ADK B oter
Ha cBeT u nospexaenue (Fichman and Mittler, 2021); ognako, 3ToT
Oemnok He Tpebyetcs A nepenaun BoiHbl ADK B oTBeT Ha ycnoBus
TUTIOKCUH, BbI3BaHHBIE 3a0onaunBanueM (Myers et al., 2024; Peldez-
Vico et al., 2023). Kpome Toro, ananu3 ocobennocred BoHbl ADK B
3aBUCHMOCTH OT THIIa ¥ HHTEHCHBHOCTH CTHMYJIA ITOKa3al, YTo Clia-
Oble cTpeccopsl BI3bIBAIOT BOHY ADK TONBKO B MPOBOMAIINX MTy4-
Kax, B TO BpeMsl KaK CHJIbHBIE CTPECCOPhI HHIYLIMPYIOT PacIpoCTpaHe-
HUE BOJIHBI KaK B IPOBOMAIIMX ITy4KaxX, TaKk B KIeTKaX Me3o(huinia
(Myers et al., 2024). Ognako, A MOHUMAaHUA TOTO, KaK MpUpoAa U
WHTEHCHUBHOCTH CTpeccopa BiIHseT Ha napameTpbl BoiHbl ADK, koro-
pas BeleT K ()OPMHPOBAHUIO YHUBEPCAIBHOW WM CIIEIM(PUYHON CH-
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CTEMHOM pCaKlu B paCTCHUAX, UMCIOLINXC Ha CEerOAHSITHUN JACHb
JaHHBIX HEAOCTATOYHO U JIA PCIICHUS 3TOr0 BOIIPOCa TpeGyeTc;I, B
NEPBYHO OUCPEb, OombIas SKCIICPUMCHTAJIbHAA pa60Ta.

3.3. UHTEIPAJIbHASI ADK-CAZ'-BOJTHA

Briepseie ¢usnonornueckas poiab B3aumozeicreus ADOK u kxaib-
[UEBBIX CUTHAJIOB YCTAaHOBJIEHA NPU M3YYEHHH POCTa KJIETOK KOPHS.
Iokazano, uto HAJI®H-okcuaaza RBOHD npoaynupyer ADK, pe-
TYJUPYIOIIME POCT KIETOK pacTeHuil myteM aktusaimu Ca’ -nponu-
naembix kaHanoB (Demidchik et al., 2003; Foreman et al., 2003). [To3x-
Hee copmynupoBaHa runoreza APK-kanbeiueBoro xaba (B aHIio-
A3bIuHON JtuTepatype — ROS-Ca**-hub). Corsnacno 3Toif rumorese
HAJI®H-oKkcua3bl, aKTHBUpYeMble HOHaMu Kajiblus, u Ca’'-
MPOHUIIaEMble HOHHbIE KaHaJbl, akTuBHpyeMble ADK, coBMecTHO 00-
pasyior enunblii ADK-Ca’’-xab, KOTOpbIii ycHIMBaeT M mNepenaeT
kanpimeBbld 1 ADK curnamer (Ali et al.,, 2023; Demidchik and
Shabala, 2018). To ecTs cymecTByeT B3aumoneiictaue Mmexay ADPK u
Ca”", kak B Buje npoxykiuu ADK, MHIyIMPOBAHHON HOHAMM Kallb-
uus (u3BectHoit kak CIRP — ot anri1. Ca**-induced ROS production),
TaKk U B BUJE BBICBOOOXKJECHUSI MOHOB KaNblLUsl, HUHAYLUPOBAHHOTO
A®K (ussectHoro kak RICR — ot anri. ROS-induced Ca*'-release)
(Ravi et al., 2023).

OOmyro MOC/IeA0BATENbHOCTh COOBITHN INIPH PACIPOCTPAHEHUU
coBmecTHOI ADK-Ca? -BOIHBI MOXKHO MPEICTABUTH CXEMOH, pHBe-
JIeHHOH Ha puc. 3.9.

[IpennonaratoT, 4To BO BpeMs Iepenaun HHTerpanbHoil ADK-
Ca”*-BoJHBI B KJIETKe Hapsly ¢ yBeaudenueM yposHs ADK ysemuuu-
BaeTcs U KOHILEHTpaLusi cBOOOTHOr0 Kanblus. [Ipoxynupyemslii npu
aktuBanuu RBOHD cynepokcun-anuoH mpeobpa3yeTcst B IEPOKCH/T
BOJIOPOIa, KOTOPBIM MHIYIUPYET BXOAAIIMN uepe3 MIa3MaTHUECKyIO
MeMOpaHy MOTOK HOHOB Kanblus. ADK-untyuposanHslii Bxon Ca”*
B KJICTKY BBISBJICH B 3JIEKTPO(PU3HOIOrHUECcKUX FKcnepuMenTax (De-
midchik et al., 2007), xoTa MoneKysipHas MPUPOa MOHHBIX KaHAJIOB,
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OIOCPeYIOIINX TAaKOH BXOJ JI0 CHX TIOp TaK M He ycraHoBieHa. [Tocie
TIepPBOHAYAIBLHOTO POCTAa KOHIEHTpAlMKM BHYyTpUKieTounoro Ca’’
3TOT POCT MOKET eIIE YCUINBATLCA BCeaCTBHE Bhixoaa Ca’™ u3 BHyT-
PHKJIETOYHBIX JeTo. [IpeanonokuTebHO, 7TO MOXKET IIPOMCXOIUTh B
pesynbraTe akTMBanuu kKaHanoB ToHoruactra TPC1 (Gilroy et al.,
2016), x0oTs Takoil KaJbIMH-UHAYIUPOBAHHBIH BXOJA KaJlbIUS UMEET
cBoM orpanuueHus (cm. pazzaen 3.1).

A®K - Ca™'- BonHb!
/—\ A®HK - Ca'*- Bonmbl
Boc
’ Cucremuble :pm“ it
ADPK-Ca™-n BaHHbIE
! NACTLA mﬂwﬂ

CHCTEMHARA ananTauMa

@ CPK5/26 | RBOH mAKaancpHH
.Ca’*—nponuuaemmﬁ KaHan MM m Ca’*-npoHULaeMBIif KaHan ToHoNAacTa

(A) HeiictBue crumyna 3amyckaer renepanuo ADK-Ca?"-BoiH, KOTOpbIE paclpoCcTpaHs-
I0TCS B TOBPEXKEHHOM JIUCTE U B HETMOBPEKIAECHHBIE JIUCThS.

(b) Cxema HHIYIMPOBAHHOTrO CTUMYJIOM pacnpoctpanenust BonHbl ADK (cBepxy) u cxema HH-
Terparyy cHrHanoB kansius 1 ADOK B pacTUTENBHBIX KIETKaX (CHU3Y) IIOCPEACTBOM (DYHKIUH
HAJT®H-okcnasst RBOH, Ca?*-3aBUCHMBIX IPOTeHHKHHA3, Taknx Kak CPK5/26 (3enéHsiit),
1 KanbuueBbix kaHaoB. Cokpauterus:: [IM — rurasmatnyeckast memopana. CPK — Ca?*-3a-
BHcHMBbIe TpoTenHKnHAa3bl; RBOH (0T aHri. respiratory burst oxidase homologs — romosoru
oKcHAaskl pecripaTopHoro B3psBa) — HAJIOH-okcnaza. [losicHeHus B TEKCTe.

Puc. 3.9. Uuayuuposannsie ctumyaom A®K-Ca**-Boanbt
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Bakneiiumii nyth ycunenus curnana — Ca*'-unaynuposannas
aktuBanus RBOH. Dot mporiecc MokeT MITH Kak Hanpsamyro (depe3
MotuB «EF-pykay), Tak M OonocpeoBaHHO 3a CYET aKTHUBAI[MH Kallb-
[UI3aBUCUMBIX NPOTEHHKHHA3 (TIOIPOOHO pPAaccMOTPEHO B pas-
nene 3.2). Yeunusatomue apyr apyra Boans ADK u Ca® nepenarorcs
OT KJIETKH K KJIETKE, MHAYLUPYS B CHCTEMHBIX TKaHSIX PEaKIUH, SBIIS-
IOIIMECS] COCTaBHOW YacThio mporecca aganrtaimu (Choi et al., 2017,
Devireddy et al., 2021; Fichman and Mittler, 2020; Gilroy et al., 2016;
Myers et al., 2024; Ravi et al., 2023; Yadav and Singh, 2025).

OTKpBITBIM OCTaeTCs BONPOC WACHTU(DHUKALIMHA MOJICKYJISIPHBIX UT-
pokos AD®K-Ca?*-curnanusanun. B 0coGEHHOCTH 3TO OTHOCHTCS K
Ca”"-npoHHIaEMbIM HOHHBIM KaHaJIaM, KOTOPbIE, COTJIACHO PAcCMAaT-
puBaeMoii cxeme, aktuBupytoTcs ADK. AHanus NOTeHIHATBHBIX Te-
HepaTopoB uHTerpatbHbix ADK- Ca’’-BonH (1101 TeHepaTopoM 3/1eCh
noHnMaercs pabotatomasi coBmectHo mnapa: HAJI®H-oxcupaza u
Ca*"-npoHuIaeMblil KaHaJ), HHIYIMPOBAHHBIX PA3JIMIHBIMU CTPECCO-
pamu, BeInonHeH B 0030pe Demidchik et al. (2018). Pe3ynbraTs! 3T0r0
aHaM3a MpeACTaBlIeHbI B Ta0J1. 3.1.

IpemioxkenHas cxemMa BBI3BAaHHOM CTpeccOpaMH HHTETrPaIbHON
A®K-Ca**-BonHbI 0YEHb XOpOLIO BIMCHIBAETCS B PAMKH TPeOOBaHMIA,
MPEbABIIAEMBIX K (PYHKIIMOHNPOBAHUIO CUTHAIBHBIX cicTeM. Hanmune
MeXaHH3Ma CaMOIOJIep)KaHusl OOBICHAET BO3MOXKHOCTB IIepeliadun
CUTrHaJIa Ha OomblMe paccrossHus. KileTku pacTeHnit IMEroT Kak CHCTe-
MBI, KOTOPbIE MOTYT ObICTPO TOBBICUTH ypoBHU Ca* 1 ADK, uto obec-
TIeYrBaeT FeHEePaIMIo CUTHANIA, TAK U CUCTEMBI, OAJIepKUBatoIIne Oa-
30BO€ cofiepkaHue BHYTpukIerounoro Ca** u A®K Ha HU3KOM ypoBHE,
4TO 00YCIIaBIMBACT BOSMOKHOCTH 3()()eKTHBHOTO IPEPBHIBaHUS CUTHAJIA
(Ali et al., 2023; Demidchik et al., 2018; Ravi et al., 2023). Takue cuc-
TEMBI, OTBEYAIOIHE KaK 32 MOBBIIIEHHE, TaK U 32 MOHMKEHUE YPOBHS
CUTHAJIBHBIX MOJIEKYJI, UMEIOT MHOXXECTBEHHBIE ITyTH PETYJISAIUH, YTO
obecneunBaert: (1) akTUBALUIO B OTBET HA Pa3HOOOPA3HBIC CTUMYJIBL; (2)
BO3MOYKHOCTh (pOPMHPOBAHUSI CUTHAJIA B 3aBCHMOCTH OT TEKYILIEro cTa-
Tyca KJIIeTKY; (3) B3aUMOJEHCTBHUE C IPYTUMH CUTHAIBHBIMU CHCTEMaMU.

72



Tabauna 3.1. @®usnonoruveckne GyHKIHM, B peryaisiiui KOTOPBIX

NpUHUMAaIOT yuactie Ca*'-nponunaeMble KATHOHHbIE KAHAJIbI

nuTonaazmMaTudeckoit Mmemopansl 1 HAJI®H-okcnaassl n koTopbie

MOTEHI[UAJBLHO 3aBUCSIT 0T CAMOYCUJIMBAIOIIUXCHA cCUrHAI0B ADK
u Ca**, onocpenopannbix A®K-Ca’*-xadamu

(Demidchik et al., 2018; ccbuikn Ha COOTBETCTBYIOIIUE KOHKPETHBIE

paboTHI MPUBEICHBI B UCXOAHOM 0030pe B. Jlemumurka)

Pa— Ca“—nponnuaeMl,vlﬁ KaHAJ HAI®H-
HUTOIJIABMATHYECKOIH MeMOpPaHbI |  OKCHIA32
Poct kieTok KopHst AtCNGC3 AtRBOHC
Poct MbUbLIEBO TpyOKH AtCNGCI18, AtGLR1.2, AtGLR3.7 | AtRBOHH,
AtRBOHJ
CUrHaIBHBIC ITYTH AtCNGCS5, AtCNGC6 AtRBOHD,
a0CIM30BOH KHCITOTHI AtRBOHF
CurHaJIbHBIE TyTH DACC NbRBOHB
OpacCHHOCTEPOUJIOB
CurHaibHbIe IyTH aykenHa | AtCNGC14 AtRBOHD
CurHaJIbHBIE TyTH AtCNGC2 AtRBOHD,
METUWDKACMOHATA AtRBOHF
CI/ITH?.J'[I;HBIC myru cammi- | AtGLR3.3 AtRBOHD
JIOBOH KHICIIOTBI
CurransHsle mytH ¢ yaact- | VICCs, HACCs
eM sK30reHHbIX ATO u AJIO ARBOHC
Peakrmst rumepuysctBuTens- | AICNGC2, AtCNGC4, AtCNGCl11,
HocTH (MaccoBasi iporpaM- | AtCNGC12
MHUpyeMasi CMEPTh KJIETOK BO- AtRBOHD,
Kpyr o4ara 3apa)KeHHsl, Tpe- AtRBOHF
TIITCTBYIOIIAS PACIIPOCTPa-
HEHHIO HH(EKIIH)
3aKphITHE YCTHUI, AtCNGCS, AtCNGC6 AtRBOHD,
BBI3BAHHOE 3aCyXOH AtRBOHF
Peaxiust Ha coneBoii ctpecc | AtCNGC10, MeXxaHOIyBCTBUTEITh- NtRBOHD,
(NaCl) HBIC KaHAJIBI NtRBOHF
Peaxis Ha sxcTpemanbHyto | AtICNGC6 AtRBOHD,
TeMIepaTypy AtRBOHB

B nonb3y toro, yto BomHbl ADPK 1 KanpLus Hy)KHO pacCMaTpUBaTh
KaK MHTETPAIbHBIN CUTHAJN, CBUAETENBCTBYIOT CIEIYIOIINE JaHHbIC.
Bo-nepBbix, UMEIOTCS 00IIME MOJIEKYJIIPHBIE UTPOKH, Y4aCTBYIOIIHE
B I€HEpaLy BOJIH Ca’" u A®K. B 4yacTHOCTH, TIOKa3aHO, 4TO rnepeaayda

73



KaJIbLIMEBOM BOJIHBI Y pacTeHUil ¢ MyTanueil rena rbohd nonaBneHa no
CPaBHEHHUIO ¢ pacTeHHsIMU Jukoro tuna. K tomy e s dexty mpuso-
JUT Hcmoib3oBaHue ckIBeHmkepoB ADPK u umnruburopa RBOH
(Evans et al., 2016; Ranf et al., 2011). Kpome Toro, y aBoitHoro my-
tanTa GLR3.3 GLR3.6 o0Hapy»eHO NOoAaBIEHUE CUCTEMHON BOJIHBI
A®K, Ber3BanHO nospexaeHueM (Fichman and Mittler, 2021). Bo-
BTOPHIX, B psje uccienosanuii Bonasl A®K u Ca*" saperucrpupo-
BaHBI B paMKax €JUHOTO 3KCIIEPUMEHTA B OTBET HA OJIHU U T€ K€ CTH-
MyJbl, YTO TOBOPUT O PACHPOCTPAHCHUM HHTEIPAJIbHOTO CHUTHANA
(Fichman et al., 2024, 2022; Fichman and Mittler, 2021).

B T0 ke Bpemsi, UMEIOTCS pe3y IbTaThl, YKa3bIBAIOIIME HA HE3aBUCH-
Myto nepenady BomH A®K u Ca?*. Tak, 10Ka3aHo, 4TO MHIyIIMPOBAHHAS
MOBPEXJICHUEM KaJlbLIMeBasi BOJIHA Y pacTeHUi ¢ MyTaHTanuen rbohd
He nomariieHa (Bellandi et al., 2022). K 3axmtoueHnio 0 HE3aBUCUMOCTH
¢yHKIIMOHMpOBaHUS MyTel nepenadun BoiaHel ADK, omocpenoBaHHON
RBOHD, u Boms! Ca?*, onocpenosannoit GLR3.3. u GLR3.6, npuuuiu
TaKKe aBTOPbI U OJHOW M3 HeAlaBHUX paboT (Zhan et al., 2025).

B cOBOKYITHOCTH 3TO CBUJIETENILCTBYET O CIOXKHOM KapTHUHE, BKITIO-
YAIOWEH MHOXECTBEHHBIE MYTH Mepeaudl U Perysiiiii CHCTEMHBIX
curnanos A®K u Ca*" y pacrennii. BolscHeHHe MEXaHU3MOB JIMCTaH-
LUOHHOM curHanu3anuu npu ysactuu ADK u HoHOB KanbLus Tpedyer
JIOTIOJIHUTEIBHBIX UCCIIEOBAHUI.
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T'JIABA 4
DINEKTPUUYECKUE CUTHAJIBI

4.1. OBIIASL XAPAKTEPUCTHKA.
MEXAHUW3MbI TEHEPAIIMA U PACITPOCTPAHEHUSI

3HaueHus: MEMOPAHHOTO 3JEKTPUUYECKOT0 MOTEHIMAIA B KIETKaxX
pacTeHuil B COCTOSIHMM TOKOSI HAXOJATCA HA 3HAYMUTENBHO Oosee OT-
pHUILIATETILHOM YPOBHE, YeM B KIIETKaX dKUBOTHBIX: KaK MPaBUJIO, HIKE
—100 MB, a a1 HEeKOTOpBIX PacTEHH M PACTUTENbHBIX TKaHEW —
naxe Huke —200 MB. Takue 3HaueHust 00yCcIOBIEHBI OONBIIUM BKJIa-
JIOM MeTabOoIMYeCKO COCTaBIISIONIEH B OOIIYIO BEIMYMHY DJIEKTpUYe-
CKOTO TIOTEHIIMAJA, CO3/1aBAEMOro 3a C4éT (yHKIuoHupoBanus H'-
AT®azsr mnazmanemmsl (Klejchova et al.,, 2021; OmnputoB u np.,
1991). DnexTpuueckuii TpaHCMEeMOpPaHHBIN MOTEHIUAN, KaK KOMIIO-
HEHT 3JIEKTPOXMMHYECKOr0 TPAJMEHTa, SIBIAETCS MBUXKYIIEH CHIION
MeMOpaHHOT0 TPaHCIIOPTa, B TOM YHCIE MOTOKOB MOHOB, BOSHUKAIO-
LIUX TpU TeHepaluy anekTpudecknx curaanos (IC). Y pacTeHuil BbI-
JeTISI0T TpH paznuunbix Tuna JC: norenuuan aevicteus (I11), Bapua-
6enpHbIi moteHIMan (BIT) u cucremusiii moreniuman (Farmer et al.,
2020; Huber and Bauerle, 2016; Mudrilov et al., 2021b; Vodeneev et
al., 2016). Knaccuukarus curHasoB 1o TUIIaM OCHOBaHa Ha psijie ma-
pameTpoB, BKIItOYasi HapaBieHHWE W3MEHEHHs MOTeHluana (Je- UiH
TUNEPHOISIPU3aIus ), JTUTEIbHOCTD JIEKTPUUECKON peakiuu, XapakK-
Tep e€ paclpOCTPaHEHHs, a TAKKe TUITUYHBIE CTPECCOPBI, HHIYLUPY-
IOIIUE CUTHAI ONPEIeTIEHHOrO TUTIA.

[ — kpaTKOBpeMEHHas JAenojspu3allds aMmIUTUTYIOH B He-
CKOJIBKO JIECSITKOB MHJUIMBOJIBT, UMEIOIIAs XapaKTepHYyIo (popMy M-
MyJIbCa, BO3HUKAIOIAS! TTOCIE JOCTHXKEHHS I1Opora 1o NMPHHIIUITY «BCE
i Hudero» (Fromm and Lautner, 2007; Huber and Bauerle, 2016;
Klejchova et al., 2021; Vodeneev et al., 2016). DTu xapakTepuCTUKH
[I] pacteHuii aHaJOrMYHBI TAKOBBIM JUISI KJIACCHYECKOTO HEPBHOTO
uMmiynsca. OCHOBHBIE Pa3NU4Ms CBSI3aHBl C BPEMEHHBIMH TapaMeT-
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paMu peaknuu: [UUTeabHOCTh [1]] y pacTeHuil B TBICSYH pa3 MPEBbI-
IIAeT JJTUTEIEHOCTh HEPBHOI'O HMITYJIbCA M COCTABIISIET OT HECKOJIBKUX
CEKYH/I y JJOKOMOTOPHBIX PACTCHUH, TAKUX KaK MHMO3a U BEHEPHHA
MYXOJIOBKa, JI0 HECKOIIBKUX JICCATKOB CEKYH/I Y «OOBIYHBIX» (He 00Ja-
JAFOIIMX CIIOCOOHOCTBIO K OBICTPBIM JIBUTATENBHBIM PEAKIUsAM) pac-
tenuii (Fromm and Lautner, 2007; Huber and Bauerle, 2016).

MexanusMm renepanuu [1J] B kierkax pacrenuit (puc. 4.1) taxxe
oTnyYaercs or kiaccuueckoi Na'/K'-cxeMbl HEPBHOTO MMITYJIbCA.
dopmupoBanue Gaspl IEMONAPU3AIUHA Y PACTEHHI CBSI3aHO C BXOJIS-
MM T0TOKOM HOHOB Ca®’ M BBIXOJAIIMM MOTOKOM aHMOHOB, B
nepByto ouepens Cl7, a Taxke ¢ BpeMEHHBIM CHIDKCHUEM aKTUBHOCTH
H'-AT®asp1. TpeanonoxutensHo, nousl Ca?' urparoT npemmyiie-
CTBEHHO PETyJIATOPHYIO POJIb, HHIYIIUPYs BBIXOJ aHUOHOB U MHAKTH-
panuio H™-AT®a3sl (Fromm and Lautner, 2007; Huber and Bauerle,
2016; Vodeneev et al., 2016). B To xe Bpemsi, A5l OTJENbHBIX BUIOB
pacTeHuii mokasana onpesensomas poib Ca’" HemocpeICTBEHHO B H3-
MEHECHUH BEIUYMHBI JCKTPUUICCKOr0 MEMOPAHHOTO MOTEHI[MAada BO
BpeMms ¢opmupoBanust (asel penonspusanuu (Hodick and Sievers,
1988; Krol et al., 2006). ®opmuposanue (asbl penoiasipu3aluu CBs-
3aHO ¢ BBIXOAIIMM OTOKOM K, OMOCpe10BaHHBIM JETONAPU3ALIUENA,
a TaKKe C BOCCTaHOBJieHMEM akTHBHOCTH H'-AT®asbl BCieacTBHE
yranenus u3bbiTka nonos Ca** us murosons (Fromm and Lautner,
2007; Mudrilov et al., 2021b; OnpuTos et al., 1991).

[T pactipocTpansieTcst 63 CYIIeCTBEHHOIO CHIDKEHHS AMILTUATYIbI
u ckopoctu (puc. 4.1), xoTopasi OOBIYHO COCTABJISET OT JOJeH CaHTH-
METpa 70 HECKONBbKUX CAHTUMETPOB B CeKyHAY, Aocturas 8—10 cM/c y
nokoMoTOpHBIX pacteHuit (Farmer et al., 2020; Huber and Bauerle,
2016; Stahlberg et al., 2006). OTcyTcTBHE IeKpEeMEHTa B pacipocTpa-
Hennu [1]] cBUIETENBCTBYET O HAMYMU MEXAHU3MOB IOJICPKAHUS
anexTpuaeckoi BonmHbl. ['eHepanus [1]] B kiieTke BBI3BIBACT ACTIONSPH-
3aIIUI0 COCEIHUX KJICTOK JIO MMOPOrOBBIX 3HAYCHHH 3a CUET BO3HHKHO-
BEHUS JIOKAIBHBIX TOKOB, C TOCHenyromield reneparueid B Hux I1]]
(Fromm and Lautner, 2007; Vodeneev et al., 2016; OnpuToB u 1p.,
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HenoBpexpatonmii cTuMyI1 BbI3biBaeT reHeparuio I1]], koTopslii pacnpocTpaHsercs mpe-
HMYIIECTBEHHO 0 (103Me BCIEACTBHE BO3HUKHOBEHUS JIOKAJIBHBIX TOKOB (0OO3HAUEHEI
KpacHbIMU cTpenkaMu). [loBpexnaronmit crumyin BeizbiBaeT BII, koTopslil pacnipocTpans-
€TCsl BCJICJICTBHE IIepejadl M0 KCWIEMe XHMHYECKOro (0003HAaUeHO 3elEHBIMH TOYKAMH)
WJTH THAPABIMYECKOro (0003HaYeHO royryObIMu cTpenkamu) curaana. O6o3nauenus: KC —
kcmiiema; CD — CUTOBUJIHBIC SJICMCHTEHI.

Puc. 4.1. Cxema reHepanuy 1 pacipocTpaHEeHHs MOTeHIHAJIA Aei-

crBus (II1) u BapuadenbHoro norenuuasa (BII) no nposoasmum
TKaHSIM BBICIIUX pacteHmii (Mynpuios u ap., 2023)

1991). B nenom M0XHO KOHCTaTUPOBATh MPUHIUIIUAIBHOE CXOJICTBO
MEXaHU3MOB PACHpPOCTPAHECHUs HEPBHOTO UMITYJIECA Y JKUBOTHBIX W
pacmpocrpanenus [1]] B pacTeHUsIX, HECMOTPsI Ha 0oJiee HU3KYIO CKO-
pocth mocneanero (Ha 2-3 nopsinka). OHAKO, BOIIPOC 00 OCHOBHBIX
nyTsx nepenaun [1]] y BRICIIMX pacTEeHU, KaK U B CIy4ae ¢ APyTrAMU
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JIMCTAHIIMOHHBIMI CHTHAJaMHU, OCTA€TCS OTKPBITBIM. [IpoBopsiiue
MYYKH CYMTAIOT OONICTTPU3HAHHBIM ITyTEeM CHCTEMHOM Mepeiavun BCeX
BHJIOB CUTHAJIOB, BKJItouas anekrpuueckue (Farmer et al., 2020; Huber
and Bauerle, 2016; Sukhov et al., 2019). [IpeanonaratoT, 4TO KIETKU
(h70>MBI (KaKk CUTOBUJIHBIC DIIEMEHTHI, TaK U (DII0AMHAS MapeHXUMa)
OTBETCTBEHHBHI 3a Hezaryxarouryto nepenauy I1J] (Huber and Bauerle,
2016; Mudrilov et al., 2021b). Takxe cymiecTByeT paauaibHOE pac-
npocrpanerue [1]] oT mpoBOSIIIMX MyYKOB K COCETHIM KIICTKaM ue-
pe3 masmoaecmbl (Fromm and Lautner, 2007; Huber and Bauerle,
2016; Vodeneev et al., 2016).

Wnentudukarus myteit pacnpocrpanenus 111 y pacrenuit — He-
TpUBHaJbHAs 33a1a4a. KileTku pacTeHuil COeIMHEHBI Ia3MOIcCMaMH B
€IMHBIN CUMILJIACT, YTO 00YCIaBIMBAET OBICTPYIO Mepeaady U3MEHEHHA
ANIEKTPHIECKOr0 MEMOPAHHOr0 MOTEHIIMAIa Ha CoceHue KieTku. [1o-
MHMO 3TOrO, VI JKCICPUMEHTAIBHOIO OOOCHOBAHHUS POJU KIIETOK
OIIPEICTICHHOr0 TUIA B Mepeayue CKTPUISCKOr0 UMITYIbca HE00XO0-
JIMM KOHTPOJIb BBEICHHS U3MEPUTEIILHOTO MUKPOAJICKTPOIa IMEHHO B
KJICTKHA 3TOr0 THIA, MOCKOJBbKY MO3MIIMOHUPOBATH H3MEPUTEIBHBIHN
MHKPOJJIEKTPOJI B KJIETKAX 33 ]AHHOT0 TUITA, HHTETPHPOBAHHBIX B TKAHU
Y HE HAXOJIAIIIXCS Ha TIOBEPXHOCTH, CIIOXKHO. J{JIs peenust 3Tol mpo-
OJIEMBI PUXOIUTCS UCIIOIB30BATH MOPOH OYCHb HECTAHAAPTHBIC MO
xobL. [IpuMepoM MOXKET CITY>KHTh HHTEPECHBIN METOI H30UPaTEIbHOM
perucTpanui MeMOPaHHOTO TOTEHIIMANA KIETOK (I0OIMBI — C HCIIOJb-
30BaHMEM Tiel, MUTaroIuXcs (QIodMHBIM cokoM (puc. 4.2) (Fromm
and Lautner, 2007). Tato nepeHOCAT Ha JUCT pacTeHHs], T Ta BOH3AET
CBOM CTHJICT B CHUTOBHIHBINA 3JIeMeHT. [1ocie 3Toro i OTACISIIOT OT
CTHJIETA C IOMOIIIBIO JIA3EPHOTO MMITYJIBCA, & CTHJIET HCIOMB3YIOT B Ka-
YEeCTBE MOCTHKA, COCIUHSIONIETO BHYTPUKIETOUHOE COICPIKUMOE CUTO-
BUJIHOTO 3JIEMEHTA U PETUCTPUPYIOIIMH Ai1eKTpo. Takoit moxxox obec-
MIEYMBACT HAJICKHYIO PETHCTPAIIUIO MEMOPAHHOT0 TOTEHIINAIA KIMEHHO
anemeHToB (1oaMel (Fromm and Lautner, 2007).

B uwncno ctumynos, kotopbie BbI3bIBAOT [1]/1, BXOIAIT U3MEHEHUS
TEMIIePaTypPbl ¥ WHTCHCHBHOCTH OCBEIICHUS, MPUKOCHOBEHHUE U JP.
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_ Ag/agCl
3NEKTPOabI

(A) BHekiieTouHast MHOTOKaHaIbHAs PETUCTPALMs JJIEKTPUYECKUX CUTHAJIOB (+ — 3JIeKTpHU-
gecKasi CTUMYJLIIus; t — Bpemsi). [lotennuan nefictBus (crnpasa), HHIYLUPOBAHHbIN dJIEK-
TPUYECKOH CTUMYIISLMEN, TTOCIe]0BaTENbHO BO3HUKAI Ha 31eKTpoaax 1,2, 3 u 4.

(b) BHyTpHKIeTOYHOE H3MEpEeHH e MEMOPAHHOT O OTEHI[HANA C IOMOIIBI0 MUKPOAIEKTPO/A,
BCTaBJIEHHOT'O B LIUTOILIA3MY KJIETKH BOAOPOCIIHU; IEKTPOJ CPABHEHUS] HAXOJUTCS CHApyXKU
KJIIETKH B MCKYCCTBEHHOM npynosoii Boge (UIIB).

(B) IInTaromascs Tist cO CTUIIETOM, BCTABJIEHHBIM B CUTOBUIHBIN 37IEMEHT Ha BEPXHEHl cTo-
pOHe JIHcTa.

(I') V3mepenue a5eKTpruuecKoro nmorenuana ¢aosmsl. ITocie Toro, kak IO JTa3epHBIM HM-
IyJIbCOM OTAENMIIN OT CTHJIETa, K HeMy IPHUKPEeNIIN d1eKTpor. OxiaxaeHue mooera Bbl-
3Basio motenuuan aeiicteus (I1/1), nepenaroommiics akporneTaibHO Mo (GIIo3Me, Torjaa Kak
0XKOT JIMCTA BEI3BaN BapuabenbHblil motermuan (BIT) Heperyisipaoit ¢popMsbl i 60IbLION TTPO-
JIOJKUTENIBHOCTH

Puc. 4.2. MeToasl u3MepeHHs 3IeKTPHYECKHX CUTHATIOB B pacTe-
Husix (Fromm and Lautner, 2007)
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MexaHu3MBbI TIPeoOpa30BaHKsI SHEPTHU CTHMYJIa B U3MEHEHUS dJICK-
TPUYECKOTO MOTEHIMANA W POJb OT/ACIBHBIX HOHHBIX KAHAJIOB B 9TOM
MpOLIECCe PACCMOTPEHA B COOTBETCTBYIOIMX 0030pax (Farmer et al.,
2020; Li et al., 2020; Mudrilov et al., 2021b). Crenyer noguepKkHyTb,
yro [1/1 y pacTeHui MOXKET ObITh BBI3BAH TAKXKE MPSIMOH 3JIEKTPUIECKOM
crumyiseit (Krol et al., 2006), uto ykas3pIiBaeT Ha pojib MOTEHIIMAII3A-
BHCHMBIX MOHHBIX KaHaioB B uHAyknuu [1/1. B To e BpeMsi, MOIeKy-
JISIpHAsSI IPUPOJIA TAKUX KAHATIOB OCTA€TCSI HEM3BECTHOM.

BII, xak u I1/1, mpeacraBiusier co00ol KpaTKOBPEMEHHYIO JAEMOs-
PH3AIHI0 aMIUIUTY/I0M B HECKOJIBKO JIECSITKOB MIJUIUBOJIBT, HO UMEET
ropasao OOJBIIYIO [UTUTETBHOCTD (110 HECKOIBKHUX JIECATKOB MUHYT) U
Heperyisipayto ¢popmy (cMm. puc. 4.1) (Farmer et al., 2020; Fromm and
Lautner, 2007; Huber and Bauerle, 2016; Mudrilov et al., 2021b; Stahl-
berg et al., 2006). bonbmas pmurensHOCcTs BII, 13-3a KOTOpOH 3TOT
AJIEKTPUYECKUI CHUTHAIl YacTO HA3bIBAIOT «MEIJICHHAS BONHA» (B aH-
TJI0s13bIYHOM uTepaType — SWP, ot anri. slow wave potential), 00y-
CJIOBIICHA OOJIBINION JTTUTETBHOCTHIO (Pa3bl PEMOs pU3AIUK; IPU 3TOM
JUTUTEIBHOCTH (Pa3bl ACTOSIPH3AINY OOBITHO HE TPEBHIIIAET HECKOMb-
KHX CEKyHJ, Kak u B ciryyae I1/1.

BII, B ommmnuune ot I1/], He moguMHSIETCS MPAaBUIIy «BCE WU HU-
4eroy», ero aMIUIUTYAa W JJIUTENbHOCTh 3aBHCAT OT THUIA CTUMYJA
(Mudrilov et al., 2021a; Vodeneev et al., 2018) u ruiomaau noBpexe-
Hus (Stahlberg et al., 2006). Ckopoctb pacnpoctpanenus BII coctas-
nsiet 0,1-10 mm/c. C yBennueHHEM pacCTOSHUS OT MeCTa MOBpeXkie-
HUS aMIUTATYJIa ¥ CKOPOCTh PACIPOCTPAHCHHS CUTHAJA YMEHBIIAIOTCS
(Fromm and Lautner, 2007; Huber and Bauerle, 2016; Klejchova et al.,
2021; Mudrilov et al., 2021b). 'enepanus BII unayuupyercs mospe-
xpatomumu ctumyiamu (Huber and Bauerle, 2016; Mudrilov et al.,
2021b), Takumu kak oxor (Mudrilov et al., 2021a; Vodeneev et al.,
2018), mexanuudeckoe nopexaeHue (Mousavi et al., 2013; Salvador-
Recatala et al., 2014; Vodeneev et al., 2018) u HarpeBanue (Julien et
al., 1991; Mudrilov et al., 2021a; Vodeneev et al., 2018).
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B renepaunto BII BHOCAT BKJaJ Kak BpEMEHHOE MOJIABJICHUE aK-
tuBHOCTH H'-AT®a3el miasmanemmsl (cM. puc. 4.1) (Fromm and
Lautner, 2007; Stahlberg et al., 2006), Tak 1 TacCUBHBIE TOTOKW HOHOB
Ca®*, ClI" u K, Bo3HHUKaIOIIe, BEPOATHO, HPU AKTHBAIMU COOTBET-
cTByrOIUX MOHHBIX KaHaoB (Farmer et al., 2020; Shao et al., 2020;
Zimmermann and Felle, 2009). Muuumanus BII npoucxomut Benen-
cTBHe BXo/a B kieTky Ca®’, 4To BBI3BIBAET JUTUTEILHOE CHUKEHHE aK-
tusHOcTH H™-AT®as3p1. Berxoadmuii HOTOK aHHOHOB, Takux kak Cl,
Takke crocoOcTByeT (opmupoBaHuio (asel genonspuzanuu (Kati-
cheva et al., 2014; Sukhov et al., 2019; Vodeneev et al., 2015, 2016).
da3pl penosgpu3ay GOpMUPYETCs 32 CUET BOCCTAHOBIIEHUS aKTHB-
Hoctu H-AT®asbl, a Takke, BEPOITHO, 3a c4éT Bhixoaa K u3 kiertku
(Huber and Bauerle, 2016; Vodeneev et al., 2015). Hecmotps Ha To,
yTo B reHepaiuto kak I1/], Tak u BII BHOCAT BKJIaJ MOTOKM OJHUX U
Tex xe nonos (Ca?*, CI°, K¥, H"), cuctemsl, obecreunBaonue ux
TpaHCMeMOpaHHbBIN MEPEeHOC, OYEBUIHO, Pa3INYAIOTCs. DTO MOATBEp-
KIAETCS He TOJIbKO Pa3InyieM B IapaMeTpax dJeKTPHUECKUX CHTHa-
JIOB JIBYX THUIIOB, HO U TeM, uTo BII MoxkeT ¢popMHupoBaThCs B IEPUO
abcomotHoU pedpakreproctu i [1]] (Stahlberg et al., 2006; Onpu-
TOB H Jp., 1991).

B ornuume ot I1[I, BII — He camopacmpoctpanstoumiicas 9C
(cMm. puc. 4.1), a TokanbHAsI AIEKTPUUECKAs peaKiusl, BbI3BaHHAS TU/I-
paBIMUYECKUM UM XuMuieckuM curnanom (Farmer et al., 2020; Huber
and Bauerle, 2016; Sukhov et al., 2019; Vodeneev et al., 2015).

VYyacTue runpaBiudeckoi BOIHbI B UHAYKIMH BII noarBepxaaroT
HecKoJbKO (hakToB. PacmpocTpaHeHne TUpaBIMYeCKOd BOJIHBI B CO-
CyJllaX KCHJIEMBbI BBI3BIBAE€T U3MEHEHHE Typropa *KHUBBIX KIETOK, KOTO-
poe MOXeT OBIThb BOCIPHHATO THUIAPABIMYECKUMH CEHCOpaMH
(cM. TnaBy 2). B ymcio Takux CEHCOPOB BXOJAAT MEXaHOUYBCTBUTEb-
Hble uoHHBbIC KaHaibl (Christmann et al., 2013; Scharwies and
Dinneny, 2019; CyxapeB u Anummkus, 2023), onocpeayouye TpaHC-
MeMOpaHHbIE TOTOKH MOHOB, U, CJIEIOBATENBHO, H3MEHEHE MeMOpaH-
HOro moteHuuana. B wactHocty, y pactenuit Arabidopsis thaliana c
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MyTanuen rena msl/l(), KOTUPYIOIIEro OAWH U3 MEXaHOYyBCTBHUTEIb-
HBIX KaHAJIOB, IOKa3aHO YTHETeHHe qUCTaHIMOHHOro OC, 4To, 1O BhI-
PAKEHHUIO aBTOPOB 3TOTO HCCIEJOBAHUS, «OOECIEeUMBAET MOJEKY-
JISIPHO-TEHETHUECKYI0 OCHOBY POJIM MEXaHopeleniuu B nepenaue OC,
UHAYLHPOBaHHOIO MoBpexaeHuem» (Moe-Lange et al., 2021). Kpome
TOTr'0, U3MEHEHHUS TOJIIIHMHBI JIUCTA MU CTEOJIs, OTpaXkaroIIue paclpo-
CTpaHEeHHUe T'MPABIMYECKOI BOJHBI, TIPEIECTBYIOT reHepary BI1 B
cucteMHBIX TKaHsax (Mancuso, 1999; Stankovic et al., 1997; Stankovic¢
et al., 1998; Vodeneev et al., 2012), cnenoBaTenabHO dJIEKTpUYECKAs
peakiys MOXeT OBITh pe3y/bTaToM TakMxX H3MeHeHui. Emé omun
(baxT, MOATBEP)KAAIOIINHA y4acTHe THAPABIMYECKOH BOJHBI B MHIYK-
unu BII, — Bo3M0oxHOCTB BbI3BaTh BII HCKYCCTBEHHBIM NMOBBIIIEHUEM
nasnenus (Stahlberg and Cosgrove, 1997b). Kpome Toro, y MyTaHTOB
C U3MEHEHHBIMH CTEHKaMH COCY/IOB KCHIIEMBI (HarpuMep, y pacTeHHH
A. thaliana ¢ myTanusiMu TeHOB irx3 U irx5) B cllydae JIOKaJIbHOIo HOo-
BPEXACHUS M3MEHSAIOTCS Kak MapaMeTpbl AeOopMalid CHCTEMHBIX
TKaHeH, Tak u napametps! nepeaaun BII (Kurenda et al., 2019).
KoHTpapryMeHTOM poii THIPAaBIMYECKON BOJIHBI KaK WHIYKTOpa
BIT MOXeT CiIy>KUTh 3HaYMTENbHOE pa3iinuue (HECKOIBKO TOPSIKOB)
B CKOPOCTSAX MepeJayd BOJHBI MOBBIIIEHHOTO JABJICHUS B COCyIax
kcuteMbl 1 BIT (Johns et al., 2021; Li et al., 2025b; Vodeneev et al.,
2015). B To xe Bpemsi, pacIpOCTpaHEHUE THPABINIECKOr0 CUTHANA
BKJIFOYAeT Takue COOBITHS, KaK INepeaadya BOJHBI MOBBIIICHHOTO JaB-
JICHUS B MeTaOOIMYeCKH HEAaKTHBHBIX COCY/aX KCHIIEMbI U U3MEHEHHUE
Typropa (aedopmaIiuio) :KUBbIX KIETOK B CHCTEMHBIX TKaHsIX (CM. IJIa-
By 2). CKOpOCTb I'MJIpaBIMUECKOr0 CUTHANA, OLIEHUBaeMasi 1o f1edop-
Malli¥ CUCTEMHBIX TKaHelH, OOBIYHO JIEKUT B auama3zone 1-10 cm/c
(cM. rmaBy 2), 9To 61M3KO0 K [uana3oHy ckopocteit nepenauu BIL. ITo-
CKOJIbKY HEIOCPEACTBECHHO T'€Hepanys 3IEeKTPUUECKON peakuuu mpo-
MCXO/IUT B OKPYKAIOIINX COCY/IbI JKMBBIX KIIETKaX, a HE B COCYJIaX KCH-
JIEMBI, YKa3aHHbBIA KOHTPAapryMEHT HEJb3s CUMTATh PELIAOIINM.
XUMHYECKIM CHTHAJIOM, MHynupytommmM BI1, cuuraror Hekoe «pa-
HEBOE BEIeCTBO» (Tak Ha3biBaeMblil (haktop Pukka), nuddynaupyto-
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IIee U3 30HBI TOBPEXKICHHS 110 MTPOBOJIAIIMM ITyYKaM M BBI3bIBAIOIIECE
nputox Ca®’ B KieTky. 3a JIMTENbHBIHA TIEPUOJ U3yUeHHs MEXaHH3MA
pacipoctpanenus BII Ha pons ¢akropa Pukka ObLIM MpeaIoKeHbl pas-
JIMYHBIC COCAMHEHUS — OJIUTOCAXapHIbl Pa3PYIICHHBIX KJICTOYHBIX
CTEHOK, )KaCMOHAThI, abciu3oBast kucioTa u ap. (Vodeneev et al., 2015).
B TOM umcie nmpenonaaratT, 4To XuMIUIeCKUM HHAyKTopoM BIT moxer
ob1Th TIyTaMaT (Mousavi et al., 2013; Toyota et al., 2018), umeromnuii
MOTEHIIMaIbHbIe CeHCOphl — KaHanbl cemerictBa GLR, xotopeie, co-
[JIACHO DKCIIEPHMEHTANIBHBIM JJAHHBIM (CM. J1ajiee), BOBJICUCHBI B Iepe-
maay BII. B pacreHusx, 3KCIpecCHpYIOIIMX CEHCOp IjyTamara
(iGluSnFR), 3apeructpupoBaHo ObICTPOE MOBBILICHUE YPOBHS TIIyTa-
MaTa B anorJiacte B OTBET Ha moBpexaenue (Marvin et al., 2018; Toyota
et al., 2018). Taxke nokazaHo, yTo 00pabOTKa TIIyTaMaToOM CIOCOOHA
UHIYIUPOBATh PacIpOCTPaHEHUE AEKTpudecKoit peakimu (Shao et al.,
2020). B cOBOKYNHOCTHU, UMEIOIINECS JaHHBIE TO3BOJIAIOT 00OCHOBAHO
paccMaTpuBaTh TIIyTaMaT Ha POJIb XUMUYIECKOro uHykropa BIT.

Jpyroii moreHIUanpHbll Xxumuueckuil unaykrop BII — rmyra-
THoH. [loka3aHo, 4TO MPUMEHEHUE SK30TCHHOTO TIIYTATHOHA BBI3bI-
BaeT BII B cucremubix ucthsx (Li et al., 2025b, 2025a). Kpome Toro,
B O/IHOI U3 HemaBHUX pabot (Gao et al., 2023) BrIcka3aHO MPeAIIONo-
JKEHHUE, YTO arJIMKOH — MPOAYKT MeTabonu3ma (epMEeHTOB [B-THO-
rimokoszuaraokoruaponas 1 u 2 (TGG1 u TGG2), pacmemisonmx
TIIFIOKO3MHOJATEI, — MOXKET WHHIUHPOBAThH EMONSPU3AIII0 MEM-
OpaHbI ¥ BXOJ KaJbllMs U CIYXKUTh QakTopoM Pukka, obecrieunBas
pacopoctpanenue BII.

B T0 e BpeMsi, HY)KHO OTMETHTb, YTO CKOPOCTh MPOCTOH TP Py-
3WU COSMUHEHU BO ()II0IME U KCHIIEME HUKE, YeM CKOPOCTh PacIpo-
crpanenus: BII. Beicokyro cKOpOCTh mepenadu MOTCHIUATBHOIO XH-
MHUYECKOr'0 CUTHANa OOBSCHSIOT MEPEHOCOM COCIMHEHUS] 00BhEMHBIM
MOTOKOM JKHJIKOCTH B COCyJax (TaK HAa3bIBAEMBIM MAacC-IIEPEHOCOM),
TypOynenTHo# tuddysueil (Barbosa-Caro and Wudick, 2024).

Taxoke B kauecTBe HHIyKkTOopa BI1 MOTyT BBICTYIIATh CAMOMOAIEP-
xuBaemble BoiHbl ADK u Ca®’, onucanusle B riase 3. JTa runoresa,
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nmoJipa3yMeBarolias rnepeaady KOMIUIEKCHOTO JMCTaHIIMOHHOTO CHT-
Hana, OyAeT pacCMOTpeHa Jaee.

9C, kak I[11, Tak u BII, onucanbl y MHOTUX pacTeHuil. OpHako, BO-
npoc yHuBepcanbHocTu [1/] cpenu pacteHuii moka ocTaéTcst OTKPBITBIM.
XapakTepHa JIu Takasl peakius i Bcex Bu10B? Hanmiuue «ucTHHHOT0»
[1/1 (BO3HUKAFOILETO IO JOCTUKEHUIO TOPOTOBOTO YPOBHS JIETIONSAPU3a-
MU, TIOAYMHSIONIETOCS TPaBHITy «BCE HIIM HHYEro», MMEIOLIEero dJIeK-
TPUUYECKUNA MEXaHW3M Tepe/iadyr) HE BbI3bIBAET COMHEHUH Y XapOBBIX
Boxopocieit (Bulychev and Komarova, 2014; Kisnieriene et al., 2022;
Lunevsky et al., 1983), a cpeau BbICIINX — Y JTOKOMOTOPHBIX pacTeHUN
(Armada-Moreira et al., 2023; Scherzer et al., 2022; Suda et al., 2020;
Onpuros u zp., 1991). Jlnst BeICIINX pacTeHUil Apyrux BUIOB OTBET Ha
3TOT BOMPOC He Tak oueBuaeH. C 0HON CTOPOHBI, UMEETCS JOCTATOYHO
00JIbIIIOE KOJTMUECTBO MCCIEIOBAaHUMN, B KOTOPBIX pPa3iMyYHbIe MO Mapa-
MetpaM (6mm3kuM K T11, umu 6muskum k BIT) anekTpudeckue peaxiuu
3aperucTpUpoBaHbl Ha OAHOM pacteHuH B oTBeT Ha IIJI- mmm BII-
WHAYLMPYIOIIME CTUMYJIBI COOTBETCTBEHHO. [10100HbIM prMep npuBe-
neH Ha puc. 4.3 (Trebacz et al., 2006). Taxoke B 10JIb3y HATUYHS UMEHHO
[T/ ToBOpUT BO3MOXKHOCTh MHIYKLIUHU PEAKIMHU C TIOMOIBIO JJIEKTprUYe-
CKOI CTUMYJISILIUM, B TOM YHCJIE U Y MOJICTIBHOTO 00bekTa — Arabidop-
sis thaliana (Favre and Agosti, 2007). C npyroif CTOPOHBL, VISl 3EKTPHU-
YeCKON CTUMYJISIUM HeoOXxoauMo Oonblnoe HanpsbkeHue (Favre and
Agosti, 2007), a Bo3Hukatomue [1/]-monoOHbIe peakiuy He OAYHH -
10TCS IpaBUTy «Bce-mm-auaeroy (Yang et al., 2023). BII xe moxHO
paccMaTpuBaTh Kak 0ojee YHUBEPCAIbHYIO PEaKIHIO, KOTOpas Xapak-
TepHa Kak Ul JIOKOMOTOPHBIX, TaK U HE 00JaJaroliuX JIBUTAaTEIbHON
AKTUBHOCTBIO BBICIIUX PACTEHUH, a TAKKE PACTEHHN, HE UMEIOIIUX CO-
CYIICTOM CHUCTEMBI, TAKUX KaK MXU (Physcomitrium patens), iedeHOU-
nuku (Conocephalum conicum u Marchantia polymorpha) (Barbosa-
Caro and Wudick, 2024; Kisnieriene et al., 2022; Vodeneev et al., 2016;
Watanabe et al., 2024; Onputos u ap., 1991).

Bonpoc o nanmuuuu 1] y «0OBIYHBIX) BBICHIMX PACTEHUI HE B MO-
CIIEJTHIOI0 OYepe/ib 00YCIOBIIEH OTCYTCTBUEM HH(OPMAIIMHU O TOM, Ka-
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KHE MMEHHO WOHHbBIC KaHAaJbl YYaCTBYIOT BO30YKICHHUU KIIETOK. B
HacTosIiee BpeMst HU i ogHoro tuna DC He WACHTH(GUIUPOBAHBI
MOHHbBIE KaHaJbI, paboTa KOTOPhIX obecneunBaet hopmupoBanue a3
ne- u penonsipuzanuu OC (Barbosa-Caro and Wudick, 2024; Farmer
et al., 2020; Maxim A. Mudrilov et al., 2023). OcHOBBIBasiCh Ha aHa-
JIU3¢ JaHHBIX JCKTPOPUIHOIOTHUSCKUX UCCICIOBAHUIMA, IPU TTOKCKE
KaHaJIOB, MOTEHIMAIIbHO YYacTBYIOIIUX B reHepainuu OC, HE0OXo-
IUMO YYUTBIBATH Clenyronme Kputepuu: (1) CeNeKTHBHOCTH —
HaNOOJBIINI HHTEPEC MPEICTABIISIOT KAHAJBI, OIIOCPEIYIOIIIE TPAHC-
nopr Ca?, K u Cl” (wm apyrux aHuoHOB); (2) MEXaHM3M aKTHBa-
UM — BO3MOXHOCTh aKTHBAIlUM JCTONSIPHU3ANNCH, MEXaHUICCKON
CTUMYJISILIMK WK JTUranaoM (paxtopom Pukka); (3) nokanuzanus — B
MEPBYIO0 OYepeqh Ha IUa3MalieMMe (XOTs, BO3MOXHO, U Ha TOHOILIA-
CTe) KJIETOK MPOBOJSIINX TKaHEH.

I D1 Y BIl
Il El
R E2
E2— 10 ¢m 55
£3° E3
E4o—] .
a—
7 EA E4
* ny

I1]] BBI3BaH 371eKTpUUECKOi cTuMyJsiuelt (+), a BII — nospexnenuem (IT). Beprukansusie
CTPENKH YKa3bIBAIOT MOMEHT CTUMYJIALMH. HakOHEUHNKH CTPEIIOK YKa3bIBAIOT HAlPaBJIeHHE
pacpoCTpaHeHusl.

Puc. 4.3. Ilorennuansi aeiicteus (IIJ1) u Bapnadenbubie
norennuaisl (BII), 3apernctpupoBannsie B crediae Helianthus
annuus BHeKJIeToUHbIMHE Y1ekTponamu E1-E4 (Trebacz et al., 2006)
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4.2. MOHHBIE KAHAJIBI,
OINOCPEAYIOUIUE SJIEKTPUYECKUE CUTHAJIBI

[peskne, yeM MPUCTYIUTH K 00CYKICHUIO UMCIONIMXCS B HACTOSI-
IIee BpeMsl IOKa3aTeNIbCTB YYaCTHsI Pa3IMYHBIX HOHHBIX KAHAJIOB B I'e-
Heparmu JC, clenyeT OTMETUTh HEKOTOPhIE METOI0OJIOTHIECKUE Orpa-
HUYEHHUSI, CYIICCTBYIOIIHNE B 3TOM 00J1acTH uccienoBanuil. OCHOBHBIM
MOJIXOJIOM SIBIISICTCS] HCIIOIb30BAHUE MYTAHTHBIX PACTCHUI ¢ OTepeit
(YHKIIMH TeHa UCCIIelyeMOro KaHalla il CO CBEpPXIKCIpeccHeil 3Toro
rena. [lapamerpsl IC y 3TUX pacTeHHH (aMIUIUTYIY, [UTUTEIHHOCTD,
0COOEHHOCTH PacIpOCTpaHEHUs U JIp.) 3aT€M CPaBHUBAIOT C MapameT-
pamu OC, ompeneneHHbIMU Uil PacTeHWHA OUKOro THma (puc. 4.4).
Hanuuue pasznuunii paccMaTpuBaIOT Kak yKa3aHHWE HA ydacTUE JaH-
HOI'0 MOHHOTO KaHaJia B MPOIIECCax TeHEpPaIlMd U PacIpOCTPaHCHUs
OC (Moe-Lange et al., 2021; Mousavi et al., 2013; Nguyen et al., 2018;
Vincent et al., 2017). [Tomumo npsimoro cpaBHeHus napameTpoB OC,
TaKXe HCIOJb3YIOT OJHOBPEMEHHBI MOHUTOPHUHI M3MECHEHHH KOH-
[EHTPAILUI HOHOB, MOTOKU KOTOPBIX OMOCPEIOBAHBI 3THMHU KaHAIAMH,
C MOCJIEYIONIMM CPABHEHHEM XapaKTepa dTHX H3MEHEHUH MEXIY My-
TaHATAMH W PACTEHUSIMHU JMKOTO THIA, a Takke ¢ mapamerpamu JC
(Fichman and Mittler, 2021; Nguyen et al., 2018; Shao et al., 2020).
HckyccTBeHHAs aKTUBAIMS HIIH ICAKTUBAIHS OMPEICIICHHBIX KAHAIOB
UX CIEIU(DUISCKUMH JIUTAHIAMH, BBI3BIBAIOIIUME XapaKTePHbIC W3-
MEHEHUsI MEeMOPaHHOrO MOTCHIIMANA, TAKXKE MOXKHO pacCMaTpUBATh
KaK JI0Ka3aTeIbCTBO YYaCTHs B 3JCKTPUYECKOW curHamu3anuu (Shao
et al., 2020; Yu et al., 2022b).

Hcnonk30Banue MyTaHTHBIX PACTEHUI C IOTEPEeH (PYHKITUH HCCIIe-
JyeMOT0 T'eHa, UIMEET CBOM OrpaHiucHus. Hamnane KoMIeHcaTopHOTr O
MEXaHHU3Ma B ClTyyae yJacTUsl HECKOJIbKUX KaHaJIOB B reHeparuu OC,
Korja MUC(YHKIMS MOJABICHHOIO TeHa KOMIICHCUPYETCSl CBEPXIKC-
Mpeccruell IPpyroro reHa, BBIONHSIONICTO TY K€ WIH CXOJHYIO POJb,
yCIIOXKHSIET MHTeppeTannto pe3ynbratoB (Laohavisit et al., 2012).
OIHUM U3 CIIOKHBIX BOIPOCOB TaKXKE SIBISICTCS B3aMMOJICHCTBHE
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OneKkTpUYecKan peakuus PacnpocTpaHalowmuincs

B 30He pasgpaxeHns INEKTPUYECKWUIA CUrHan
111 1 11l1lL
Amnnutyna Amnnutyaa
1ld 1lLlll
OnuTtensHocTe AnuTensHocTe
1
CkopocTk Aenonspuaauuu CropocTe genonapusauuu
i F 3
CropocTts penonspuaaumm CkopocTs penonsapusauum
= gir3.2
= gir3.3 (slgt3.3)
E gl‘mTeﬂbHOCTb
g qlr3.6 (slgi3.5)
i glr3.3gir3.6
(sfgir3.3.5lgir3.5)
glr3.1glr3.3
L {dmgir3.6)
CKOPOCTE PacnpoCTpaHeHus 0sglr3.4
t msi10
j\ gork1 {dmskor)
Crumyn 1111 _LWI

............. L - yrHeteHue

YEpHoii mHuell 0003Ha4eH MeMOpaHHBI TOTEeHIHal, KpacHoi — BonHa Ca?*.
LIBeT cTpesky 0003HAYACT THI HOKAYT-MYTaIHH.

Puc. 4.4. Cxema BJAMSIHMS HOKAYT-MYTAIIUI 110 TeHAM HOHHBIX
KaHAJOB HA ApaMeTPbl 2JIeKTPHYECKOro CHIHaIa u Boany Ca?t
B BeICIIUX pacteHusix (Myapuios u ap., 2023)

CyOBbeIMHUIL, KOMUPYEMBIX pa3HBIMU I€HAMH, IPUBOJIAIICE K 00pa3o-
BaHUIO MOTHO(YHKIIMOHATBHOTO TETEPOMEPHOro KaHaja. XapaKkTepH-
CTHKH U ()YHKIIMOHAJIBHAS POJIb TOMO- M TETEPOMEPHBIX KaHAJIOB MO-
ryT ObITh pasznuuHbiMu (Jeanguenin et al., 2011; Kong et al., 2016;
Sharma et al., 2013). MccnenoBanue IBONHHBIX U Oojiee MyTaHTOB HE
JTaeT OJIHO3HAYHOTO OTBETA, CBS3aHO JIM M3MeHeHue mapameTpoB OC ¢
TEM, YTO HEKOTOPBIC TeTEPOMEPHBIC KaHAIbI HE 00Pa3yIOTCs, HITH T0-
TABJISTIOTCSI HEKOTOPhIE TOMOMEPHBIE KaHAJIbI, YYaCTBYIOIINE B [CHE-
pauuu 3C (Fichman and Mittler, 2021; Mousavi et al., 2013; Nguyen
etal., 2018). B uenom, He06X0IMMO TOMHUTb, YTO UCTIOJIB30BAHUE MY-
TAHTOB HE JaéT OJHO3HAYHOr0 OTBETA, HO B HACTOAIIEE BpeMs OO0JIb-
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i 00beM HHGOPMAIMK O MOJICKYJISIPHON MPUPOJIE CHCTEM IeHepa-
run OC y pacTeHuil MOay4eH MMEHHO C MOMOIIBIO 3TOr0O MOAXO0/a.

HauOonee u3yueHHsle yuacTHUKU reHepanuu JC y pacTeHHH —
Ca®'-mpoHuIIaeMble KaHajbl, B NIEpBYIO ouepens u3 cemeiicta GLR
(cm. puc. 4.4) (Yu et al., 2022a). V nBoiiHoro mytanta Arabidopsis
thaliana glr3.3 glr3.6 HabII0AaNMM TIONHOE IOJABIICHHUE PACIIPOCTPaHE-
uHus BII 3a mpemenamMu 00JacTh JMCTa, MOIBEPrUICHCS MEXaHHUeE-
ckomy noBpexaeHuto (Fichman and Mittler, 2021; Mousavi et al.,
2013; Nguyen et al., 2018; Salvador-Recatala, 2016; Salvador-
Recatala et al., 2014), atake rpe3ymmx Hacekombix (Mousavi et al.,
2013), n3osrrounomy ocsemenuto (Fichman and Mittler, 2021) u mo-
BpexxaeHuro gazepom (Nguyen et al., 2018). Ammiutyga 9C y Takoro
JIBOMHOTO MYTaHTa B MOBPESKICHHOM JICTE IPU STOM YMEHBIIIACTCS,
HO He mozamisercsa monHocteio (Mousavi et al., 2013; Salvador-
Recatala, 2016; Salvador-Recatala et al., 2014). B ciy4yae oquHOYHBIX
MyTaHTOB glr3.3 unu glr3.6 HabmoJal0T YMEHBIICHUE aMIIUTY/bI U
JnuTenbHOCTH pacnpoctpanstomerocss BII (Fichman and Mittler,
2021; Mousavi et al., 2013; Nguyen et al., 2018). BaxkHo oTMeTHTBb,
4TO B CIy4ae OJHOBPEMEHHON PETHCTPallUi JUHAMHKH JJICKTpUYe-
CKOro MoTeHIMana 1 koHneHTpamuu Ca’’ Ha6II01aI0T CKOOPIUHUPO-
BaHHBIE U3MEHEHNs: NojaBsaiorcs kak BII, Tak u Ca**-pomna (Fich-
man and Mittler, 2021; Nguyen et al., 2018; Shao et al., 2020). Oto
YKa3bIBACT HA MPSAMYIO CBSI3b MEKAY IMCTAHIMOHHBIMH CHTHAJIAMU
Pa3MUYHOro TUMA. J{OMOTHUTENBHBIM JOKA3aTEeIbCTBOM BOBIICUCHHO-
cTH kKaHanoB cemeiictBa GLR B mepenady curHaia CIyKUT HaTH4HE
COCIMHEHHMSI, KOTOPOE CIIOCOOHO KaK BBI3BIBATH AKTUBAIIMIO ITHUX Ka-
HAJIOB, TAK ¥ MHAYyIUPOBaTh Hepenauy BI1. OTu GyHKIIMU MOXKET BbI-
MONHATH TayTamart (cM. paszaen 4.1). JlobaBnenue riryramMaTa K pacte-
HUSIM C MyTaLlUsIMU B TeHax glr3.3 1 glr3.6 mIpakTUYEeCKU HE BBI3BIBATIO
HU yBelnuMueHus KoHuenTpaiuu Ca>’, HU MHIYKIUU 3J1EKTPHYECKOro
curHana (Shao et al., 2020; Toyota et al., 2018).

Kak u B ciyuae aHan3a MEXaHU3MOB KaJIbIUEBBIX BOJIH, COBIAJIC-
Hue nyTei pacnpocTpanenus JC u JIOKaIM3alUK TKaHEH, B KOTOPBIX
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9KCITPECCUPYIOTCS OSNTKH ONPEACNIEHHBIX KaHAJIOB CIYXKHUT OJHHUM M3
apryMeHTOB B TI0JIb3y THITOTE3bI O BOBJICUSHHOCTH STHX KaHAJIOB B Ie-
penauy curHana. [IpoBomsiye mydky paccMaTpUBaIOT B KAYECTBE OC-
HOBHOTO TIyTH JIaJIbHEH Nepejaul CUTHajla B OTHOIEHUH KaK KaJIbIli-
eBoi BONHBI (cM. paszzen 3.2), Tak u IC (cum. paznen 4.1). [penmytie-
crBeHHas skcnpeccust GLR3.3 u GLR3.6 B mpoBoasmux my4ykax mo-
TBEpPIKAAET TPENOIOKEHHE 00 Yy4acTHH ITUX KaHAJIOB B CHCTEMHOW
nepenade JC. B yacTHOCTH, BBIpaXKeHHAs dKCIIpeccHs oOHapy>KeHa B
MEPBUYHBIX, BTOPUYHBIX, & TAKXKE TPETUIHBIX MyYKaxX JUCTheB Arabi-
dopsis thaliana. GLR3.3 skcnipeccupyeTcst IpeMMyIIeCTBEHHO B Mep-
BUYHBIX MPOBOASAIINX Mydkax (iosMsbl, Toraa kak GLR3.6 — B kcu-
neme (Nguyen et al., 2018; Toyota et al., 2018).

OTtHocHTeNBHO yyacTHs B reHepannu DC Apyrux npeacraBuTenei
cemeiictBa GLR uMe0TCs MU OTJEIbHBIC Pa3pO3HEHHbIE (DAKTHL. Y
MYTaHTOB IO T€HaM JPYTUX ITOTEHIHAIBHBIX KaHIUIATOB U3 CeMei-
ctBa GLR — GLR3.1 u GLR3.2 — moka3aHO CHU)KEHHE aMILUTUTYIbI
n umrensHocti OC, MHIYIHPOBAaHHBIX B OTBET HA MEXaHUYECKOE 110-
BpexJIeHHe, WK MoBpexkAcHue na3epoM (Mousavi et al., 2013; Ngu-
yen et al., 2018). OnHako gaxke y pacTeHHI C OTHOBPEMEHHBIMH MyTa-
USIMH 000HMX THX T€HOB HU CHUCTEMHasl, HU JIOKaJbHAS PeaKkius He
nmoJaBJsuIMCh nmomHocThio (Nguyen et al., 2018). Taxxe mpeamnonara-
10T, uto GLR3.1 yuactByer B pacnpoctpanenun IC 3a npeaensbl Ipo-
Bojsmux IyukoB (Nguyen et al., 2018), a xaHambl, KOTUpyeMble
GLR3.5, MoryT OBITh OTBETCTBEHHBI 32 (POPMUPOBAHUE UMITYIbCHOMN
COCTABJISIFOIIEN 3JEKTPUUYECKON pEaklUM B OTBET HA MEXAHHUYECKOE
nospexsenue (Salvador-Recatala, 2016).

VYyacrue kananoB cemeiictBa GLR B renepanuu 3C mokazaHo He
TONbKO i Arabidopsis thaliana. JlanHble, OTy4eHHbIE Ha TOMaTe
(Solanum lycopersicum L.), Taxoke ykasbiBatoT Ha poib GLR B rene-
paun OC: y IBOWHBIX MYTaHTOB — C MYTallMsIMH B TeHax OEIKOB
SIGLR3.3 u SIGLR3.5 (romomoroB GLR3.3 u GLR3.6 vy
A. thaliana) — nabnronanu nojaHoe noaaeieHue nepeaayu BII B co-
CeJJHHE JIUCThs, B TO BpeMs KaK B CaMOM JIUCTE, IOABEPTHYTOM

89



cTpeccy, HaOmoAamm JIuibs cHukenne ammntyasl (Hu et al., 2021).
Kanan DmGLR3.6 BeHepuHoif Myxonosku, romonor GLR3.1/3.3
A. thaliana, MTOTEHIIMANTEHO MOXKET YYaCTBOBATh B PACIPOCTPAHCHHUU
[T, mHIYIMpOBaHHOTO MPUKOCHOBEHUEM, OT TPUTTEPHOI'O BOJIOCKA K
JIUCTY JIOBYIIKH, O 4éM CBHUJICTEIBCTBYIOT CHEIU(UICCKUI MAaTTePH
SKCIPECCUH ITOTO I'eHa U BO3MOXKHOCTh MHAyKnuu [1]] riryramarom B
nucrte-noByuike (Hedrich and Kreuzer, 2023; Scherzer et al., 2022). ¥V
OITHOJIONIBHBIX pacTeHuil, Takux kak puc (Oryza sativa L.), cpenu re-
HOB ceMelCTBA glr MOYKHO BBIIEIUTE TeH 0sglr3.4, koaupyromuii Ca*'-
MPOHUIAEMBIH KaHall C (YHKIUSAMH, AHAJOTMYHBIMU (DYHKIIHSIM
GLR3.3 u GLR3.6 A. thaliana: cuctemHoe pacupoctpanerue B, BbI-
3BaHHOTO MEXaHMYCCKUM IMOBPESKACHHEM, YaCTHYHO MONABISCTCS Y
MYTaHTOB pHCa C HAPYIICHHOH (YHKIHEH F'eHa 3TOro KaHala, B TO Bpe-
Ms1 KaK JIOKaJIbHBIA IEKTPUIECKHil oTBeT He mozaasisercs (Yu et al.,
2022b). Takke cTouT OTMETUTH, uTo KaHait OsGLR3.4 MoxeT akTUBH-
pOBaTbCsl HECKOIBLKUMU aMuHOKUcIoTamu (Yu et al., 2022b), B oTiu-
yne ot 6onee cnenuuunbix K rmyramaty GLR3.3 u GLR3.6 4. thali-
ana (Shao et al., 2020). 910 MOXeT ObITh CBS3aHO C TEM, UTO C (HUIIO-
reHeTnyeckoi Touku 3peHust OsGLR3.4 pacnonoxeH Ha OTHOCUTENb-
HO O6onbioM paccrostauu 0T GLR3.3 u GLR3.6 (Zeng et al., 2020).
Jpyroii TUIT KaHAIIOB, y4acTHe KOTOPBIX B hopmupoBanmu JC mo-
TBEPXKJICHO C HUCIOJNB30BAHUEM MOJICKYJISIPHO-TEHETHIESCKOrO MOJI-
X0J1a, — aHUOHHbBIE KaHAJIbI, OTHOCSIIHECS K CEMEHCTBY MEXaHOTYB-
CTBUTENBHBIX KaHasioB MSL (cm. puc. 4.4). [IpencraBurens 3TOro ce-
MeiicTBa — kaHanm MSL10 — yxe ynoMuHaics paHee, pu paccMoT-
peHMH TUApaBIMYecKoil (cM. pazzen 2.4) W KaJbLMEBOH (CcM. pas-
nen 3.2) BoiH. Y pacTeHuil ¢ MmyTanueii reHa ms// () Habmoany cokpa-
HICHUE UTUTEIBHOCTH CUCTEMHO nepenaBaemoro BII, numynupoBaH-
HOI'0 MEXaHUYECKUM MOBPEKIICHUEM, UTO MPOU3OIILTO, KAK OMHCHIBAIOT
aBTOPBI, 32 CUCT MCUC3HOBEHH (Pasbl «MEUICHHOHN JCHOIIPU3AIINNY B
BIT (Moe-Lange et al., 2021). V pacteHuii ¢ MyTalusaMu Apyrux reHOB
cemeiictBa msl — msi4, msl5, msl6 n msl9 — n3MeHeHuil mapamerpoB
BII ne BoisiBneno (Moe-Lange et al., 2021). MSL10 skcnpeccupyetcs B
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MPOBOMAIINX ITyYKaX, Kak BO (h103Me, Tak U B KcuieMme. XOTsl KaHall
MSL10 nemoHCTpUpPYET CKOpee aHUOHHYIO, YeM KaJIbIIUEBYIO TIPOBO/IHU-
MocTh (Maksaev and Haswell, 2012; Moe-Lange et al., 2021), Tem He
MeHee pyHKimonnposanre MSL10 aktusupyer nputok Ca®* B kiieTky
MPU MEXaHUIECKOM MOBPEXKACHUH, IPEAIONOKUTENBHO uepe3 GLR3.3
u GLR3.6 (Moe-Lange et al., 2021).

C noMoIIbI0 MOJEKYJISIPHO-TEHETUYECKOr0 MOAX0/1a HalaeH emlé
OIIUH TpEANoNaraeMblii ydyacTHUK mporecca GopmupoBanus IC —
kanan GORK1, koropsiii obecreunBaeT TOK K" B Teuenue ¢aspl gemno-
nspuzanyy OC. AMIUTHTYa M CKOPOCTh AETONIIPU3ALIUU, BBI3BAHHOI
anekrpuueckuM TokoM 11, y pacrenuit ¢ myranueit rena gorkl Obun
BBIIIE, YEM Yy PACTEHUIl JUKOro THUIMA, a PEeNOspU3aIus — 3HauH-
TeNbHO MejuieHHee (cM. puc. 4.4). ITokazano, uto GORK1 akTuBupy-
ercst yxe Bo BpeMs (ha3bl JeNONspU3aliy, CHUXKas €€ CKOPOCTh U aM-
IUIUTYy B HOpMaibHbIX ycnoBusx (Cuin et al., 2018).

B HenaBHUX HCCIEOBaHUSIX HA BEHEPHHOM MYXOJIOBKE MOKA3aHa
BO3MOKHOCTH ydactust B popmupoBannn DC emé aByx K'-kaHasos:
DmSKOR, npunamnexamiero k Toi ke rpymmne, uto 1 GORKI1, u
KDMI1, romonora KAT1 Arabidopsis thaliana (losip et al., 2020;
Scherzer et al., 2022). ITonaBnenue sxcnpeccun DmSKOR xoponaTu-
HOM, TOJABJISIONIUM 3KCIPECCUI0 T€HOB, CBA3aHHBIX C BO30YAMMO-
CTBIO Yy BEHEPUHOI MYXOJOBKH, IPUBOJIIIO K YBETHUEHUIO BPEMEHU
penoNspU3aIy Py I'eHepalui MeXaHUYeCKH HHyIupoBaHHoro I1]1
B JIMCTE-JTOBYIIKE, YTO MOXET yKa3biBaTh Ha yuactue DmSKOR B
¢dopmupoanuu [1J1 (Hedrich and Kreuzer, 2023; Scherzer et al.,
2022). KDM1 — kaHaj, akTHBUPYEMBbIi TUIIEPIIONspU3aIeld H KuC-
neiM pH anomuiacTa, JI0KaaM30BaHHBIA HCKIIOUUTEIHHO B MEXaHOUYB-
CTBUTEJBHBIX BOJIOCKAX M OTBEYAIONIHMIA 3a noctymienne K B KIeTky.
MaremaTu4eckoe MOJIETMPOBAHIE ITOKA3aJI0 POJIb ATOTO KaHaja B BOC-
cTaHoBJIeHUH KoHIeHTpaiui K npu renepaiuu cepuu T171, npusoss-
MIXAX K 3aKPBITUIO JIOBYIIKH BEHEPUHOH MYXOJIOBKH U HHHUIUALINN BbI-
Opoca nuieBaputenbHbIX pepmenToB (losip et al., 2020).
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ITockonbKy CyIIECTBYET OJM3KOE CXOACTBO MEXIY AWHAMMKOM
xoHnenTparun Ca’* M IMHAMUKOH M3MEHEHHIl >JIEKTPUUYECKOro T10-
TeHIMana npu Bo3OyxaeHuu (Nguyen et al., 2018; Scherzer et al.,
2022), noTeHIIMATBHBIN BKIIA]] ONPEIeIEHHBIX KaHAJIOB B T€HEPAIINIO
OC MOXHO BBISIBUTH HE TOJIBKO HA OCHOBaHUU 3()(hEeKTOB MyTaluil Ha
napamerpsl co0cTBeHHO DC, HO U Ha OCHOBaHUM 3(h(HheKTOB MyTanui
Ha mapamerpsl Ca’’-curnanos (pmc. 4.5). Hapsagy ¢ kananamu ce-
MmeiictB GLR u MSL, paccMOTpeHHBIX paHee, yTHETCHUE KallbI[MeBOH
BOJIHBI MIOKA3aHO AJISI PACTEHHH ¢ MyTalUSIMU I'€HOB TaKHX KaHAJIOB
kak TPC1, CNGC19 (cm. pazgen 3.1). [Tockonbky 3¢ ekt nHruéuTo-
poB Ca*'-npoHuIIaeMbIX HOHHBIX KAHAJIOB KaK Ha MapaMeTphl KalbIIH-
€BOI1 BOJIHBI, TaK ¥ HAa TaPaMETPbI BOJIHBI 3JIEKTPUUECKOTr0 MOTEHIIHAIA
(Maxim A. Mudrilov et al., 2023) cxoaHblii, MO>)XHO 0OOCHOBaHO Mpe/-
MOJOXUTh, YTO Y TAKMX MYTaHTOB ITOJaBJICH HE TONBKO KaJIbLUEBbIH,
HO U 3JIEKTPUYECKHUI CUTHAIL

B nononHeHue K pe3ynabTaTaM H3Y4EHHs! paclpOoCTPaHSIOMIErocs
KaJbLIMEBOr0 CUTHAJIA MOXKHO MCIOIb30BaTh JaHHBIE O JTOKAJIBHBIX U3~
MeHeHusX KonuenTpaiuu Ca?’. Tak, B pacTeHHSX C MyTal[UsIMU TEHOB
kaHaioB MCA1 u MCA2 (Mori et al., 2018), OsCNGCIl4 u
OsCNGC16 (romonoru CNGC2 u CNGC4 Arabidopsis thaliana y
Oryza sativa) (Cui et al., 2020) noka3aHo CHUKEHUE aMIUIMUTY bl TUKA
BHTYPUKJICTOYHOTO KajbLiMs, WHAYLHUPOBAHHOI'O OXJIAXJICHHUEM, IO
CcpaBHEHHIO ¢ pacteHusMu aukoro tuna (Cui et al., 2020; Liu et al.,
2021; Mori et al., 2018). IIpu 3TOM paboTa, MOCBALIEHHAS U3YYECHUIO
MCA1 u MCA2 (Mori et al., 2018), MOXET CIyKUTh XOPOIINM IPH-
MEpOM OTpaHUYEHUH, XapaKTEPHBIX JJIs1 UCCIEOBAHUN C HCIIONb30Ba-
HUEM MYTaHTHBIX pacTeHuil. B 3Toii pabore mokaszaHo, YTO Kanblue-
BbIN craiik He OB MOJHOCTBIO MOAABJIECH HU y OHOI'O U3 MYTaHTOB,
BKJIIOYasl BOMHBIC. A MIPU CyMMUPOBAHUU CTENECHEN CHIXEHUS KOH-
uentpamuu Ca®’, HabII01aeMBIX JUIS KAXIOTO U3 MYTaHTOB, PE3yh-
TUpYIOIIAsl CTENEeHb OKa3blBaeTcs 3HauuTeNbHO Bblime 100%. Takoit
PE3yJIbTAaT YETKO MOKA3bIBAET, YTO U3MEPEHUS Ha MyTaHTaX He MO3BO-
JISIFOT OIHO3HAYHO OLEHUTH BKJIA/1 ONPEETICHHBIX CUCTEM B (hOPMUPO-
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BaHHe curHana. [lonydeHHbIC TaHHbBIE, OYEBHTHO, YKA3hIBAIOT INOO0 HA
HaJgu4yhe KoMIleHcaTopHoro 3¢ddexra, nubO0 Ha HaIWMYUe IPYTHUX
YYaCTHUKOB (hOPMHUPOBAHHUS KAIBI[MEBOIO CUTHAIA.

[MosaBneHne MOBBINIEHUS YPOBHS BHYyTpukieTrodHoro Ca®’, ubs
JIMHaMHKa UMEET CXOACTBO ¢ AuHaMukoi BII, Takke mokazaHo y pac-
TEHUH ¢ MyTauusMd TeHoB, kogupywmux CNGC2, CNGCo,
OsCNGC14, OsCNGC16, ANN1 u ANN2, u B ciry4ae aeiicTBus npy-
rux crumyio (Cui et al., 2020; Finka et al., 2012; Gao et al., 2012;
Wang et al., 2015). [ToteHuManbHO, 3TH KaHAJIbI MOTYT BHOCUTH BKJIa]]
B TEHEPALHIO 3JIEKTPHUECKON PEaKIny B 30HE pa3/ipakKeHHs.

GLR3.1. GLR3.2,
GLR3.3, GLRA.5,

GLR3.6

Ca?
CNGC19,
TPC1

QuACT,

SLACT, SLAH3
A-
PacronoxeHye HOHHBIX KaHAJIOB COOTBETCTBYET OIPeAeIEHHOH (ha3e mpolecca reHeparin
3C, B popMHpOBaHHE KOTOPOI OHU BHOCST BKJIA], 32 HCKIIoUeHneM Ca’*-KaHaJoB, KOTOpPBIE
MOTYT aKTHBUPOBATHCS HA Pa3HBIX CTAIMAX Iponecca popmuposanus JC. MloHHEIE KaHATBL,
JUISL KOTOPBIX 9KCHEePUMEHTANIEHO MOATBEPXKICHO ydacTHe B reHeparun OC, 0003HaYEHEI
noguepkuBaHreM. VIOoHHbIE KaHAJbI, JJIs1 KOTOPBIX MOTEHIHAIbHO BO3MOXHO Y4acTUE B Ie-
Hepauun OC, 0003HaueHB! O0BMHBIM MpH(TOM. A~ — aHnoHbL Ha cxeme Taxxke 0003Ha-
yeHa H*-ATPa3a AHA1, koropas BHOCUT BKJIaJ] B TeHeparuto OC.

Puc. 4.5. Monnble kaHAJIBI, IPUHUMAIONINME YIACTHE B TeHepaluu
H pacnpocTpaneHnd JC B KJIeTKe BBICIINX PACTeHUH
(Mynpwuiios u nip., 2023)
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Hapsiny ¢ voHHBIMH KaHaJIlaMu Ba)kHast poitb B TeHeparn DC npu-
HaJJIEKUT HOHHBIM HAacocaM, B TIepByIo ouepeas H'-ATdase miaszma-
THYECKUX MeMOpaH. Y MyTaHTa ahal NPOAOIKUTENHHOCTD (a3bl pe-
nomsipusanyu B 3HaunTensHo yBennuuBaercs. HanpoTtus, y MyTaHnTa
¢ ycunenueM (pyakuuu AHA1 npomomkuTeNnsHOCTh PENOsIpU3aIiy
BII cokpamaercst (Kumari et al., 2019). 3To X0opo110 COOTHOCUTCS C
npenonaraeMbiM Mexann3MoM renepanuu BIT (cMm. puc. 4.5).

Ca**-AT®a3a Takxe BHOCUT BKJIaJ B renepaiuio DC. [TokaszaHo, 4To
y pactenuil Arabidopsis thaliana ¢ MyTalsiMd T€HOB, KOAWPYIOIINX
Ca**-AT®ass1 ACA10 u ACA12 yruereno pacripocrpanenue BII, Bbl-
3bIBAEMOT0 JIUCTOrphI3ynMH HacekoMbIMU (Fotouhi et al., 2022).

B nenom, MOXHO C ONpeNENIEHHON 10Jel yBEPEHHOCTH FOBOPHUTH,
4TO B TeHepaly pactpocTpastommxcs JC y BBICIINX PaCTEeHUH ydac-
TBYI0T cnenytomme Ca®'-nponunaemsie kanansi: GLR3.1, GLR3.2,
GLR3.3, GLR3.5 u GLR3.6, a Takxe aHHOHHBII kaHan MSL10 u K*-
kaHan GORK1 (cm. puc. 4.5). Kpome Toro, mia dhopmupoBanust DC
KPUTHYECKH BaXKeH BKJIaj MpoToHHoro Hacoca AHAL, a take Ca?'-
AT®da3 ACAIO0 u ACAI12. Takue xanamel kak CNGC19, CNGC2,
CNGC4, CNGC6, a Takxe BakyossipHblit kaHai TPCI, u MexaHouyBcC-
TBUTeNbHBIE KaHATbl MCA1 1 MCA2 noTeHIMalIbHO TaKkKe MOTYT OBbITh
ydacTHHKamu reHeparmy DC. DKCIIepUMEHTAIBHBIX JaHHBIX, TIOATBEp-
xparonmx ydactue aHnoHHbIX kaHanoB QUACI, SLACI u SLAH3 B
reHepaimy OC, TIOKa HET, OJIHAKO CBOMCTBA 9THX KaHAJIOB YKa3bIBAIOT
Ha BBICOKYIO BEPOSATHOCTh X BOBJICUEHHOCTH B 3TOT IPOLIECC.

4.3. CHEHU®HUYHOCTD DJEKTPUYECKHX CUTHAJIOB

JIMCTaHIIMOHHBIE DIIEKTPHYECKUE CUTHANBI Y PACTCHUN MOTYT WH-
JYILIMPOBATHCS MIPU BO3MECHCTBUHU CaMBIX Pa3HOOOPA3HBIX CTPECCOPOB,
BKITIOYAsT M3MCHEHUS TEMIIEPATyphl, OCBEIICHHOCTH, MOBPESKICHUE,
ouotnueckue crpeccopsl (Farmer et al., 2020; Fromm and Lautner,
2007; Gallé et al., 2015; Huber and Bauerle, 2016; Sukhov et al., 2019;
Szechynska-Hebda et al., 2017). PacnipocTpaneHue 3TUX CUTHAJIOB BbI-
3bIBAE€T OTBETHBHIC U3MEHEHHS B CHCTEMHBIX TKAHIX U, KaK U B ClIyJae
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JUCTAHIIMOHHBIX CUTHAJIOB JPYTUX TUIIOB, BO3HMKAET BOMPOC O CIie-
MU(PUIHOCTH TAKUX OTBETOB.

W3BecTHO, YTO OTHENbHBIC W3MEHEHUS, BBI3BIBACMBIC JICKTPUYC-
CKUMHU CUTHallaMH, Hecrielduynbl. Tak, 3IeKTpUIecKuil CUTHA, BbI-
3BaHHBIN CTPECCOPOM OJTHOM MPUPOIIBI, MOKET YBEITUYMBATH YCTOHYH-
BOCTb K JICHCTBHUIO IPYroro CTpeccopa. ITo sIBIICHUE HAa3bIBAIOT Tepe-
kpectHoii aganTtanueii (Foyer et al., 2016; Retivin et al., 1999). B to
e BpeMsl, CHCTEMHBIE OTBETBI, T0-BUIUMOMY, MOT'YT HMETh CIIeIIUH-
YeCKUe 0COOCHHOCTH. J{JIsl MHAYKIIMK CTUMYJICTICIIU(DUYIHOTO CHCTEM-
HOTI'0 OTBETA TUCTAHI[MOHHBIA CUTHAN TOJDKEH HECTH MH(POPMAIUIO O
XapakTepe JIOKAIBHOrO CTUMYJIA. B OTHOIICHUN 3JCKTPUICCKUX CHUT-
HAJIOB PACTCHUI BO3MOXKHOCTh Mepeaayn WHPOPMAIMU BIIEPBHIC CH-
CTEeMHO TpoaHanu3upoBaHa B pabore S. Pyatygin et al. (2008). Ha ce-
TOJIHSAIIHUH JICHb YK€ MOTYIEHBI I0KA3aTeILCTBA BO3ZMOXKHOCTH TIepe-
nadyn MHG)OPMALMU MPH YYACTUU JUCTAHIIMOHHBIX 3JCKTPUYCCKUX
curHanoB (Mudrilov et al., 2021b), onHako MeXaHU3MBI 3TOTO MPO-
1[ecca BO MHOTOM OCTaIOTCSI HEPACITU(POBAHHBIMH.

J1J1s MOHMMAHMS THX MEXaHU3MOB B IIEPBYIO 0Yepeib HEOOXOAUMO
BBIJICJIUTH OCHOBHBIC 3TAITBI IIPOIECCa KOAUPOBAHUS U JICKOTUPOBAHHUS
uHpOpMaITH, IepeaBaeMoii dJeKTpuueckuMu curnanamu. OOormast mo-
CJICIOBATEIILHOCTh COOBITHI TpU TMepenavye MHGOPMAIMU B Ciydae
ANIEKTPHYICCKON CUTHAU3AIUH COOTBETCTBYET TAKOBOM ISl CHTHAJIOB
JPYTHX THIIOB U TMOAPOOHO PacCMOTpPEHA JUTSl KaTbI[EBON CHTHAIN3a-
uun (cM. pasnen 3.1, puc. 3.2). IlepBblil 3Tan — BO3HUKHOBEHHUE DJIEK-
TPUIECKOM PEAKIIMH B 30HE JIOKATBHOTO Pa3IpakeHUs U MHIYKIIHS pac-
MPOCTPAHSIOIIETOCS 32 MPEIEIbI IOKATBLHOM 30HBI 3JICKTPUYECKOTO CHUT-
Hana (koxupoBaHue). [TapaMerpbl JTOKaIbHOMN AEKTPUIECKOM PeaKInH,
KaK U BEPOSTHOCTh BO3HUKHOBCHUS PACIPOCTPAHSIOIIETOC CUTHAIA U
€ro XapaKTePUCTHKH, JODKHBI 3aBUCETh OT TPHUPOIBI M CHIIBI CTUMYJIA
MHIYIUPYIOIIEro 3Ty peakuuro. Bropoii stam — mnepenaya OC B cu-
creMuble Tkanu. Ha stane nepenaun IC T0MKEH COXPAHUTH CBOU CIIe-
U(UIHBIE YePTHI, 3aBUCSIIME OT XapakTepa ctumysa. TpeTbuii atam —
(hOpMUpPOBaHKE B CHCTEMHBIX TKaHSIX CIEIU(PUYHOTO OTBETA, YTO MO
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pasyMeBaeT HalMuhe CTPYKTYP, OTKJIMK KOTOPBIX 3aBUCHT OT ITapaMer-
POB curHaja (HaJIMule ASKOAUPOBAHMUS).

OCoOEHHOCTH JIOKAJIBHBIX 3JIEKTPHYECKUX PEAKIHH B 30HE JIOKAJIb-
HOTO pa3JpaskeHUs MOJAPOOHO paccMOTpeHsB! B 0030pe M.A. Mudrilov
etal. (2021b). B rienoM MOXHO KOHCTaTHPOBATh, UTO Y PACTEHHH €CTh
CIeMaIN3UPOBaHHBIE PELENITOPHBIE CHCTEMBI JJIsl Pa3JIMYHbIX CTHMY-
JIOB, aKTHBALUs KOTOPBIX HPHBOMUT K (OPMHUPOBAHUIO JIOKAJIBHOM
JNIEKTPUYECKON peakuuu B 30He cTumyisinuu. dopmuposaHue yo-
KaJIbHOI JIEKTPMYECKOH pPeaKlMh TECHO cBs3aHO ¢ BxogoM Ca’' B
KiIeTKy. [Ipu 3TOM KajbLeBble CUTHATYPHI U JAWHAMHKA 3JEKTpHYe-
CKOTO TIOTeHIIMala CXOKH. JIOKaJIbHBIE DJIEKTPUYECKHE PEaKIny, Bbl-
3BaHHbIC Pa3IMYHBIMU CTHUMYJaMH, UMEIOT PsJl OOIIMX IMPU3HAKOB,
Cpely KOTOPBIX 3aBUCHMOCTb aMITIIUTY Il SJIEKTPHYECKON PEaKIH OT
CHJIBI CTHMYJIa, JIECeHCHOMIN3alHs B CTydae ITOBTOPSIOLIErocs Jiei-
CTBHUS CTUMYJIa, & TAKXKE CIIOCOOHOCTh MHAYLUPOBATh PACIIPOCTpaHs-
romuiics OC (Mudrilov et al., 2021b).

Hapsiny ¢ HajmumeM yHHBEpCaJIbHBIX YepT, JIOKAJIBHBIE SJIeKTpHYe-
CKH€ PeaKIiH, NOI00HO KaJIbLHEBBIM CUTHATYpaM, UMEIOT M YHHUKAb-
HBIE OCOOCHHOCTH, 3aBUCSIIME OT Xapakrepa crumyia (Bihani et al.,
2025; Kim et al., 2024; Lederer et al., 2025; Mudrilov et al., 2021b). K
TaKUM YHUKaJIbHBIM OCOOCHHOCTSIM OTHOCSITCSI OCOOCHHOCTH IMHAMHKHU
JJIEKTPUYECKOT0 MOTEHINANA, 00YCIIOBICHHbIE CHEM(DUYECKUMH Me-
XaHW3MaMH BOCIPHSATHS CTUMYJIOB, a TakKe pa3jiMyHas BEPOSATHOCTD
WHJYKIMH PacpOCTPaHSIONIErocs CUrHANIA OIPEIeIEHHOTO THIIA.

Ha BTOpOM 5Tare B 1ienu coObITHH nepeaayn HHGpOpMaIMy HaJu-
YHe HECKOJBKHX THIIOB JUCTaHIMOHHBIX DJIEKTPUYECKUX CHI'HAJIOB,
PacIpOCTPaHSIONINXCS U3 30HBI JIOKAJIbHOTO Pa3ApaXKeHHst B CUCTEM-
ueie TkKanu — I1JI, BII, cucTteMHOro moreHiuaga — MOTEHIHMAILHO
JIaeT BO3MOXKHOCTh MCXOJHOT'O pa3JieJIeHns] Ha CTUMYJIBI [0 KaTero-
pHsIM, KOTOpBIE acCOLMMPOBaHBI C ONpENEICHHBIM CHrHANoM. [lei-
CTBHTEJBHO, B II€JIOM, MO)KHO TOBOPHTH O CIEIM(DUYHOCTH Ompejie-
JNEHHOTO THINa AUCTAHIMOHHOIO DC OTHOCHUTENHFHO MHIYyLIUPYIOIIUX
ero ctuMyioB (TadJ. 4.1). Tak, I1]] yacTo pactipocTpaHsieTcs B OTBET
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Ha pasJMYHble HEMTOBPEXKIAIOIINE BO3JICHCTBHS, TAKHE KaK OXJIaXK/e-
HUE, 3JIEKTPUYECKasi CTUMYJISIUS, U3MEHEHHE OCBEIICHHOCTH U MeXa-
HUYeCKoe MpuKocHOBeHUE (cM. Tal.1. 4.1). Hanpotus, BII renepupy-
€Tcid TOJl JCHCTBHEM CHIIBHBIX, YacTO MOBPEXKIAIOIINX, CTHUMYJOB
(Choi et al., 2016; Gallé et al., 2015; Huber and Bauerle, 2016), Bxito-
yasi MEXaHU4eCKre MOBPEeXIeHHs, 0Xkor, HarpeB (cM. Tadu. 4.1). Ox-
Hako, OoJiee IeTaIbHbII aHaJN3 JA€T He CTOJIb OJHO3HAYHYIO KapTUHY.
Tak, B cilyuae MEeXaHHMYECKUX MOBPEXKIEHUH, KaK HE3HAYUTEIbHBIX
(Takux, KaK YKOJ MIJIbI), TaK U TOpa3o Oosee cepbE3HbIX (HampUMep,
MIPU OTCEYEHHUH YaCTH JINCTA), BO3HUKaeT curHai, cxoxuii ¢ I1J] (Furch
et al., 2008; Krausko et al., 2017; Sibaoka, 1973). Taxke TUTHYHBIHA
unaykrop BIT — noBeleHne TeMmepaTypbl — MOXKET BBI3BIBATh CUT-
Haj ¢ TunuyHbIMH A7 [1]] XapakrepucTikamMu, B 4acTHOCTH B 600ax
(Filek and Koscielniak, 1997) u kaprodene (Fisahn et al., 2004).

Taonuua 4.1. Tunbl JIeKTPHYECKUX CUTHAJIOB M JIEKAIIMX
B X ocHoBe cTuMy.10B (Mudrilov et al., 2021b; ccputku Ha
KOHKpPETHBIC pa0OTHI IPUBEICHBI B UCXOTHOM 0030p€)

CTumyJbl Pacrenue Curnan
OxnaxaeHne Mimosa 111
Zea 111
Biofhytum 11
Hibiscus 111
Arabidopsis 111
Populus 11
DrnekTpuyeckas Lycopersicum A
CTUMYJISLHS Luffa A
Aldrovanda Ia
Helianthus 111
Drosera 111
Biofhytum 111
Zea 111
Mimosa 111
[IpukocHoBEHUE Dionaea A
Aldrovanda Ia
Drosera 111
Mimosa 111
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CTumyJbl Pacrenue Curnan
Mexanndeckoe Biofhytum 111
TOBPEKIACHNE Vicia A
Lycopersicon 111
Drosera I1J1 + BII
Cucumis [T + BIT
VP
Arabidopsis [T + BIT
BIT
Pisum BIIT
Phaseolus BIT
Cucurbita BIT
Mimosa BIIT
Zea BIIT
Harpes Solanum 111
Vicia 111
Bidens BIT
Cucumis BIT
Pisum BIIT
Triticum BIT
Osxor Hordeum [T + BIT
Lycopersicon I1J1 + BII
BIT
Mimosa I1J1 + BII
80
BIT
Vicia I1J] + BIT
BIT
Cucurbita BIT
Glycine BIT
Helianthus BIT
Populus BIT
Pelargonium BIT
Pisum BIIT
Nicotiana BIIT
Triticum BIT
Zea BIIT
OmnblieHne Hibiscus 111
M3menenne Dionaea 111
OCBEILIEHHOCTH Mimosa A
BoszoOHoBIICHHE Persea 111
MOJIUBA Vitis A
Zea 111
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Hapsiny ¢ «9ucThIMIY» DIIEKTPHYSCKUMU CUTHAIAMHY, TPEICTABIICH-
HBIMU ObICTpBIM UMIyNbcoM I1J] nmn MeanenHoit BonaHoi BII, moryT
BO3HHKATh CIIOKHBIC KOMOMHHUPOBaHHBIC peakiini. OTUH 13 THUIIOB Ta-
KOl peaKIlnyi — MEJJICHHAs BOJIHA M3MEHECHU S IOTCHIUANIA, TUITMYHAS
qust BIT, Ha (hoHE KOTOpOI BO3HUKAIOT OBICTPBIC IEKTPUICCKUE UM-
ImyJbChl, KoTopele oOo3HauaroT kak IIJ] (Roblin, 1985; Salvador-
Recatala, 2016; Stahlberg and Cosgrove, 1994). [Ipyroii TUII CI0XHOM
peakuu — He3aBUCUMO pachpoctpanstomuecs [1]] u MemienHas
BOJTHA W3MEHEHWH moTeHIuana. [IpuMmep Takod peakid CM. Ha
puc. 4.3. B 3ToM ciy4ae IpOUCXOAUT pa3eiCHUE CIIOXKHON peakIuu
HAa JIB€ KOMITOHEHTHI C YBEITMYCHUEM PACCTOSHIS OT 30HBI CTUMYJISIIIHN
M3-3a Pa3HOil CKOPOCTH pacmpocTpaneHus curaaios: [1]] pacnpocrpa-
usiercs Briepenu BIL. [Togo0HbIe peakiini MOI'yT BOSHUKATh B OTBET Ha
MexaHuyeckoe nopexienue u oxor (Dziubinska et al., 2003; Roblin,
1985; Zimmermann et al., 2013; Zimmermann and Felle, 2009).

Emé omuu acnekt, KOTOPBI HEOOXOJMMO yYUTHIBATH, TOBOPS O
BO3MOXKHOCTH Tepeadydl HH(HOPMALUHU TPU YIACTHU MCTAHIIMOHHBIX
9C, — cnenuduuHocTs napamerpoB DC OAHOTO THUIA, BHI3BAHHOTO
pa3HBIMH CTUMYJIaMH. DTO oTHocuTcs K BII, He moguuHsIOmEeMycs
MpaBUly «Bce MM HUYeroy». COOCTBEHHO, caM TEPMHH «Bapuadesb-
HBI TIOTCHIA» CBSI3aH CO 3HAYUTEIHHON BapHaOEeIbHOCTBIO Iapa-
METPOB PEAKIUH, BI3BAHHBIX Pa3HBIMU CTHMYJaMd. MexaHHuecKHe
MOBpEXJIEHU S, Takhe Kak orcedeHue kopHs (Stahlberg and Cosgrove,
1992, 1994), cnasnuBanue wim nepepesanue nucra (Maffei et al.,
2004; Mousavi et al., 2013; Vodeneev et al., 2018), yacTo BbI3bIBAIOT
BII B dopme pacTIHYTOro MMITYJIbCAa JTUTEIBHOCTHIO B HECKOJIBKO
MUHYT. Peakiyisi Ha OXOr, JUTUTEIBHOCTH KOTOPOW COCTABIISCT Jie-
CSITKM MHHYT, UMEET HEperyssipHylo ¢GopMmy: e€ KpailHe MeJUIeHHas
(aza penoispu3aIry 4acTo MPUBOIUT K TOMY, YTO MOTECHITHAI ITOTHO-
CTPIO HE BOCCTAHABIIMBACTCS B TEUCHHE BPEMEHU PETHCTPAIMU
(Dziubinska et al., 2003; Koziolek et al., 2004; Ladeynova et al., 2020;
Lautner et al., 2014; Mudrilov et al., 2021a; Roblin, 1985; Sukhov et
al., 2014; Surova et al., 2016; Vian and Davies, 2006). B cnyuae no-

99



CTETICHHOT0 HArpeBa PeaKilus TAKKE XapaKTePU3yeTcs: OOIBIION K-
TEITLHOCTBIO0, HO O0JIee PerysipHoil (POPMOI 10 CPABHEHHUIO C 0XKOTOM
(Julien et al., 1991; Mudrilov et al., 2021a).

Taroke st BIT xapakrepHsl 1 pa3auyus B ICKPEMEHTE CUTHATA TI0
Mepe pacrnpoctpaneHusi. CpaBHUTENIBHBIN aHATN3 0COOCHHOCTEH pac-
npocrpanenus BI1, BEI3BaHHOTO pa3HBIMH CTUMYJIAMH, IOKa3aJl BhIpa-
xeHHoe 3aTyxanue BI1, BHI3BaHHOTO 0KOTOM U MEXaHUYECKHM MTOBPE-
KIICHUEM, B TO BpeMs Kak B ciiydae HarpeBa amruintyaa BII ¢pakriue-
CKU He yMeHbIIaJuch ¢ paccTossHueM (Mudrilov et al., 2021a; Roblin,
1985; Stankovi¢ et al., 1998; Vodeneev et al., 2018). B xauectBe uH-
nykropa BIl paccMaTpuBarOT THAPABIMYSCKUN W/WIIA XAMHYECKHN
CHTHAJI, JJIsl KOTOPBIX XapaKTEPHO OclIabiIeHue 0 Mepe yAaleHus OT
30HbI pazapaxkenus (Evans and Morris, 2017). OTcyTcTBUE BBIpasKeH-
HOT'O JIGKpEeMEHTA JUIS UHAYIIUPOBaHHOTO HarpeBoM BII mMoxer roso-
PHTH O HATMYUHU MEXaHU3Ma CaMOTIOICPKaHHUHUS, TPUCYIIIETO, B YacT-
Hoctu, ADK-kansiueBoit BonmHe (cM. TaBy 3). BosmokHasi B3auMo-
CBSI3b TUCTAHIIMOHHBIX IEKTPUICCKUX CHTHAJIOB C JMCTAHIIUOHHBIMU
CHUTHAJIAaMH JIPYTHX THIIOB TOAPOOHEe OyAeT paccMOTpeHa maiee
(B TmaBe 5).

3aKIIOUYMTENbHBIA 3Talm B LENH COOBITHI Iepenavyd uHpOpMa-
1 — (HOPMHUPOBAHHE CIICIM(DUIHOTO OTBETA B CUCTEMHBIX TKaHSX,
KOTOpBIX JMOCTHUT aucTaHIimoHHbld DC. Xopomo usBectHo, urto OC
CIOCOOHBI UHITYITUPOBATH HMIMPOKHI KPYT OTBETOB, B YHCIIO KOTOPBIX
BXOJIAT U3MCHECHUE aKTUBHOCTH (DOTOCHHTE3a, TPAHCIHMPAIIUH, JbIXa-
Husa (Fromm and Lautner, 2007; Sukhov et al., 2019), conepxanus
ropmoHoB (Ladeynova et al., 2023), skcipeccun reHoB (Zandalinas et
al., 2019) u ap. Bonpoc, SBISIOTCA TaKue U3MEHEHUs Cieu(UIHBIMUA
WJIH YHUBEPCAILHBIMH JUISI CHTHAJIOB, BRI3BAHHBIX Pa3IHMYHBIMU CTPEC-
copaMu, ocTaercst OTKPBITEIM. C OIHOM CTOPOHBI, U3BECTHO, 4TO JC,
BBI3BAHHBIC PA3TUYHBIMU CTUMYJIAMH, MOTYT UHIYIIUPOBATH OTHOHA-
MPaBJICHHBIC U3MCHEHHS B AKTHBHOCTH ()OTOCHHTE3a, TPAHCITHPAIIUH,
JIBIXaHUsI, cofiepkaHny ropMoHOB. C APYroil CTOPOHBI, Ha CETOHSIII-
HUH IeHb HAKOILJICHO JJOCTATOYHO MHOTO MPUMEPOB, JEMOHCTPHPYIO-
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IIMX 3aBUCUMOCTh CUCTEMHOI0 OTBETa OT MapaMETPOB HHIYIIUPYIO-
miero ero nucranionHoro DC (Mudrilov et al., 2021b).

Juist IT]], mOqUMHSIOIIET0Cs MPABHITY «BCE MM HUYIETO, (KaK U JUIs
JPYTUX CAMOIOUICPKUBAEMBIX CUTHAIIOB) HEBO3MOKHO KOJAMPOBAHKE
UH(OPMAITIH O XapaKTepe CTUMYJIa B BUJIE CUTHATYPBI JJICKTPUICCKOT0
noreHImana. Ho oT/iebHbIe BUBI PACTCHHUI, KaK U KUBOTHBIE, MOTYT
UCIIONB30BaTh YaCTOTHOE KOIMpOBaHHE. Tak, y HACeKOMOSITHOTO pacTe-
Hus Dionaea muscipula peain3oBaHoO JIeKOIMPOBaHNWE CHTHaJa Ha OC-
HoBe konmuectsa [1]]. JIoByIIKa 3aXJI0MbIBaETCS MMPU PACIIPOCTPAHEHUH
KaK MUHUMYM JIBYX WHIYIIMPOBAHHBIX Pa3IpaKEHHEM CEHCOPHOTO BO-
nocka [1]] ¢ MmakciuManbHBIM MHTEpBaJIOM B 30 C, @ KOr/ia KOJINYeCTBO
HMITYJIbCOB JTOCTUTACT TISITH, HAYMHACTCS SKCIIPECCHsI TCHOB (epMEH-
TOB, OTBEUAIOILUX 32 IepeBapuBaHue 100buu (Bohm et al., 2016).

Huisa BII, B orimuue ot [1/], BO3MOXXHO KoAupoBaHue HH(opMaun
B BHUJIE CHUTHATYpPBI DJIEKTPUYECKOTO MOTEHIIMaNa, ITOCKOJIBKY Iapa-
MeTpel BII, kak omucano paHee, MPOSIBISIOT 3aBUCUMOCTh OT THIIA U
WHTEHCUBHOCTH CTUMYJa. JleHCTBUTENBHO, B psjie padOT IHoKa3aHa
cBs3b MexIy mapamerpamu BIT u mapamerpamu BBI3BAHHOTO MM CH-
CTEMHOr0 OTBeTa. B 4aCTHOCTH, aMIUTUTY/bI OTBETOB (POTOCHHTE3a U
TpaHCIUPALUU KOppenupyoT ¢ ammumtynod BII (Mudrilov et al.,
2021a; Sukhov et al., 2019). Takast 3aBUCUMOCTb TaKXe MPOJEMOH-
CTpUpOBaHa B OTHouIeHuH casura ¢utoropmoHoB (Hlavinka et al.,
2012; Ladeynova et al., 2023, 2020).

B 11e110M, MOXHO 3aKITFOUUTD, YTO TS TAJTBHEH JICKTPUIECKOM CHT-
HAJIM3AI[MH Y PACTCHUI XapaKTepHa CeU(PUIHOCTD. THIT U TapaMeTphI
BBIXOJISIIMX 32 MPEJIeITbl 30HBI JIOKATbHOTO pasapaxenus OC OyayT 3a-
BHUCETh OT XapakTepa CTUMyJa. B cBolo ouepenp, mapamerphl pacipo-
crpassttoruxcst 9C MOTyT ObITh JEKOMPOBAHBI B CHCTEMHBIX TKAHSIX,
B KOTOPBIX MPOUCXOIUT (popMHUpoBaHue otBera. CHCTEMHBIC OTBETHI,
KOTOpBbIE, MO-BHIMMOMY, BKIIOUYAIOT KaK YHUBEPCAIBHYIO, TaK U 3aBH-
CSIILYIO OT THIA CTpeccopa (CHenu(uUIecKyro) COCTaBISIONIIe, odecte-
YHMBAIOT aJIANITAIUIO PACTCHHS K U3MEHSIOIINMCS YCIIOBHSIM CPEJIBL.
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Ycranornenue ponm DC B KOOPIUHAIIMKM OTBETa PACTEHUS Ha JIeh-
CTBHE Pa3JIMYHBIX CTPECCOPOB OTKPHIBAET IIMPOKOE MOJIE IS UCCIE0-
BaHUH. B paMKax Ka)kJoro W3 3TanoB AalbHEN 3JIEKTPUUECKON CHIHA-
JIM3aLMU — OT BOCHPHATHS CTUMYJIA 10 MHIYKIIUA OTBETAa — Ha CEro-
JTHSI CYILIECTBYET MHOXKECTBO HEpEIIEHHBIX BOMPOCcOB. OANH U3 TaKHX
Ba)KHBIX BOIMPOCOB — MOJIEKYJIAPHAS IPUPOIa CUCTEM, OTBEUAIOIINX 32
TeHEPAINIO KaK JIOKAIBbHBIX SJIEKTPHUECKUX PEAKIN HEMOCPEACTBEHHO
B 30HE CTUMYJIAILIUH, TaK U AUCTAHIIMOHHBIX JIEKTPHUECKHX CHUTHAJIOB.
C »TUM BOIIPOCOM CB$I3aH €lIE OJIMH — O KJIETOYHON JIOKAJIU3aIuK MO-
JIEKYJSIPHBIX MTPOKOB DIIEKTPUYECKONW CUTHAIM3AIMU: SIBISETCA JIN
IUIa3MaTHyecKas MeMOpaHa eTMHCTBEHHBIM MECTOM MPOTEKaHUs COOBI-
TUH, UIIM JKe ApyTue MeMOpaHbl, B IEPBYIO OYepelb TOHOIUIACT, TaKKe
BOBJIeUeHBI B TeHepaimio DC? Taxke HEM3BECTHO, KAKHE XapaKTepu-
ctuki DC OTBEYAIOT 32 KOAMPOBaHHWE UH(POPMAIIUH U JICHCTBUTEIBHO
1 umenHo JC nepenaroT nH(popMalrio (He UCKITIOUeHa BO3MOXKHOCTD,
yT0 DC BBICTYNAIOT B KaU4€CTBE HECMEM(PUUECKOTO CUTHANA, a UHPOp-
Malusl B CUCTEMHBIE TKaHU TiepeiaeTcs IpyruMu myTsamu). Kpome toro,
MOYTH HUYETO He U3BECTHO 0 TOM, kKak DC B3aUMOJACHCTBYIOT C AMCTaH-
LMOHHBIMH CUTHAJIaMH Jipyroro Tumna. [1o Mepe HaKoIJIeH!s] OTBETOB Ha
0003HaYEHHbBIE U JIPYTHe OTKPBITHIE BOMPOCH! OYJET TOCTUTHYTO Oonee
rI1yOOKOe TOHMMAaHHUE CIIOXKHBIX 3alIMTHBIX MEXaHU3MOB, JISKAIIUX B
OCHOBE MHTETpallii PacTUTENFHOrO OpraHu3Ma B €AWHOE LIENOE MPH
YYaCTUU TUCTAaHIIMOHHBIX CUTHAJIOB.
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I'J1IABA §
JIMCTAHIIMOHHBII CTPECCOBBII
CUT'HAJI PACTEHUI: UHTETPALIUSI

CUTHAJIOB OTJEJIbHOI'O THUIIA

®opMupoBaHHE aJCKBATHOM OTBETHOM pEaKIMM pacTeHHH Ha
cTpeccopbl TpebyeT ObICTpOil nepenaun HHGOPMAIUU MEKITY yaalleH-
HBIMU OpraHaMM pacTeHusl. PaHee Mbl paccCMOTpeNH TpU TUIA OBICT-
PBIX JUCTAHIMOHHBIX CUTHANIOB (TUAPABIMYECKHNA, STEKTPUUECKUN U
A®DK-Ca?"-BonHa), KOTOpbIEe MOTEHIMAILHO MOTYT MEpeiaBaTh HH-
(hopmaIuio o JIOKAJIbHOM CTUMYJIE CUCTEMHBIM TKaHsAM. BaxxHenmmii
BOIPOC Tpolecca AalbHell CUTHAIM3ALUN Y PACTEHUH 0 TOM, KaKOBBI
KOHKPETHBIE MEXaHM3MbI Tiepeiadrl MHPOpPMaIMU NPH y4acTUU yKa-
3aHHBIX CHTHAJIOB, €II€ MPEJCTOUT PEHINTh. Pemenue sxe Bompoca o
MeXaHU3Max IMeperaund MHPOpMAIUU MPH YYACTUH HECKONBbKUX CHUT-
HaNoB e1é 6osee CI0KHOE, YeM IIPOCTO CyMMa PEIICHUH UMEIOIUXCsl
Ha CErOHS OTKPBITHIX BOIMPOCOB, 0003HAUCHHBIX MIPU PACCMOTPEHUU
Ka)JI0ro OT/IEJIbHOTO CUTHAJIA.

BecbMa BepoATHO, YTO UMEET MECTO MHTETPALIUSI HECKOJIBKUX CUT-
HaJIOB B €AMHBIN NUCTAHIMOHHBIN cTpeccoBbli curHan (Huber and
Bauerle, 2016), KoTOpbIi BKIIOUAET THAPABIMUECKUN, FIEKTPUUCCKUN
U XMMUYECKUI KOMIIOHEHTHI. B 3TOM citydyae nekoaupoBaHHE TaKOro
KOMITJIEKCHOT'O CUTHAJIa JJOJKHO OBITH OCHOBAHO HE TOJBKO HA CHUTHA-
Typax U MyTIX Mepelaun KaXkA0ro U3 CUTHAJIOB, HO TAKXKE U HA y/IeIb-
HOM BEce OT/JCJIbHOI0 KOMIIOHEHTA B MHTErpajbHOM cUrHaje. MHTe-
rpanus 3Ha4UTEIbHO YBENUYUBAET EMKOCTh JUCTAHIMOHHOTO CUTHAJIA
B OTHOLICHUU 00bEMa MH(OpMAIUU, KOTOpast MOXKET ObITh MepeaaHa
CHCTEMHBIM TKaHSIM B CPAaBHEHUU C IIPOCTOIN CYMMOM KaXkJI0ro U3 KOM-
MIOHEHT, T.C. JJaeT CBEpXaJMUTUBHBIN 3(dekt. [Ipexne uem npucry-
MUTh K aHAIKU3Y MOTEHIMAJIBHBIX MyTeH nepeaadn uH(opManuu mnpu
Yy4aCTUH KOMILJIEKCHOI'O AUCTAHI[MOHHOTO CUTHAJIA, KPaTKO pa3oepeM,
YTO MOXKET MPEICTABIATH COOOH Takoi CUrHAIL.
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5.1. B3AMMOJIEMCTBUE JUCTAHIIMOHHBIX CUTHAJIOB

Hecmotps Ha TO, YTO aKTUBUPOBAHHBIE JTOKATBHBIMU CTUMYJIaMH
JIICTAHIIMOHHBIE CUTHAJIBI YaCTO PAaCCMAaTPUBAIOT KaK B3aMMOCBSI3aH-
HbIE, MEXaHU3Mbl UX B3aUMOJICHCTBHUSA, KaK U UepapXusl, HY)KIAIOTCS B
nzydenuu (Fichman and Mittler, 2021). B moanepxKy KOMIUIEKCHON
MIPUPOJIBl TUCTAHIIMOHHOT'O CTPECCOBOrO CUTHAJIA Y PACTEHHH MOTYT
BBICTYNATh MOJIOKUTEIbHBIE OTBETHI Ha CIIEIYIOIINE BOIIPOCHI:

* IMeeT JIM MECTO OJHOBPEMEHHas Iepefadya CHUTHAJIOB Pa3HOIro
THUIIA B OTBET Ha OJTHO BO3JICHCTBHUE;

* COBMA/IAIOT JIM ITYTU U CKOPOCTh TMepeaaun JUCTAaHIIMOHHBIX CUT-
HAaJOB;

* y4aCTBYIOT JIU B M€peiaue CUTHAJIOB Pa3HOro TUIA OOLIUe MoJe-
KYJIIpHBIE UTPOKU?

PaccmatpuBas nepBblii 13 0003HAYEHHBIX BOIPOCOB HEOOXOIUMO
OTMETHTb, YTO B TIOAABJIAIONIEM YU CIIE SKCIIEPUMEHTAIIBHBIX UCCIIEI0-
BaHUH B paMKaxX OJHOW pabOThl PErUCTPUPYIOT TMCTAHIIMOHHBIA CUT-
HaJl TOJNBKO OJHOTO THIA — TUAPABINYECKOTO, 3JIEKTPUUYECKOrO,
BoHbl ADK un Ca?’. Ho pe3ysbTaThl Jaske TaKUX pabOT MOTYT CITy-
KHUTh JIOBOJIOM B MOJICPKKY KOMIUIEKCHOCTH JHUCTaHIIMOHHOTO CHUT-
Haja. DTO yTBEP)KIACHHE OCHOBAHO Ha TOM, YTO OJTHH U T€ KE CTUMYJIbI
WHIYUUPYIOT pa3inyHble JUCTAaHIIMOHHbIE CUTHAIIBI (CM. TJIaBhl 2, 3 U
4). B 4ncno THIUYHBIX MHIYKTOPOB KaXKI0T0 U3 IMCTAHIIMOHHBIX CHUT-
HaJOB — THJPABIMYECKOr0, HJIEKTPUUECKOr0, KaJIbIIUEBOTO U
ADK — BXOAIT MOBPEXIACHUE, aTaKW JUCTOTPHI3YIIMX HACEKOMBIX,
Harpes, 0’KOT OTKPBITHIM Mi1aMeHeM H Jip. COOTBETCTBEHHO, HECMOTPS
Ha PErMCTPAIMIO TOJBKO OJHOTO CUTHAJIa, BECbMa BEPOATHBIM MPE/-
CTaBJISIETCS], YTO BOSHUKAIOT U MIEPEIAI0TCS U IPYTUe CUTHAJIBI.

B psae uccnenoBaHuii OMHOBPEMEHHO PETHCTPUPOBAIIM JIBA CUT-
Haja, o0pa3yloluX TaKue Mapbl KaK: «3JeKTPHYECKUU-THpaBiIrye-
CKUI», «DIIEKTPUUYECKUI-XUMHUECKUY, «XUMUYECKUN-THpaBIHye-
CKU». DIEKTPUYECKYI0 aKTUBHOCTb M THIPABIMYECKUN CUTHAII COB-
MECTHO PETUCTPUPOBAIH B OOJIBIIIOM KOJMYECTBE PabOT HECKOIBKUX
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HaY4YHBIX I'PYII, IPEUMYIIECTBEHHO KOHI[a JBA/IIATOr0 BeKa, B XOJIe
uzyuenus npuposs! BII [moapobuee — cm. B 0030pax R. Stahlberg et
al. (2006); V. Vodeneev et al. (2015)]. YcranoBieHHas CBs3b mapa-
METPOB AJIEKTPUYECKON peaklUH U THIPABIMYECKOr0 CUTHANA B CH-
CTEMHBIX TKaHSX, Hapsly C YCTAHOBJIEHHEM BPEMEHHOM I10CIIea0Ba-
TEITLHOCTH COOBITHI TOBOPST O TOM, UTO JJISKTPUYECKast peaKius B CH-
CTEMHBIX TKaHSIX — CJIEJICTBUE TUApaBIndeckoil BonHsl (Stahlberg et
al., 2006). Takas nepapxus JuIst 3TOH Mapbl B3aUMOJICHCTBYIOIUX CUT-
HaJIOB HE BBI3bIBAET COMHEHHH.

B psazne sxcriepiMeHTaNbHBIX padoT TaKKe MOKa3aHa B3aUMOCBSI3b
WHJTy[IIPOBAHHOT'O TIOBPEKIEHHEM XHMHYECKOI'0 CUTHAA U JIEKTPH-
4ecKol peakuuu. B 3ToM cinyuae XxuMuueckuil curnan (kak gudgyH-
JUPYIOIME U3 30HBI MOBpexAcHUS Monekyiasl DAMP, tak u ADK-
Ca”*-BOJIHBI) TaKKe MEPBUYEH MO OTHOIMICHUIO K 3JIEKTPHYECKOMY.
CBs3p onmHoro wu3 mpeacrasuteneit DAMP (ot anri. damage-
associated molecular patterns — MOJKyJIsipHbIE NATTEPHBI, ACCOLMH-
POBHHBIE C MOBPEXICHUEM) — TiIyTamata — ¢ uuaykuued BIT mon-
pOOHO paccMOTpeHa B Ti1aBe 4.

CBs3b PacHpOCTpaHEHHs dIeKTpuueckoi peakuun u ADK-Ca’'-
BOJIH CTaJjla OYeBH/IHA C CAaMOr0 Hayalsia u3ydeHus nocieanunx: AOK,
Ca”" v sJieKTprYecKre CUTHAIIBI (PYHKIMOHUPYIOT BMECTE KakK eMHbIi
OBICTPBII CHCTEMHBIN CHTHAJI, Nepearoliuii HHPOPMAIIHIO O JIOKaJb-
HOM BO3JieiicTBuHM B yaneHHsie yactu pacrenus (Choi et al., 2017; Ev-
ans et al., 2016; Miller et al., 2009; Mousavi et al., 2013). B wactHocTH,
MOKa3aHo, YTO MapaMeTpbl KaJbI[MEBOH BOJIHBI CXOAHBI C U3MEHEHH-
SIMH 2JIEKTPHYECKOT0 TOTEHIInalIa B cUcTeMHbIX TKaHsX (Nguyen et al.,
2018; Toyota et al., 2018). B kaudecTBe HarJAHOrO NpuMepa Ha
puc. 5.1 npuBeseHa OJHOBPEMEHHasl 3alUCh JIMHAMHKH KOHIIEHTpa-
unn Ca?" BHYTpPH KJIETKH M 3JIEKTPUYECKOTO MOTEHIHANa, TIPeICTaB-
nennas B pabote R. Li et al. (2025b). I3mMeHeHUs 21eKTpUUYecKoro mo-
TEHIMaJIa MPH Nepe/iade TMCTaHIMOHHOI0 CUTHAJIa MOT'YT OBITh MHIY-
IMpOBaHbl BCieACTBUE akThBaimu Ca’’-poHMIIaeMbIX KaHAJIOB Ce-
MmeiictBa GLR akTtuBHbIME (popmamu kucnopopa (Devireddy et al.,
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2018; Miller et al., 2009; Mousavi et al., 2013; Nguyen et al., 2018;
Salvador-Recatala, 2016; Toyota et al., 2018). Takast akTuBars Mo-
JKET OCYIIECTBIISATHCS MPU YYACTUU PEIENTOPa MEPOKCUIa BOIOPOIA
HPCAT1 (Fichman et al., 2022). CoryiacHO 3TO# MOJIeTIH HHTErpaibHasI
A®K-Ca*'-BortHa nepBUYHA 110 OTHOIIEHHIO K 3JIEKTPHUYECKON peak-
uu. B mosb3y 3TOro roBOPSIT B MHOTOYHCICHHBIC SKCIICPHMEHTAIb-
HBIC JIAHHBIC 00 YTHETECHHH JJICKTPHUECKOr0 CUTHAJA y PaCTCHUI pu
noznasnenun Bxofa Ca’’ B KieTky myTeM oOpabGoTKH GloKaTopaMu
Ca*’-nponunaembIx kaHanos (00braHo La®") u xematopamu Ca®* (Li et
al., 2025b; M. A Mudrilov et al., 2023). OnHako, paHKUPOBAHUE TSI
napsl «ADK-Ca®’-BoiHa M >JIeKTpUYeCKMil CHUrHam» He sBJAeTCs
cTonb onHO3HAUHBIM. Tak, Hanpumep, B padotax (Fisahn et al., 2004;
Moe-Lange et al., 2021; Nguyen et al., 2018) ycTraHoBII€HO, 4TO H3Me-
HEHHE DIICKTPHYECKOr O MOTEHIIMAAa B CUCTEMHBIX TKAHSIX OMEPekKaeT
yBenuueHue konuentparuu Ca’",
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qCpHI)IMI/I CTpEJIKAMU OTMCUCHBI MECTa BOSHeﬁCTBHH (HpI/IKOCHOBeHI/IH WJIK IOBpeE-
JKJIEHMs), a KPAacHBIMH — OOJIACTH MHTepeca s aHanu3a curbana [Ca’ .
3J’[CKTpOIII)I JUI pETUCTpaluu JICKTPUYICCKUX CUTHAJIOB 0603Ha‘{eHBI 6yKBOﬁ <O».
Puc. 5.1. U3MeHeHuUsI TOBEPXHOCTHOr0 MOTCHIMAJIA U KAJIBIHEBOI0
curnana ([Ca**luw) B tucTe Mimosa pudica B oTBet Ha
npuKocHoBeHnue u noppexaenne (Li et al., 2025b)
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XUMHUYECKHH ¥ THAPABINYECKUIN IMCTAHIIMOHHBIE CUTHAIIBI TAKIKEe
HEJIb3sl PacCMaTpUBaTh Kak He3aBUCHUMbIE. CKOPOCTh XMMHYECKOTO
CHUTHAJIa MOXET 3HAUUTEIIbHO YBEIWYMBATHCS BCIEACTBUE MEpenadn
TUJIPABIMYECKOr0 CUTHAIA TIPH YCJIOBUH, YTO CUTHAIBHBIC MOJICKYJIbI
(DAMP) BBICBOOOXKAAIOTCSA B KCHUJIEMHBIN COK B T€UEHUE BCETO BpPE-
MEHHM paclpocTpaHeHus rupasindeckoro curnana (Huber and Bau-
erle, 2016). YckopeHue nepeayl XMuMUYECKOTO COSTUMHEHUS U3 30HbI
MOBPEXICHHSI B CUCTEMHBIE TKAaHU I'HJIPaBINYECKON BOIHON SKCIEPH-
MEHTAJILHO MOKa3aHo Ui pa3nuuHbX pactenuid (Malone et al., 1994;
Rhodes, 1999; Vodeneev et al., 2012).

PaccMoTpeHHBIE TapHbIE B3aUMOJCHCTBUSI MEXIY TUApaBIHYE-
CKUMH, 3JEKTPUUECKUMH ¥ XUMUUECKUMU CUTHAJIaMHU, B I[EJIOM, CBH-
JICTENLCTBYIOT 00 MHTETPajbHOCTH JUCTAaHIIMOHHOI'O CTPECCOBOIO
CHUTHasA.

Kpome paboT, MOCBSIIEHHBIX PETUCTPAI[MH OTAEIbHBIX Nap CUTHA-
JIOB, CYIIECTBYIOT EIMHUYHBIEC paOOTHI, B KOTOPBIX BCE YKa3aHHBIC [TH-
CTAHILMOHHBIE CUTHAJIBI PETUCTPUPOBAIN B PAMKAX OJHOTO HUCCIE0-
BaHus. Tak, B pacreHusx Arabidopsis thaliana 3aperucTpupoBaHbI
BosHbel ADK u Ca®’, a Taxoke SMeKTpUYECKUi ¥ THAPABIMYECKUE CHT-
HaJIbl, UHYI[UPOBAHHbBIC TAKUMHU JOKAJIBHBIMU CTPECCOPAMHU KaK CBET
BBICOKOII MHTeHcHBHOCTH U mnoBpexxaeHue (Fichman and Mittler,
2021). ITapameTpsl pacpocTpaHEHHsI ITUX CUTHAJIOB MO3BOJISIOT pac-
CMaTpUBATh UX B KAUECTBE KOMIIOHEHTOB MHTETPAJIbHOTO AUCTAHIIH-
OHHOT'O CUTHAJIA.

IlepeiinéM Ko BTOPOMY BOIIPOCY — O COBIIAJIEHUM IIyTEH U CKOPO-
cTeil mepefayd NUCTAaHLMOHHBIX CUTHajoB. Hammune oOmux myTeit
PacIpOCTpaHEHUs JUIsl CUTHAJIOB PA3JIMYHBIX TUIIOB — EIIE OJMH ap-
TYMEHT B MOJb3Y UX B3auMojehcTBus. [IpoBoasiye mydxku CiyxaT
«UH(pOPMAIIMOHHON CYIEepMariuCcTpaibio» MEXKAY OTJaICHHBIMU Opra-
Hamu pactenuii (Kondhare et al., 2021) ans perynupoBanus ux pocra
U Pa3BUTHS, a TaKXKe I (POPMUPOBAHMS AJANTALIMOHHBIX OTBETOB.
Cocynucras ceTb HACHTU(PUIIMPOBAHA KaK MPEUMYIIECTBEHHbIH MyTh
neperadn TUAPABINYECKUX U 3JIEKTPUUECKUX, a Takke BomH ADK n
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Ca”" (cM. tnaBel 2, 3 u 4). B To %e BpeMs, Kak MOT4ePKHYTO B paboTe
Y. Fichman u R. Mittler (2020), «xotst Ob110 ObI 3aMaHYUBO MPETIO-
JIO’KUTh, YTO BCE CUCTEMHBIE CUTHAJIBI IEPEIAIOTCS YEPE3 COCYTUCTYIO
CHCTEMY PAacTEeHMH (B HEKOTOPOH CTENEHH CPOJHU HEPBHON cUCTEMeE
XKUBOTHBIX), CJIEAYET COXPAHSATh HEMPEIB3ATOCTb, KOTAA JETI0 J0X0-
JUT 70 aHaJIM3a TaKOro BasKHOTO BOIpOcay. Takoe MperocTepekeHue
00YCIJIOBJICHO BBISIBJICHHBIMU OCOOEGHHOCTAMH IyTeil nepepadu CH-
CTEMHOT'0 CUTHANA — 110 COCYAUCTBIM WU IO HECOCYUCTHIM TKAHSIM,
a TaKXke OT THUIA CTPECCOpa, KOTOPBIH TAKOM CHUTHAJI MHAYyLHPOBAJ
(Fichman and Mittler, 2020). OtHako, HeCMOTpPS Ha 5TO 0OOCHOBAHHOE
MPEAOCTEPEIKEHUE, MOKHO JOCTATOUHO YBEPEHHO TOBOPUTH O HAJH-
YUY OOIIUX MyTel Mepeaauyl CUTHAJIOB Pa3IMuHOro TUMa. B coBokym-
HOCTH C OJIN3KMMU CKOPOCTSIMU Iepejauul 3JEKTPUIECKOr0 CUTHAIA U
Boin A®K u Ca®’, koTopble Takke GJIU3KH K CKOPOCTSAM M3MEHEHHUS
o0beMa M JABIECHUS B KJIETKAX HECOCYIUCTBIX TKAHEH, BBI3BAHHBIX
BOJTHOI JaBJIEHUS B COCYJaxX KCHJIEMBI, HAIM4YKME O0IUX ImyTeil mepe-
Jlauu TOBOPHT B TOJIb3Y KOMIICKCHOCTH JUCTaHIIMOHHOI'O CUTHAJA.

Haxkowner, nepeiiném k Bonpocy 00 00IUX MOJIEKYISIPHBIX UTPOKAX
JUISL CHTHAJIOB pa3Horo tumna. HemocpeacTBEHHbIE yIaCTHUKY MPOLEC-
COB Tepefauu U BOCHPHUSTUS CUTHAJIOB PA3IMYHOrO TUIA PACCMOT-
PCHBI B COOTBETCTBYIOMIMX IJIaBax (cM. riassl 2, 3 u 4). B Tada. 5.1
MpUBE/ICHA KpaTKasi CBOJIKA HanOoJee BEPOSITHBIX MOJNEKYJISIPHBIX WUI-
POKOB JUIsl CUTHAJIOB Ka)KAOro THUIA. XOPOIIO BUHO, YTO OOJIBIINH-
CTBO HauboJjee BEPOIATHBIX YIACTHUKOB ITPOLIECCOB JJAIHEH CUTHAIH-
3alUM UMEIOT MPUBSI3KY K CHUTHAJIAM Cpa3y HECKOJIBKUX THUIOB. JTO
MOJpa3yMeBaeT, YTO UX aKTUBALUs (4eM Obl OHA HU BbI3BaHA) OyaeT
CIOCOOCTBOBATH MEpeaue U/Uial HHUIUAIIMN Cpa3y HECKONBKUX CUT-
HanoB. Hamuune Takux o0IUX MOJEKYJISPHBIX UTPOKOB JAJIbHEH CHUT-
HaNU3aIU1 TAKKE 3aCTaBIISET B3TJISIHYTh HA JUCTAHLIMOHHBIN CUTHAI,
KaK Ha KOMILJICKCHBIH.

B menoM, monoxuTenbHbIE OTBETHI HA 00O3HAUCHHBIC B Hauale
paszienia BOMpOChl — BECOMBIN JJOBOJ B TOJIb3Y TOTO, YTO AUCTAHIU-
OHHBIN CTPECCOBBII CUTHAN y PACTEHUIl MOXKHO paccMaTpuUBaTh Kak
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pe3yNIbTaT B3aUMO/ICHCTBUS THAPABINYECKOT0, XUMHUECKOTO U JIeK-
TPUYECKOT0 CUTHAJIOB. B TO ke BpeMs, HENb3sl HE NMPUBECTU U apry-
MEHTBI, KOTOpbIE MPOTUBOpEUAT 3TOH Touke 3peHus. Hanbonee Bax-
HBIE U3 HUX — PE3yJIbTaThl HCCIEA0BaHUN, B KOTOPHIX MCKIIOYEHHE
OJTHOTO U3 MOJICKYJISIPHBIX UTPOKOB OKa3bIBAET PA3IMUHbIN A ekt Ha
CHUTHANIBl pa3Horo tuma. Hampumep, mokazaHo, 4TO MyTauusi reHa
glr3.3 MmoxeT oka3bIBaTh 00jIee CHIIBbHBIN A((EKT Ha KaTbIIUEBBIN CUT-
HaJl, 4eM Ha snekTpuueckuit (Qi et al., 2006). Taxxe 0OHapyKeHO, UTO
peuentop HPCAI urpaer xito4eByto poiib B Iepeiaue HHIYIIUPOBAH-
HBIX CBETOM BBICOKOI MHTeHCHBHOCTH curHanoB ADK u Ca’, omHako
HE MpPHUHHUMAET Y4acTHs B IMepefaue 3JICKTPUUYECKOrO CHUTHala
(Fichman et al., 2022).

Ta6umnna 5.1. MosekyJasipHble y4aCTHMKH NPOLECCOB Nepefavu 1
BOCNIPHUATHUS JUCTAHIMOHHBIX CHTHAJIOB PA3JIMYHOI0 THIIA

YuacTHuk Tun curnana
(MoJ1eKyIspHBIii HTPOK)” Tuppasin- | Inexrpue- | ADK-Ca*'
4ecKHii cxmii BOTHA

TPCl1 % v ¥
GLR3.3, GLR3.6 = 7 J
MSL10 % 7 7
OSCA 7 ;

MCAL, 2 v %

CNGC ; v
RBOH 7 7
Ca’"-ATPase (ACAI0, ACA 12) J -
H*-AT®aza (AHA1) 7 ;

" — neraibHast MH(OPMALWST M CCBUIKH HA MCTOYHHUKH JIUTEPATyPbl IPUBE/ICHBI B TUIaBax 2, 3, 4.
-

— CYLIECTBYeT IpPEIIOIOKEHHEe O BKIAZe B IEHEPalHIo I'MAPABIMYECKOr0 CHUTHala
(Fichman and Mittler, 2020), Ho 000CHOBaHHOCTb ITPEAIIOJIOKEHHS HE OUCBHUIHA.

Hamuuue APryMCeHTOB KaK «3a», TaK U «KIIPOTUBY, BEPOATHO, TOBO-
puT OT TOM, YTO 6I)ICTpa${ CHUCTEMHas mnepeaadya CUIrHaJIOB B pacCTe-
HUAX — TOpa3ao 0oJree CIIOKHBII mponecc, 4eM KaX€TCd Ha OCHOBE
UMCIOINUXCA Ha CErOAHSIIHUN JIeHb SKCIICPUMCHTAJIbHBIX TAaHHBIX, U
HUMECT BBICOKYIO CTCTICHDb MJIACTUYHOCTHU, 3aBUCAIYIO OT THIIA U CUJIbL
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cTpeccopa, a TakkKe OT THIA TKaHU, Ha KOTOPYIO CTPECCOp BIMAET, U
JPYrux (pakTopoB.

5.2. BAPUABEJBHBIN MOTEHIIUAJI KAK KOMILTEKCHBII
JTUCTAHIIMOHHBIN CUTHAJI PACTEHUM

BII, cornacHo npuHsTON Kiaccu(DUKaluu, — OJUH U3 TUCTAHIHU-
OHHBIX JJIEKTPUUECKUX CUTHANIOB (CM. riaBy 4). B To ke Bpems, uc-
CJIEJIOBATENH CXOMATCS BO MHeHUH, uTo BIT — He camopacmpocTpaHsi-
FOLIUICS ANEKTPUUYECKUI CUTHA, & AJIEKTpUYECKasi peaKius, HHIyIU-
pOBaHHAs XUMHMYECKUM WIM THPABIMYECKUM cHUTHaJIOM. MMerorcs
JIOKa3aTelbCTB B MOJIb3Y KaK XMMHYECKOr0, TaK U THIPABINYECKOrO
unaykropa peakuuu (Huber and Bauerle, 2016; Johns et al., 2021; Li
et al., 2025b; Stahlberg et al., 2006; Vodeneev et al., 2015). D10 no3-
BoJIsieT paccMaTpuBath BII kak eTMHBIN KOMITJIEKCHBIN CUTHAM, BKITIO-
YAIOUUN 3JIEKTPUUECKUN, THIPABINYECKUM U XMMHUYECKUH KOMIIO-
HEHTHI.

[Tapamerpsr BIT mposiBiisitoT 3aBUCUMOCTh OT THIA W CUJIBI CTH-
MyJa, KOTopbli ero unaynupyet (Mudrilov et al., 2021b; Vodeneev et
al., 2015). Kpome Toro, msa BII xapakTepHO H3MEHEHHUE TapaMeTpoOB
o Mepe pacnpoctpaneHus. [Ipu Tom, BeIpakeHHOCTh U3MEHEHUS Ta-
pameTpoB C YBEIMUYEHHEM PACCTOSHHUSA OT 30HBI JOKAIBHOTO pas3zpa-
KEHMsI TaKke 3aBHCUT OT TUIA CTUMYJNa, HHAyuupyromero BII
(Mudrilov et al., 2021b). Tak, Ha pacTeHUsX MIIEHUIIBI TOKA3aHO, YTO
OJIHU CTUMYJIbI, HampuMep, MEXaHW4YEeCKOEe TMOBPEKICHHUE, WHIYIHU-
pytoT BII, koTopblii OBICTPO 3aTyXaeT C PACCTOSIHUEM, a JApyTHeE,
HampuMmep, HarpeB, MHIYUUpytoT BII, koTopslii mepenaercs 0e3 3aty-
xaHus Ha 6onbinue paccrosHus (Mudrilov et al., 2024). Takue oco-
OEHHOCTH MOYKHO OOBSICHUTH B PaMKaX TMITIOTE3bl KOMIUIEKCHOTO M-
CTaHIIMOHHOTO CUTHAJIA.

JlokanpHBIN cTpecc BBI3BIBAET KAaK T'MAPABINYECKUN, TaK U XUMHU-
YEeCKHI CUTHAIIbI, KOTOPbIE, PACIPOCTPAHSSACH, BBI3BIBAIOT U3MEHEHHS
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JJIEKTPUYECKOrO MOTeHLMAaNa. Pa3IuuHblil yneNnbHbIN BKIaJ TUAPAB-
JIMYECKOTO M XHMHYECKOTO CHI'HAJIOB MOXKET OINPEAEIISATh Crennpuy-
HOCTh TlapaMeTpoB. Takas XapakTepHas JUIsl OTAENbHBIX CTUMYJIOB
ocobenHocth BII, kak oTCyTCTBHE 3aTyXaHHUs 110 MEpe PacipocTpaHe-
HUSI, MOXKET YKa3bIBaTh Ha BKJIAJl CAMOIIO/ICP)KUBAEMOT0 CHTHAJIa B
ero nepenauy (Mudrilov et al., 2024). B xauecTBe Takoro curHaia y
pacrenuii paccmatpusaror ADK-Ca’’-ponny (cm. rmasy 3). B cBoro
ouepenb, it ADK-Ca’ -BoJHBI MPOJIEMOHCTPUPOBAHBI Pa3Huusl B
MEXaHU3Me U MyTSX INepelayd Mpu ACHCTBHH CTUMYJIOB Pa3InYHON
npupossl u cuisl (Li et al., 2025). Hanuuune Takoit 3aBUCUMOCTH B CO-
YeTaHUH C PA3IMYMIMHU B yJIETBHOM BECe XUMHYECKOH 1 THJIpaBIInye-
CKOU cocTaBJisitoleil kKoMmruiekcHoro curnana (Mudrilov et al., 2024)
MOXKET O0BSICHUTH UMEIOIIIE MECTO pasinnyus B mapamerpax BII.

3aBucumocts napamerpoB BII oT Tuma u cuiel cTUMyIia, a TakxKe
M3MEHEHHE ero napamMmeTpoB 10 Mepe IepeaadH AeNatoT MOTEHI[HAIbHO
BO3MOYKHOH TIepesiady B CHCTEMHbBIE TKaHU HH(OPMaIMK KaK O Xapak-
Tepe CTUMYyJIa, TaK U O TOM, HACKOJIbKO JIaJIeKO AEHCTBOBAI CTUMYJL.
310 0becneynT BOZMOKHOCTh (POPMHUPOBAHUS al€KBATHOI'O CTHMYII-
crenudUYHOro CHCTEMHOr0 OTBETA.

5.3. ®OPMUPOBAHME CINEIUOPUYHOTIO
CHCTEMHOI'O OTBETA

Pactenust pa3BuIIH CIOXKHBIC 3aIIMTHBIC MEXaHU3MBI TSl BBIXKHBa-
HUS B U3MCHSIONINXCS YCIOBHSIX Cpelibl. B ciyuae neiicTBus JToKau-
30BaHHBIX CTPECCOPOB (aTaKH HACEKOMBIX, MEXaHHUECKOE TOBPEKIC-
HUE | JIp.) PACTEHHS HE TOJNLKO 3aIyCKAIOT 3allIUTHBIC PEaKIIUU B Me-
CT€ MOBPEXKICHUS, HO M MYTEM Tepeadd TUCTAHIIMOHHBIX CHTHAJIOB
WHAYIHUPYIOT OTBETHI B HETTOBPEKICHHBIX TKAHSX JJIs1 (HOPMUPOBAHHUSI
CHCTEMHOI 3aIMTHOM WM aJanTallMOHHON PEaKI[UH, YTO MO3BOJISIET
pactennto 3()(GEKTUBHO IMOATOTOBHUTHCS K MPEICTOSIIUAM yrpo3aM
(Huber and Bauerle, 2016; Leon et al., 2001; Li et al., 2025b). Unny-
[UPOBAHHBIC MOBPEKACHUEM WM WUHBIMU JOKAJIBHBIMH CTUMYJIaMU
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JIOKAJIbHBIE ¥ CUCTEMHbIE OTBEThHI BKIIIOYAIOT MHOXECTBEHHBIE METa-
Oonuueckue U3MEHEHUS 1 U3MEHEHUs sKcnpeccuu reHoB (Leodn et al.,
2001). CoBOKYMHOCTb MHIYIUPOBAHHBIX AUCTAHIIMOHHBIMH CUTHA-
JIaMH OTBETOB BEZIET K PA3BUTUIO CUCTEMHOM MPHOOPETCHHOM aKKIIU-
MaTH3aLUN UM CUCTEMHOI NMPpHOOPETEHHOH PEe3UCTEHTHOCTU (B aH-
TJIOS3BIYHOM JIMTEpaType H3BECTHBIX kak SAA u SAR coorBer-
ctBeHHo) (Choi et al., 2016; Huber and Bauerle, 2016). CymectByer
TOYKA 3pPEHUS, YTO MHIYIUPOBAHHBIC AUCTAHI[MOHHBIMU CHUTHAJIAMU
cucrtemHble oTBeThl Hecnerupuunel (Choi et al., 2017), mockoneky
OJIH U TOT € Ha0Op CUTHAJIOB — TUAPABINYECKHUH, JIEKTPUUECKUN
u AOK-kanplueBblit — MepeaaeTcs Npu JeHCTBUM Pa3IMIHbIX CTpeC-
COpOB. BBICTpBIE MUCTAaHIIMOHHBIE CUTHAJIBI MOTYT JEHCTBOBATh Kak
HAYaJbHBIN CTPECCOBBII CUTHAN, MHAYLUPYS aKTUBALUIO HECTIELU(U-
YECKUX 3aILUTHBIX PEaKLUi, UTO AAeT PACTEHUIO BpeMsl AJIsl epeiaun
MEUIEHHBIX, HO CHENU(UYHBIX B OTHOIICHUN CTUMYJIA, XMMUYECKHX
CUTHAJIOB, U MHIYIIUPOBAHHON MMHU TOHKOI MOACTPOWKU MPOLIECCOB
noj u3MeHuBImuecs yciosus cpensl (Choi et al., 2017). B mons3y Ta-
KOM TOYKM 3pEHHs CBUETENbCTBYET HAIMYNE HECTICU(PUIECKUX HU3-
MEHEHUH, BBI3BAHHBIX JUCTAHIMOHHBIMM CUTHalaMH. Tak, CUTHaI,
BBI3BaHHBIA CTPECCOPOM OJHOM NMPUPOABI, MOXKET YBEIUYUTH YCTOM-
YUBOCTb PACTECHUS K ACHCTBHUIO JPYroro crpeccopa (Kpocc-aaanTarus)
(Foyer et al., 2016; Retivin et al., 1999).

B T0 3xe Bpemsl, NOSBIAIOTCS JaHHbIE, IEMOHCTPUPYIOIIUE HAJU-
4He CHelU(pUIHOrO OTBETA B CUCTEMHBIX TKAHSX, KOTOPBIH pa3BUBa-
eTcsl CIyCTs HeOOMIbIIOE BpeMsi IOCIIe JEHCTBHSI JIOKAJIbHOTO CTUMYIIA,
YTO OJJHO3HAYHO CBS3BIBACT €r0 (pOpMUpPOBAHUE C OBICTPBIM JTUCTaH-
[UOHHBIM CUTHAJIOM. XOTs YUCIIO TAKUX PAabOT MOKa HE BEJIUKO, OHU
MOKAa3bIBAIOT CIEHU(PUUHOCTD Pa3IUYHBIX CHCTEMHBIX OTBETOB, TAKHX
KaK U3MEHEeHHUs B dKcrpeccuu reHoB (Zandalinas et al., 2020), akTus-
HoCTH (hoTocHHTE3a U ckopocTH TpaHcnuparun (Krausko et al., 2017;
Mudrilov et al., 2021a; Vodeneev et al., 2018; Yan et al., 2024).

BbI3BaHHBIE AUCTAHIIMOHHBIMU CHUTHAJaMH HW3MEHEHUS! aKTUBHO-
cTU (POTOCHUHTE3A SIBISIOTCS, MOXKAIYH, CAMBIM XOpOIIO U3yYEHHBIM
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CHCTEMHBIM OTBETOM. bBOJbIlIOE BHHUMAHHUE, YACIIEMOE H3Yy4YCHUIO
0COOEHHOCTEH M MEXaHU3MOB (DOPMUPOBAHHUS OTBETOB (POTOCUHTE3A,
00YCIIOBIICHO, B TOM YHCIIE, CYNIECTBEHHBIM BKJIaJIOM TaKHX OTBETOB
B (opMHpOBaHUE CHUCTEMHOH MPHOOPETCHHOW AaKKIMMAaTU3aI[HK
(Sukhov, 2016; Sukhov et al., 2019; Szechynska-Hebda et al., 2017).
AHau3 MeXaHW3MOB, OOYCIaBIUBAIOIINX CHEHU(PUIHOCTH CHCTEM-
HOro oTBeTa (hOTOCHHTE3a TPEOYET U3JIOKEHHUS TIPESIICTABICHUI O TOM,
KaK KOMIUICKCHBIN TUCTAHIIMOHHBIN CUTHAI — BapuaOebHBIN MOTEH-
I[UaJl — TaKO# OTBET WHIYIHPYET.

WupynupoBaHHbIN BapraOeIbHBIM MOTEHIIMATIOM OTBET (DOTOCHH-
Te3a 3aKJII0YACTCS BO BPEMEHHOM CHUKEHUHM aKTHBHOCTH, KOTOPOE
pa3BuBaercs B Heckonbko cTanuii (Mudrilov et al., 2021a). KiroueByto
pOJIb B MHAYKIUU TAKUX U3MEHEHHI WUTPAIOT CIBUTH KOHIICHTPAI[HIA
Ca*", H" u A®K, cBssaunsie ¢ pactipoctpanenuem BIT (Sukhov et al.,
2019). [dpyro#i BakHBIM MeXaHU3M BBI3BAHHOTO BapuaOeNbHBIM TO-
TEHIIMATIOM U3MEHEHUsT (POTOCHHTETUUCCKON aKTHBHOCTH — PEryJisi-
U1 yCTBUYHOM POBOTUMOCTH, OITOCPEIOBAHHAS H3MEHEHHUEM COZICP-
XaHUs PUTOTOPMOHOB, B TIEPBYIO OYEPElb ’KACMOHATOB, OBICTPOE TTO-
BBIIIICHUE YPOBHSI KOTOPBIX SABJISIETCS THITMYHOM peaKiinei, BRI3BaHHOM
muctaHimonHbM curHasiom (Farmer et al., 2020; Hlavackova et al.,
2006; Hlavinka et al., 2012; Kuznetsova et al., 2025; Ladeynova et al.,
2023). Pa3znuyHble MyTH pa3BUTUSI CUCTEMHOTO OTBETa HE SBISIOTCA
HezaBucuMbIMU (puc. 5.2) (Ladeynova et al., 2023). [Ipunumas Bo
BHUMAaHHUE, YTO CUCTEMHBIN OTBET (POTOCHHTE3a BKIIOYACT OBICTPYIO
(HECKOJIbKO MUHYT) M JUTUTENBbHYIO (IECATKM MUHYT) (a3bl, CXeMa ero
(dbopMHUpOBaHHS MPEICTABIACTCS CIEeMyIoel. ObIcTpast (a3a OTBeTa
PEryNHUpyeTCsl TUCTAHIIMOHHBIM CHTHAJIOM, TJIaBHBIM 00pa30oM BCIe-
CTBHE U3MEHEHU KOHIIEHTpaui Ca>, H" u ROS, KOTOpBIE TaK¥Ke 3a-
MYCKAIOT MPOAYKIHIO TOPMOHOB. [TOBEIIIICHHE KOHIIEHTPAIIUK TOPMO-
HOB MPHUBOAMUT K (POPMHUPOBAHHUIO TOCIEAYIOUICH ATUTENbHON (ha3bl
CHCTEMHOr0 OTBETa MyTeM KakK (PU3MOJOrMYEeCKOW, TaK U TCHETHYe-
ckoii perynsuuu (cM. puc. 5.2) (Ladeynova et al., 2023).
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CUCTEMHBIN OTBET

PacripoctpaneHue BapuabesIbHOr0 MOTEHI[MANa BBI3BIBAET OBICTPYIO (ha3y CHCTEMHOIO OTBE-
Ta ¥ U3MEHEHHUE COJICPXKAHUSI TOPMOHOB B CHCTEMHBIX TKaHAX pacTeHuil. brictpas da3za cu-
CTEMHOr'0 OTBETa KOHTPOJIMPYETCS TaK Ha3bIBaeMOW (PU3HOIOrMUYECKOM peryIsiueii, KoTo-
pasi HapsIMY'O BIMSIET Ha (PU3HOJIOTHUESCKUE MPOLIECCHI BCIICACTBHE U3MECHEHHS KOHI[CHTpa-
it Ca?*, H" u A®K. JlnutenbHast pa3a CHCTEMHOrO OTBETA KOHTPOIUPYETCS TOPMOHAMHU
myTeM (PH3HOJIOTHYECKOM PEryIISIMU 1 W3MEHEHHUS SKCIIPECCHU TeHOB, KOTOPBIE TAKKE MO-
TYT 3aBHCETh OT JIEKTPUUIECKUX CUTHAJIOB.

Puc. 5.2. Cxema popmupoBaHusi AByX(pa3HOr0 CHUCTEMHOI0 OTBETA
(Ladeynova et al., 2023)

dopMupoBaHe CTUMYII-CIIEIUPHUYHOIO CUCTEMHOI'O OTBETa pac-
CMOTPHM Ha NpHMepe U3MEHEHHUI aKTUBHOCTH (OTOCHHTE3A B JINCTE
MIICHHUIIBI, BBI3BAHHBIX PAa3UYHBIMH CTUMYJIAMH — TOCTEICHHBIM
YMEpEeHHBIM HarpeBoM U oxxorom (Mudrilov et al., 2021a). O6a crtu-
MyJa BbI3bIBalOT pacnpocrpanenne BII u nByxdasusrit horocunTeTH-
YeCKMH OTBET B HECTUMYJIHPOBAHHBIX 30HaX pacTteHusi. OcCOOEHHOCTH
WHIYIIMPOBAHHBIX Pa3lIMUHBIMU CTHMYJIaMH OTBETOB (OTOCHHTE3a U
00yCIaBIMBaIOIINE NX MEXaHU3MBI ITPE/ICTABICHHI Ha puc. 5.3.

[Ipeobnafganue OMpenescHHOro MmyTd (OPMUPOBAHMS OTBETA B
clty4ae IeHCTBUS Pa3INYHBIX JIOKAIBHBIX CTUMYJIOB MOXKET OBITh 00Y-
CJIOBJIEHO PA3JIMYHBIM Y/EIbHBIM BECOM KOMIIOHEHT KOMIUIEKCHOTO
JMCTaHIIMOHHOTO CHTHana. B ciydae OBICTpO HapacTaloIiero CTH-
MyJIa — 00ra — MOXKHO OKH/IaTh OOJIBILINI BKJIa ] THIPaBIHYECKOT 0
CHTHAJNa, B Clly4ae Me/UIEHHO Hapacraromiero — Harpesa — AQDK-
Ca?"-onusl (Mudrilov et al., 2024).
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CTuMyI BBI3BIBAET pacIpOCTpaHeHHe BaprabenbHoro norenmmana (BI1, cuHuii kpyr): ¢ yMeHb-
IICHHEM MHTEHCHBHOCTH — B ClIydae 0)kora; 0e3 yMEeHbLICHVs HHTEHCHBHOCTH — B CIIydae
nocrenenHoro Harpesa. Pacnipocrpanenue BII Bbi3biBaeT u3meHeHus pH (3enensie kpyru) u
MpoAyKUUH xKacMoHoBOH kucnotsl (KK, cepblie kpyru). B cBoto ouepenp, capuru pH 1 KoH-
nenTtparuy KK HHIyDUpyIOT OBICTPYIO H JUIMTEIBHYIO (ha3bl (POTOCHHTETHYECKOTO OTBETA CO-
OTBETCTBEHHO. B cirydae GbIcTpo HapacTaromero cruMya (0%or) BeIpaxkeHa ObIcTpast (pa3a oT-
BETa, KOTOpasl 3aTyXaeT C PacCTOsIHMEM. B clydae MeIIeHHO HApaCTyLIero CTUMyna (IocTe-
MICHHBIH HarpeB) BEIpaXkeHa JUTHTeNbHAs (ha3a OTBETa, KOTOpas He 3aTyXaeT C PACCTOSIHHEM.

Puc. 5.3. Cxema pa3sBuUTHS CHCTEMHOI0 0TBeTa OTOCHHTE3a
Y NPOPOCTKOB MIIEHHIbI, BBI3BAHHOT0 0;KOI'0M H HarpeBoM

Hmetore MecTo pa3nuyus B mapamMeTpax CHCTEMHOTO OTBETa, Be-
POSITHO, BAXKHBI ISl aJalTallMd PACTCHUS K OBICTPO U MEIJICHHO
HapacTaloIuM cTuMyliaM. B nepBom ciydae HanOonee BaykHa Hero-
CPEICTBEHHAS PeakI[us BOIM3M MOBPEKICHHOW 30HBI, BO BTOPOM —
peo0IaaloT AOJIrOCPOYHBIE W3MEHEHHs, 00eCTIeUHBaloIIne OAro-
TOBKY BCEr'0 OpraHM3Ma K BO3MOXKHBIM H3MEHEHHSM OKPYXaromen
cpensl.
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3AKJTIOUYEHUE

PacTeHus pearupyloT Ha CTUMYJIBI OKPYXKAOILEH Cpeibl, KOOPAUHH-
Pys U3MEHEHUs aKTUBHOCTH IIPOLECCOB B IPOCTPAHCTBEHHO yIAJICH-
HBIX 4acTsX opraHusma. Onpeensionlyo poib B TAKOH KOOpIUHAIUN
UTPAIOT JUCTAaHLIIUOHHBIE CUTHAJIBI, B TOM YUCJIE OBICTpPBIE JUCTAHIIOH-
HbIE€ CUTHAJIBL. PacTeHust UMEIOT HECKOIBKO TUIIOB TAKUX CUTHAJIOB —
rupaBInyeckul, snekrpuueckuil 1 ADOK-kanpuuesslid. Becbma Bepo-
STHO, YTO JUCTAaHLMOHHBINA CTPECCOBBII CUTHAJ ABISIETCS KOMILIEKC-
HBIM, a IEPEUUCIICHHbIE CUTHAJIBI — HE HE3aBUCHUMBIE CUTHAJIBI, 8 KOM-
MIOHEHTHI €IMHOT0 KOMIUIEKCHOIO CUTHana. ['MApaBIvUecKuil U ieK-
Tpuueckuii curHaibl, a Takke AMK-Ca?'-BojHBI 3apervcTpHpOBaHbI
JKCIEPUMEHTAIBHO B PACTEHUSIX Pa3IMYHbIX BUAOB IIPH JEHCTBUU Pa3-
HOOOpa3HbIX BHEIIHUX CTHUMYJIOB. KomnuecTBeHHas OIEHKA MapaMeT-
POB TMCTAaHLIMOHHBIX CUTHAJIOB M aHAJIU3 CBA3U IIapaMETPOB CUTHAJIA C
IIPUPOJIOH M CHIION MHAYLIMPYIOLIErO €ro CTUMYJIA, a TAKKE OLICHKA 3a-
BHUCUMOCTH [1apaMETPOB CUrHAIa OT BUJA U CTaJUU PAa3BUTHS PACTEHUS
BBIMIOJIHEHBI JIUIIb B €JUHHYHBIX paboTax. VIMeloTcs OT/IeNIbHbIE SKCIIe-
PUMEHTAIIBHBIE [OKA3aTeNIbCTBA B3aUMOACHCTBUS CHIHAJIOB Pa3HOIO
THUIA [IPU PacIpocTpaHeHnu. MexaHu3Mbl BOSHUKHOBEHUS U NIepeaun
OBICTPBIX JUCTAHIIMOHHBIX CUTHAJIOB HA CETOMHS M3JIaratoT, UCXOS U3
MOMBITOK IOCTPOUTB JIOTUUHYIO HETPOTUBOPEUUBYIO KAPTUHY, BKIIIOYA-
IOLIYIO OIMCAHUE IPUYUHHO-CIEACTBEHHBIX cBsA3ell. [Ipu aToM, naneko
HE BCE YK€ UMEIOLIHMECS U BHOBb I10JIy4acMbIE KCIIEPUMEHTAIIbHBIE Pe-
3yJIBTATHI BIUCHIBAIOTCS B IPUHSTHIE KAPTUHBI IPUPOABI OBICTPBIX AU-
CTAaHIIMOHHBIX curHanoB. Kaxum o6pa3oM mpoucxouT AemmgppoBka
JUCTAHIIMOHHOI'O CUTHAjla B CHCTEMHBIX TKAHAX IPAKTUYECKU HEU3-
BecTHO. Takoe obuiee 3akmodyeHHe cHOPMHUPYETCs MOCIE MPOUYTEHUs
paboThI, €CITH OMYCTUTh JICTANIH, OTHOCSIIMECS K KOHKPETHBIM KaHaJIaM,
HacocaM, (pepMeHTaM U T.II.

WTak, y pacTeHHi CyHIECTBYIOT ObICTPhIE AUCTAHIIMOHHBIE CUTHAIBL.
IIpupona 3TUX CUTHAJIOB BO MHOIOM HE sSICHA, HO OYEBHJHO, YTO OHHU
HEOOXOAUMBI JJIsl Tepeiaul HH(OpPMAIUU B CUCTEMHBIE TKaHU. 1 31ech
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BO3HHKAaeT BaXXKHBIM BOMPOC O MOJydaTene HH(OpMAIMU, KOTOPYIO
HeCceT AUCTAaHLUOHHBIN CUTHaN. PacTeHus, B OTIMUME OT YETIOBEKa, HE
UMEIOT OTJIEIBHOTO OpraHa, OTBETCTBEHHOrO 3a IMOJydeHHe U oOpa-
60TKy MH(pOpMaIMK, MOCTyMHAIOIIEH OT Bcex uyacTelt opranmsma. Kak
PAaBHO3HAUHBIC U paCIpe/eieHHbIE 10 BCEMY OpraHU3MYy CHUCTEMbI —
KJIETKH, 00pa3yolye TKaHU U OpraHbl pacTEHUsI — 00pabaThIBalOT UH-
¢dopmanuio? Mcxoas U3 CKOOPAMHUPOBAHHBIX M3MEHEHHH IPOIECCOB
pocTa U pa3sBUTHSL, aACKBAaTHBIX YCIOBUSIM OKPY>KarOLIEl Cpesbl U B3au-
MOJICHCTBHIO C JPYTUMHU >KMBBIMH OpraHM3MaMmu, caM (hakT oOpaboTku
uH(pOpMAIK Y pacTeHuil Ha ypOBHE OpraHM3Ma COMHEHUI He BbI3bI-
BaeT. K MoHMMaHMI0 MPUHIUIIOB 3TOr0 Mpolecca NPUOIU3UT YCTaHOB-
JICHUE MPUPOJbI TUCTAHIIMOHHBIX CUTHAJIOB, a TAKXKe ITyTel KoaupoBa-
HUSL ¥ IEKOJIUPOBAHUS MTepelaBaeMOi UMU UH(pOPMALIUHL.

ITyTh, naxke K OYEHb AAJEKOH IeH, CKIaAbIBAECTCS U3 OTACIBHBIX
IIaroB M CPEAU 3TUX IIaroB MOXKHO BBIJICTUTH HECKOIBKO MIPUOPUTET-
HBIX, C/IENIaB KOTOPBIE B MIEPBYIO OUEPEab, MOXKHO 3HAUUTENILHO YCKO-
PUTH JAJIBHEUIINHI TYTh.

OTnenbHBIN TUI OBICTPHIX TUCTAHIIMOHHBIX CHUTHAJIOB HE JIOJDKEH
paccMaTpUBaThCSL B OTPBIBE OT OBICTPBIX CUTHAJIOB JPYTHX THIIOB.
KomriekcHast mpupoja CUrHajda BEChbMa BEPOSITHA, U HCCIIEAOBAHUS
JIOIKHBI OBITH COCPEIOTOUCHBI HA U3YUE€HUU B3aUMOJICHCTBUS OT/IETIb-
HBIX CUTHAJIOB, BKJIFOYAsl HEPAPXUIO CUTHAJIOB B paMKaX €AMHOI0 KOM-
IJIEKCHOTO CUTHAJA.

KakuM 00pa3oM IpoucxoauT KOIUPOBaHUE HHPOPMALIUH, NIepeia-
BaeMOll OBICTPBIMU AUCTAHIIMOHHBIMU CUT'HAJaMU U Kakue (haKTOpsI
OIIPEJETSIIOT BEPOSTHOCTh BO3HUKHOBCHUS U MapaMeTphbl AUCTAHIIH-
OHHOTO curaana?

3amyck OTBeTa B KJIETKE, KOTOPOIl JOCTHI CUTHAJ, MPOUCXOIUT
BCIECTBUE aKTUBAIUM BHYTPHKJIETOUHBIX CHUTHAJIBHBIX cucTeM. Kak
MPOUCXOAUT COMPSKEHUE NMPOLIECCOB MEXKKIETOYHOW U BHYTPUKIIE-
TOYHOM curHanuzammu? Kak takoe conpsbkeHHe BEET K JEKOAUPOBa-
HUIO TUCTaHIIMOHHOTO CUTHAaNa?
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BricTphle qUCTAaHIIMOHHBIE CUTHAIBI — HE €IMHCTBEHHBIN CIIOCO0
KOMMYHUKaIUl y pacTeHuil. CyIecTByI0OT MeAJICHHbBIE XUMHUECKHE
CHUTHAJIBI, KOTOPBIE, MO OMPEENICHUIO, OoJiee CrielU(pUIHBI, U IS KO-
TOpPBIX O0JIee OUeBUTHBI IPUHIUIIBI epeaun nHpopMaruu. Heobxo-
JIIMO OTIPENIENIUTh Ty HUIILY, KOTOPYIO OBICTpBIE TUCTAHIIMOHHBIE CUT-
HaJbl 3aHUMAIOT B IIpoLieCCcax NepeAayd WHGOpMaIUU y pacTeHHUH B
LIEJIOM.

JIUCTaHIIMOHHBIE CHUTHAJBI PACHPOCTPAHSIOTCS B CHCTEMHBIE
TKaHU, UMEIOIME HEKUIl ONpeeTICHHBIN CTaTyc, KOTOPBI onpeaens-
eTcsl KaK TeKYIIUMH YCJIOBUSIMH CYILIECTBOBAHUS, TaK U COBOKYITHO-
CThIO (paxkTOpOB, AeicTByromUX paHee. Kak npeasicropus Oyaer Biau-
SITh Ha MPOLIECCHl ACMU(POBKU CUTHANA U (OPMUPOBAHUS OTBETA B
CHCTEMHBIX TKaHsIX? M kak oHa OymeT BIUSATH Ha BO3HUKHOBEHHUE U
nepenady OBICTPBIX JUCTAHIMOHHBIX CUTHAJIOB?

OuepyeHHBIN 3/1eCh KPYT' BOIMPOCOB, KOHEUHO, HE SIBISETCS IOJI-
HBIM. B Hero He BOILIM, B TOM YHCIIE, HEPEIIEHHBIE TPOOIEMBI, KOTO-
pble ObLIM O0O3HAYEHBI B XOAE PACCMOTPEHUS OTACNBHBIX TUIIOB
OBICTPBIX JUCTAaHLIMOHHBIX CUTHAJIOB U BKJIFOYAIOIINE TAKOM Ba)KHBIM
BOIPOC KaK MOJICKYJISIpHAsl IPUPOa MPOIECCOB AajbHEN CUTHAIM3a-
UK y pacteHui. OTBETHI Ha BCE MEPEUUCIICHHBIC U CBSI3aHHBIE C HUMU
BOIPOCHI MTOMOTYT MOHATh, KaK PACTCHUS CYIIECTBYIOT B M3MEHSIO-
IIUXCSl YCIOBUSIX OKPY>KaIOIIEH Cpebl.
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