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AHHOTAUMA

B 0630pe paccMoTpeHbl COBPEMEHHbIE NPeACTaB/EHNs 0 MeXaHU3MaX peann3aumi HavasbHbIX 3TanoB PocTa PacTsKEHUEM
pacTUTENbHbIX KINETOK Ha NpUMepe KIeTOK KONeonTUnei — I0BEHUIbHBIX OPraHoB MPOPOCTKOB 3/1aK0B. POCT pacTsiKeHm-
€M KOJeonTuei pacLeHnBaEeTCs KaK 3aluMTHbIA MOpOGM3M0I0rMIeCKUin 3Tan pa3BUTUS NMPOPOCTKA NpU NOA3EMHOM Npo-
pacTaHumn. PaccMoTpeHbl Takue MoseKynsipHble MeXaHU3Mbl POCTa PacTsIKEHUEM, KaK U3MEHeHWe CBOWCTB KNETOYHON CTEHKM,
aKTMBALMA MPOTOHHBIX HACOCOB, @ TAaKXKe aKBaMoOpWHOB Mia3ManeMMmbl M ToHonnacta. Ocoboe BHMMaHWe yoeneHo ropMo-
HaNbHOW CUCTEMe perynsiuMM pocTa pPacTsIKEeHWEM, B TOM YMCNe ayKCMHY M 3TuneHy. Ha npumepe Koneontuneit puca —
MOMYBOAHOMO pacTeHMsi, TONIEPAHTHOrO K HEeAOCTaTKy KUCIopofa, — MPOAEMOHCTPUPOBAHO, YTO B YCIIOBUAX 3aTOMNEHMs
MeXaHu3Mbl POCTa B 3HAYMTENIbHOM CTEMEHW MEHSAIOTCS, OAHAKO MOJHOCTbIO 06eCneymBaloT POCT KIETOK PacTSKEHUEM.
MpoucXxoauT TaKKe NepepacnpeseneHne 3HaYuMocTh Mexay dutoropMoHamu. MpusefieHHbIe B 0630pe AaHHble YKasbiBaloT
Ha HeobXoAMMOCTb NPOAOIIKEHNS UCCe0BaHNIA MeXaH3MOB POCTa PaCcTSKEHUEM B HOPME W B CTPECCOBbIX YCOBUSX.

KnioueBble cnoBa: 3aTonneHue; KONeonTunb; pocT pacTsikeHneM; puc (Oryza sativa L.).
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ABSTRACT

The review examines modern knowledge on the mechanisms of the early stages of plant cell elongation growth. Coleoptiles
are used as a model object representing juvenile organs of cereal seedlings. Elongation growth is considered to be a protec-
tive morphophysiological stage of seedling development during hypogeal germination. The molecular mechanisms of elonga-
tion growth include: changes in the properties of the cell wall, activation of proton pumps, as well as aquaporins of plasma
membrane and tonoplast. Particular attention is paid to the hormonal system of regulation, including auxin and ethylene.
Coleoptiles of rice, a semi-aquatic plant tolerant to oxygen deficiency, demonstrate that the mechanisms of elongation growth
are changing intensively under submergence, but they completely ensure cell growth. There is also a redistribution of impor-
tance and abundance between phytohormones. The data presented in the review indicate the necessity to continue investiga-
tions on the mechanisms of elongation growth under normal and stress conditions.
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MHEHVA, TUTOTESH,
[VICKYCCYOHHBIE BOMPOCH!

BBENEHUE

PocT pacTsikeHMeM — 3TO YHUKanbHbIA 3Tan passu-
TUA pacTuTeNbHbIX KeToK. [log 3TMM TepMMHOM nopapasy-
MeBaKT MHOTOKpPaTHOe HeobpaTUMoe yBenMyeHWe pasme-
POB KIETKU, NPEUMYLLECTBEHHO BO/b BEPTUKAbHOW OCH.
WNHTEHCMBHOCTb 3TOTO YLIMHEHWUS MOXKET DbITh AECATU- U flae
TbicsdeKkpaTHoi [1, 2]. BbickasaHo npeanonoXeHue, 4To
B X0/1€ 3BOJIOLIMM PaCTEHUIA LaHHBIN TUM POCTa BO3HWK [,OCTa-
TOYHO paHo, Ha 3Tane pa3BuTUs BOAOPOCHEN, U NpeaCcTaBnseT
cob0ii CBOEro poAa KOMMeEHCATOpHbIA MeXaHU3M MPUKPenJIeH-
HOro 0bpasa W3HM B YCI0BUAX HE0DX0AMMOCTH NOCTOSHHO-
ro [BMXXEHWUS K UCTOYHMKAM MUTaHWS, TaKUM KaK CBET, BOAQ,
MUHepasibHble 3neMeHTbl U ap. [3]. YcnoxHeHue CTpoeHus
W NoSiBNEHWE pPa3HO0bpa3HbIX CUCTEM PEryNsLMM Ha YPOBHE
LLenIoro opraHu3Ma NpuBeu K CONOAYUHEHUI0 MHTEHCMBHOCTH
pOCTa pa3fiNyHbIX OPraHoB, a TAKIKE BO3MOXHOCTU U3MEHEHMS
POCTOBbIX MPOLECCOB NpY LENCTBUAN HAKTOPOB OKpPYXatoLLei
cpegbl [4]. OTMETUM, YTO Y BbICLLMX pacTeHui Haubonee MH-
TEHCMBHO POCT PacTAXEHWEM MPOSABASETCA B 30HaX, Mpu-
NeXalLUMX K MepucTeMaM, U CrocobHOCTb K HEMY Y KITETOK
COXPaHAETCA B TEYEHWE [LOCTATOMHO OrPaHUYEHHOrO MHTEp-
Bafia BpeMeHW. TeM He MeHee 3a CYET MOCTOSHHO (YHKLMO-
HUPYIOLLIMX MEPUCTEM POCT PaCTSIKEHUEM COXPAHSETCS Y pac-
TUTENbHBLIX OPraHM3MOB Ha MPOTSIKEHUM BCEro OHTOreHes3a.
lMocpecTBOM 3TOr0 MexaH13Ma OCYLLeCTB/SETCA YBeUYeH e
0ceBbIX M HOKOBbIX OpraHoB. HepaBHasi MHTEHCMBHOCTbL pocTa
PaCTSXKEHUEM NIEXUT B OCHOBE TPOMU3MOB — OTBETHBIX PO-
CTOBbIX PEaKLWN PacTeHU Ha OJHOCTOPOHHWE BO3LENCTBUS
pa3HoobpasHbIx haKTopoB cpeabl 0buTaHuA.

Hanbonee sipko 3T0T npoLecc NpocnexmBaeTca Ha Npu-
Mepe pocTa 0CEeBbIX OPraHOB MPOPOCTKA, 0COBEHHO Ha 3Ta-
ne NpopacTaHus W nocneaytoLlero nepuoaa hopMUpoBaHms
nepBbiX HACTOALLMX NINCTbEB, OTBETCTBEHHBIX 33 MpOLecChb
dotocuHTe3a. OcobeHHO BeIMKO 3HauyeHWe pocTa pacTsixke-
HWEeM B X0/l K0BEHWUIIbHOTO Pa3BUTHSA NPOPOCTKA B 3TMOSIUpO-
BaHHbIX (B OTCYTCTBME CBeTa) ycnosusax. lpu 3arnybneHHoM
npopacTaHuM OH MO3BOJIAET NPE0JONeTb NMPOPOCTKY CIIOW
MoyYBbl M LOCTUYb CBETA — OCHOBHOMO MCTOYHWMKA 3HEpruu
(GOTOCHHTE3MPYIOLLMX OPraHU3MOB.

WcTopus n3yyeHns MexaH3MOB pOCTa PacTSIKEHUEM Ha-
CUMTBIBAET Y)Ke He 0fHO cToneTne. CuntaeTcs, YTo MHTEpec
K 3TOMy npoueccy BrepBble 6bin 0TMeyeH B paboTe Yapnb3a
1 ®paHcuca [lapsuHos «The Power of Movement in Plants» [5].
NMeHHO B 3TOM paboTe KONEONTUIN — HOBEHUNBHBIE Opra-
Hbl MPOPOCTKOB 3/1aKOB — ObliM UCMO/b30BaHbI B KaYeCTBe
MOJLENbHOr0 00bEKTa [ BbISBIEHUA 3TUX MeXaHW3MOB.
3a cToNb ANAMTENbHbIA NePUOA, HAKOMEH OrPOMHBbIA MaccuB
LaHHbIX, CBUAETENLCTBYIOLLMIA O MHOr03TanHOM XapakTepe
peanu3auuy, a TakXKe MHOroypoBHEBOW cUCTEME PerynsaLmi
3TOr0 TUNA POCTa KIIETOK PasHbIX OPraHOB U TKaHeW, a TaK-
e y pa3HbIX BUAOB pacTeHun. YbeauTenbHO NoKasaHo, uTo
WHTEHCUBHOCTb POCTA PACTSIKEHMEM MOXET MEHATLCA Npy
LEeWCTBUN Pa3nnyHbIX CTPeccopoB. TeM He MeHee Mpu BCEM
boraTcTBe 3KCNEpPUMEHTaNbHbIX Pe3ysibTaToB Mbl eLUE 04EHb
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AaneKkn 0T [EeTaNbHOr0 MOHUMaHWs YHUBEpPCA/bHBIX MeXa-
HU3MOB, NIEXaLLMX B OCHOBE 3TOr0 MpoLiecca.

[laHHbIli 0630p MpeAnaraeT CpaBHUTENbHbIA aHanM3
OCHOBHbIX MEXaHM3MOB peanin3auuu pocTa PacTsKEHUEM
B HOpMeE W NMpU [e/CTBUM TaKOro CTPeccoBoro aktopa, Kak
He[LOCTaTOK KUC/IOpOAa Ha NpuUMepe KONeoNTuei 31aKoB.

MEXAHU3Mbl POCTA PACTSXKEHUEM
B KJIETKAX KOJIEOMTUNEN

KoneonTunb 3nakoB npepcTaBnseT coboii BEHWUbHBIN
OpraH orpaH14YeHHOro BO BPeMEHM Pa3BMUTHS, OCHOBHOE 3Ha-
UeHWe KOTOPOro 3aK/IYaeTcs B 3alMTe HACTOALLEro JUcTa
npu npopacTaHuu. OH UMeeT LMAUHAPUYECKY0 GOpMY, B €ro
CTPOEHMM BbIAENAKT [ABA BEPTUKA/bHBIX NPOBOAALLMX MyY-
Ka. Bo BHeLLHMX KneTKax anuzepMmca MoryT popMuUpoBaThbCs
X/10pOnNIacTbl, TOrAa KaK BHYTPEHHWE CNOU KITETOK XapaKTe-
pU3YIOTCA KpynHbIMW amunonnactamu [6]. Poct Koneontuns
MpeKpaLLaeTca Npu LOCTUKEHUM NOBEPXHOCTM MOYBbI U BOC-
npuaTun ceeta [7]. MNpu 3TOM HabnoaaeTca «npopbIB» Bep-
XYLUKM 3TOTO OpraHa, B KOTOpOW MHULMMpYETCS NporpaMMa
KNeTouHon cmepTy [8]. B 0bbIYHbIX YCOBUAX yKe K YeTBep-
TOMY [HI0 Pa3BUTUA KOSIEONTUM 3aKaHUMBAIOT CBOK Mopho-
dusnonormyeckyro nporpammy passutus [9, 10].

CumTaeTtcs, YTO NPOPOCTKM, XapaKTepusylolmecs bonee
OJIMHHBIMW KONeonTunamu, 0bnafatoT psgoM npenMyLLecTs.
Mpu 3Tom obecneunBaeTcs npopacTaHue ceMsH B bonee rny-
BoKMx cnosx MoYBbI, YTO NPeAoTBpaLLAeT HeraTMBHOE Aei-
cTBMe KonebaHus TeMnepartyp, HeAOCTaTKa BNarm UK gaxe
LeicTBUSA repbuumMaoB U rpbi3yHOB, XapaKTepHoe npu no-
BepXHOCTHOM npopacTtaHum [11-13]. OgHako cpaBHUTENbHLIN
aHanu3 pocTa KoneonTunen B HOPMabHbIX YCI0BUAX He MO-
3B0/ISIET 0HO3HAYHO OLIEHUTb TaKWe NapaMeTpbl, KaK YCToM-
UMBOCTb M KOHEYHAs MpOAYKTMBHOCTb pacTeHun [14, 15].
Mo-B1aMMOMy, 3aBUCUMOCTb MPOSBASETCS TOLKO MPK YCII0-
BMM [1eNCTBUSA CTPECCOBOrO (aKTopa.

TeM caMbIM pOCT pacTsIKEHMEM KIIETOK KONeonTunen
npeAcTaenseT coboii CNOXHbIM NpoLecc, B KOTOPOM Yy4a-
CTBYHOT MPAKTUYECKY BCE UX KOMMapPTMEHThI (BaKyosb, anna-
pat [onbaXK, 3HAONNA3MATUYECKUI PETUKYNYM, KIeToYHas
CTEHKa U Ap.). IHTEHCUBHOCTb poCTa PacTsKEHWEM perysu-
pyeTcs Ha TPAHCKPUMLMOHHOM W NOCTTPAHCAALMOHHOM YpOB-
Hsx [16, 17] v HaxoAMTCA N0 KOHTPOJIEM OrPOMHOI0 YMCHa
BHELUHWX (haKTOpOB.

POJ1b KJTETOYHOW CTEHKU

PaccMoTpeHWe pocTa pacTXKEHWEM HEBO3MOXHO 6e3
yyeTa AMHAMMYECKUX NPOLECCOB, MPOUCXOASALLMX B KIIETOY-
HbIX cTeHKax [18-20]. Mx 3HaueHue omocpefoBaHO Posbio
3K3ocKeneTa, obecneuuBalollero nopAepxaHne GopMbl
K/ETOK M 3aLLMTY BHYTPUKIIETOYHbIX KOMNAPTMEHTOB 0T O10-
NIOTUYECKUX, XUMUYECKUX U (QU3MYECKUX MOBPEXAEHUN.
3T CcTpyKTYpbl 0611aalT ABYMS B3aUMOMCKIIIOHAKLLMMK
CBOWCTBAMM: JKECTKOCTBH ANA 0BECNeYeHNs 3aLlnTbl KIETKY,
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a TaKKe pacTAXKMMOCTbIO /1 BO3MOXKHOCTW MOJAepKaHus
pocTa, 06yCnoBMIEHHOr0 TYpropHeIM faenexueM [1, 2]. Kne-
TOYHbIE CTEHKUM WMEIOT MHOTOKOMMOHEHTHbIA Npoduib, KO-
TOPbIA B 3HAYUTENBHOW CTEMEHW MEHSAETCA B 3aBUCHMOCTH
OT BW/,a pacTeHusi U ctagum passutua [21, 22]. UenntonosHble
MUKPOGUOPUANBI NPeLCTaBNAKT COD0M CaMble KPYMHbIe Mo-
NMcaxapuabl KIETOYHOW CTEHKM. IMEHHO MX pacmonoXeHue
onpeLenseT HanpaBneHHOCTb PocTa pacTsikeHueM. OHu B3au-
MOZLEWCTBYIOT C MOJIEKYNIaMU KCUIOTJIIOKAHOB M NMEKTUHOBBIX
BeLLecTB. Takoi TMn (I) KNeTOUHbIX CTEHOK XapaKTepeH Ans
OBYAONbHBIX pacTeHuit [2]. Ocoboe 3HaueHue Ans pocta pac-
TSIKEHWEM WMEIOT O-3KCMaHCUHbI — Trpynna HebombLinx
benkoB, 0bnapatoLLmx cnocobHOCTbH MOAUPULMPOBATH CBS-
31 MeX[y MoNeKynamu KCWUOrfioKaHa U Lennonossl [23].
MexaHn3M 3Toro mpoLecca o CUX NOp HeACEH, TaK KaK caMu
0-3KCMAHCKHbI He 0611aaaloT COBCTBEHHOW (DePMEHTHON aK-
TUBHOCTbI0. TeM He MeHee B YCMOBMSX in Vitro 3KCMaHCUHbI
namummpoBanu 100-kpaTHoe yAnMHEHMe KieTok Tabaka [1].

B otnmume oT ABYLONbHBIX pacTeHuA, NepBUYHbIE Kile-
TOYHbIE CTEHKM 3/1aKOB, W3YYeHHble MPEUMYLLECTBEHHO
Ha NpUMepe KETOK KOpHS, OT/IMYaeT 0cobbii cocTaB Hewen-
NIONO3HBIX MOJMCaXapuaoB, YTO MO3BOSIUIO MX BbILENUTH
B 0cobbIii Tun — |1 [2]. JIuampytowee MecTo B UX CTPYKType
3aHUMAIOT IJIOKYPOHOAPabUHOKCUNAH U FMIOKaH CO CMeLLIaH-
HbIM TMNOM cBsizel. CnefyeT nonaratb, YTO U B MeXaHU3Me
npeobpa3oBaHu1s KNETOYHON CTEHKW B XO[ie POCTa pacTsxke-
HWEM Y 3/1aKOB MOXET MPOSBUTLCS LieMbli psag 0cobeHHo-
CTeM 3TOro NpoLLecca Mo CPaBHEHUIO C LPYTUMU LIBETKOBBIMY.
loKasaHo, 4To yCUNeHWe pocTa COrnacyeTcs C HaKOMIEHUEM
[MIOKaHa CO CMELUaHHbIM TUMOM CBA3€W, BbIMOJHSLLErD
(YHKLMIO NEKTUHOB M3 KNETOYHOM cTeHKu Tvna | [24]. AHano-
TMYHO MOBLILLAETCA COLEPMAHWE W TIOKYPOHOapabUHOKCK-
NaHa — CBA3YIOLLEr0 rIMKaHa NePBUYHBIX KIETOYHBIX CTEHOK
3/1aK0B, a TaKKe MEHSETCA ero JOMeHHas opraHu3auus [25].
WccnepoBanus nocnefHUX NeT NOKasbiBaOT, UTO M3MEHeHUe
CBOMCTB KJIETOYHOI CTEHKM B XOA€ POCTa PacTAXKEHWEM CO-
NMPOBOXAAETCA YCUIIEHUEM IKCTPECCUM AOCTATOYHO 06LIMp-
Hoi rpynnbl reHoB. [lo 40 % 3Toi rpynnbl COCTaBNAOT FeHbl
3KCMAHCMHOB U KCUIOTIOKaH3HA0TPaHCIIMKO3WNa3, a TakKe
rAMKO3unTpaHcdepas, nepokcuaas 1 GepMeHTOB CUHTE3a
KOMIMOHEHTOB KJIETOYHOM CTeHKy [2, 7]. B xone pocTa pacts-
JKEHMEeM 3HauUTEeNbHbIM M3MEHEHUAM MoaBepratTca 1 ben-
KOBbIe NPOGMIN KNETOUHbIX CTEHOK [26, 27].

HecmoTps Ha npoBeAeHWe UcCief0BaHuiA C MPUMEHEHM-
€M CaMbIX COBPEMEHHbIX METOA0B, NMPOLeCcChl, MPOUCXOAS-
LiMe B KIETOYHBIX CTEHKaX KONeonTunew, B DOMbLIMHCTBE
CBOEM ELLe 0YEHb [aNEKN OT OKOHYATESIbHOM pacLUmMbpOoBKH
1 TpebyrT fanbHenLLero aHanmsa.

BAKYOJIU3ALIUA U POJIb
AKBANOPWHOB

[lBu3KyLLLEen cunoi pocTa SBNSETCA TYpropHoe AaBreHue,
0bycnoBneHHOe NPEMMYLLECTBEHHO BHYTPEHHUM OCMOTUYE-
CKMUM [LaBfieHMEM B BaKyonspHoi cucteMe [28]. BennuunHa
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nocfiejHero B PacTUTESNIbHBIX KNIeTKax 00bIYHO CoCTaBnisieT
ot 5 go 10 atMocdep 1 ypaBHOBELLMBAETCA MEXaHNYECKUMH
CBOMCTBaMM KIETOYHBIX CTeHOK [1, 29]. HakonneHue B BaKyo-
JI1 0CMOTMYECKU aKTUBHbBIX MOHOB M METaboNINTOB, TaKUX KaK
caxapa, OpraHMYeckvue 1 aMUHOKMCIOTHI, MOHbI K* 1 fpyrue
COEAMHEHUS, ABNSETCA OCHOBOW MOrMOLLEHNUs Boabl. MeM-
OpaHHbIi NoTeHUMan, obecneynBaroLLMin TPAHCTOPT 3TUX CO-
e[IMHEHUI Yepe3 TOHOMIACT, CO3AAK0T fBe NMPOTOHHbIE MOM-
nbl — H*-nupodocdarasa u H-ATda3a [30].

Bcnencteve paspbixneHnst KIETOYHOM CTEHKU U COXpaHe-
HWA OCMOTMYECKOro MoTeHUMana MpoMCXOLUT MHTEHCUBHOE
nornoLleH1e Bofbl BaKyossiMU. BbickasaHa TouKa 3peHus, YTo
M3MEHEHWE CBOICTB KIIETOYHOW CTEHKM MOXKET BbITb BOCTpU-
HATO KaK CUrHaJ, KOTOpbIA [eTEKTUPYeTCs peLenTop-noaob-
HOM KuHason (LRX/FER) u npuBoaut B manbHelleM K 3Ha-
UNTENbHOMY YBENIMYEHWO LieHTpanbHoi Bakyonu [31]. Ewe
OJHMM compsAraoLLmM HaKTopoM Mexdy pasMepami KIeTKU
1 BaKyonm MoryT cnyxuTtb benku ceMeitctea NET (Networked),
KoTopble 061aAakT cnocobHOCTbH0 B3aMMOAEHCTBOBaTL C (-
NaMeHTaMM1 aKTMHA U MeMbpaHamu [32]. MyTaHTbl no NET4A
B 3HQUMTENbHOW CTEMEHU U3MEHSIU MHTEHCUBHOCTb BaKyosU-
3aLMK KIETOK B X0[e POCTa pacTsikeHueM [33].

He BbI3bIBaeT COMHEHMUIA, UTO PE3KOE YBENMYEHWE BaKYONn
COMPOBOXAETCSA MHTEHCMBHBIM NOTOKOM BOAbI BHYTPb 3TOM0
KoMnapTMeHTa. Bofa MOXeT MPOHMKaTb Yepe3 KeToYHble
MeMbpaHbl HemocpefCcTBEHHO yepe3 GochonmnuaHbiii 6u-
cnon [34]. OgHaKo NoKasaHo, YTO B 3TOM MpOLLecce MpeunMy-
LLIECTBEHHO NPUHUMALOT yYacTHUe aKBamnopUHbl — TPaHCMEM-
OpaHHble benku, oTBeYaloLLMe 3a TpaHCMopT Boabl [35, 36].
WHTeHcuBHas paboTa aKBanopyvHOB BbISB/IEHA B COCTaBe
nnasManemmsl (PIP, plasma membrane intrinsic proteins)
u ToHonnacta (TIP, tonoplast intrinsic proteins) [30, 36].
370 cornacyeTcs ¢ AaHHbIMW 06 3MEHEeHUW TMApPaBINYECKO
NPOBOAMMOCTH BronorMyeckux MeMbpaH pacTeHuin Npu Mo-
OYNAUMN KONIMYECTBA aKBaMOPMHOB, MOYYeHHBIMU C MOMO-
LLbI0 MOSIEKYNAPHO-TeHeTUYeckux Metoaos [37, 38]. K coxa-
NeHuIo, AaHHbIe 0 BK/1aJe aKBanopyHOB B POCT PacTKEHUEM
KJETOK KONeONTUNel 3N1aKoBbIX B LOCTYMHOM ITepaType oT-
cyTcTBytoT. 0iHaKO KOCBEHHO TaKOM BKNAA MOATBEPKLAET-
CSl MX y4acTMEM B pOCTe OpraHoB B3pocsfioro pactenus [39].
Hanpumep, bbina oTMeueHa pasnnyHas guMHaMUKa IKcrpec-
cumn reHoB ZmTIPs no cpaBHeHuto ¢ ZmPIPs Ha 3Tane nocne
npopacTanus [40], 4To MoXeT CBMAETENbCTBOBATL O HepaB-
HOW MpeACTaBNEHHOCTV aKBaNOPVHOB B Njla3ManeMMe U To-
HOMJIAcTe B XOLE YAJIMHEHUS KIETOK.

Takum 06pasoM, obLuee yBeNMYEHME BHELLHUX pPa3MepoB
KIIETKW B XOE€ POCTa PacTsXKEHWEM KOJEONTWIEN COMpoBO-
X[OAETCA MHTEHCMBHOW BaKyoNW3aUMen 3a CYET YBEINYEHMS
rMApPOCTaTUYECKOW MPOHULLAEMOCTM PAAA KIETOYHbIX MEMOpaH.

POJ1b MPOTOHHbLIX HACOCOB

Ctonb WHTEHCUBHbIE BHYTPUKJIETOYHbIE WU3MEHEHUA,
npoucxoadAllmMe B KJETKe npu OCyLLecTB/lIeHMM pocTa pac-
TAXeHneM, ApKO [EeMOHCTPUPYKT 3HayeHne CUCTeEM
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roMeoCcTaTMpoBaHUs, K YMCNY KOTOPbIX OTHOCAT CUCTEMY
pH-ctata. OHa npepacTaBniseT cobon coueTaHue 3NEMEHTOB
BydepHOM eMKOCTU LMTONMA3Mbl M aKTUBHOCTU HECKOJIbKUX
MPOTOHHBIX MOMTI, JIOKaNW30BaHHbIX Ha Maa3manemMme 1 To-
Hornacte [41]. CnepyeT oTMeTUTb BO30OHOBNEHME AMCKYC-
CUM O PO NPOTOHOB B Ka4eCTBE HE3ABUCUMOTO CUrHana uiu
BTOPMYHOIO MOCPEHWKA NP BOCTIPUATUM LieNoro paaa dak-
TopoB [42]. N3meHeHus pH MoryT BbITb pasnnyHbIMUM MO Be-
JINYMHE TPaJMEHTa W OTAMYATLCA OMHAMMKOW COLEepXaHus
MOHOB BOAOPO/A B TPEX BaXHEWLIMX KOMMapTMeHTax: ano-
nnacte, UMTo30/e 1 Bakyonu. Pomb 3aKucrieHus anonnacta
B X0[ie POCTa KOpHel bbina eLLe pa3 NoATBepeHa B uccne-
poBaHusax 2023 r. [43]. MexaHW3M 3TOr0 3aKUCNEHUS TECHO
CBSI3aH C aKTuBauuen pabotbl H*-AT®a3bl nnasManeMMbl,
W, CNefoBaTeNlbHO, Er0 MOXKHO paccMaTpuBaTh B KayecTBe
KIl04eBOro npu onpeneneHny pH rpagueHTa Mexay anonsa-
CTOM M LmTONa3Moii. [lanbHeiLuni atan pocTa pacTsKeHnem
HernocpeACTBEHHO CBA3aH C MpoLeccaMu, NpPOUCXOLAALMMH
yXKe Ha rpaHuLe LMUTO30/1b/BaKyosb, aKTUBaLMEN MpOTOH-
HbIX HacocoB TOHOMACTa, K KOTOPbIM oTHocAT H*-ATMa3y
n H*-M®asy (npotoHHas nupodocdatasa). IMeHHo 3Th Tpu
TpaHcnopTepa/depMeHTa M COCTaBASAIOT OCHOBY AWMHaMUY-
Horo pH-cTaTMpoBaHWs pacTUTENIbHON KNeTKU. PaccMoTpum
OCHOBHbIE CBOICTBA 3TUX NOMTI.

Ponb H*-AT®a3bl nnasManeMmbl

H*-AT®a3y nnasManeMMbl OTHOCAT K cemeicTBy AT®a3
P-Tuna, xapakTtepusytowmxcs obpasoBaHueM dochopunm-
poBaHHoro uHTepMeamata [30]. OHa npeacTaBneHa 0gHUM
benkom (100 k[a). B coctaBe depMeHTa NpUHATO Bblae-
natb 10 TpaHcMeMbpaHHbIX JOMEHOB, KOTOpble MPeAnosio-
utenbHo coctasnsioT 20 % 6enka. MeHbluas yacTb benka
obpaweHa B anonnact (10 %). CywectBeHHas fons Genka
floKanu3soBaHa B uutoniasMe (70 %), y4To yKasbiBaeT Ha 3Ha-
YeHWe MMEHHO LMTOMIa3MaTUYecKON MOCTTPaHCASLMOHHOV
perynsiumm atoro gepMenTa [44]. H-AT®asa nnasmaneMmbl
pacTUTENIbHBIX KIETOK UMeeT Bonee yanmHeHHbI C-KoHeL,
KOTOPbI BbIMONIHAET PEryNATOPHY aBTOMHIUOUTOpHYIO
QYHKLUMIO U MOXKET MPUBOAUTL K BOCbMUKPATHOMY YBESU-
yeHuto notpebHocTn B AT npu coxpaHeHWW ymcna TpaHc-
nopTUpyeMbIX MOHOB Bofopofa [45]. Y cocyancTbix pacTeHni,
B TOM yuncne 3naKos, H'-AT®a3a nnasmManemMmbl KOaMpyeTcs
MYNIbTUrEHHBIM CEMENCTBOM, B KOTOPOM MPUHATO BbIAENATb
5 noacemencts [46, 47]. K coxanenuio, 4o cux nop He noay-
YeHO JaHHbIX 06 M3MEHEHMM IKCMPECCUM TEHOB, KOAVPYHOLLMX
H*-AT®a3y nna3manemmbl B Xofie pocTa pacTsikeHneM. lpea-
MnofaratoT, 4T0 OCHOBHbIE PEryNATOPHbIE MPOLECCHI CBA3aHb
MMEHHO C NOCTTPaHCNAUMOHHOM perynaumeii [48, 30]. K unc-
Ny Haubonee aKTMBHBIX MexaHU3MOB OTHOCAT dhocdopuam-
poBaHue/fedochopunnpoBaHe aMUHOKUCIIOTHBIX OCTAaTKOB
Ha C-KoHue, ocobeHHo octatka Thr947. Hannume docdatHoii
rpynnbl 0becneynBaeT cBa3biBaHue ¢ 14-3-3-6enkamm 1 no-
cnepytoLLlee CHUXKeHNe aBTOMHIMOMpoBaHuA [49].

B 70 e BpeMs, 1o CUX MOp He ONpoBeprHyTa uges, co-
FNacHo KOTOpoi akTuBHocTb H*-AT®a3bl nnasmaneMmbl
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B XOJ€e pOCTa pacTAXKEHWEM B KJIETKaX KONEONTuei onoc-
peAoBaHa U3MEHEHNEM YMCTa MOIeKyN epMeHTa B COCTaBe
MeMbpaHbl [50]. Pap faHHbIX CBUAETENBCTBYET O HESIMHEHHOM
M3MeHeHUM aKTMBHOCTM H*-nomnbl nna3mManeMmsl [51-53].
OpHaKo npoBefieHWe CPaBHUTENbHOTO aHanM3a reHoB, Ko-
ampytowmx H*-AT®asy nnasManeMmbl, B npoLecce pocTta
pacTsXKEHWEM Morno Obl paclUMpUTb HALM MpeLcTaBieHMS
0 MeXaHW3Max perynsiuumn AaHHoro hepMeHTa/TpaHcnopTepa.

Ponb H*-AT®asbl ToHonnacta

BakyonspHas H*-AT®a3a, obecneunBatowas reHepa-
LMK NPOTOHHOrO rpajfiMeHTa Ha TOHomnacTe, NpeAcTaBna-
eT cobon AT®asy V-tuna u umeet romonoruio ¢ AT®asamu
F-tuna (AT®-cuHTa3amMu) XIOpPONNIacToB ¥ MUTOXOHAPWIA [54].
OHa npepcTaBneHa ABYMs [OMeHaMu: nepudepuyeckum
HagMeMbpaHHbIM (V,) 1 MeMbpaHHbIM MHTerpanbHbiM (V)
[30, 55]. CymmapHas Macca KOMMIeKca COCTaBSIeT OKOMO
800 k[la [56]. leHbl, Kopupytowwme BakyonsipHyto H*-ATMa3y,
MILEHTUDNULMPOBaHbI BO BCEX CEKBEHMPOBAHbIX K HACTOALLEMY
BpPEMeHW pacTuTenbHbIx reHoMax. KopmpoBanue cybbenHny,
BaKyonsipHon H*-ATQa3sbl MOXET 0CYLLECTBAATLCA KaK 0fn-
HOYHBIMY FeHaMK, TaK U reHHbIMU ceMelicTBaMu. DunoreHe-
TUYECKMIA aHaNN3 NO3BONISIET CLLeNaTh BbIBOL, YTO Pa3finyHble
cyobeauhmubl V-ATOasbl, ABRAACL CTPYKTYPHBIMU YacTaMM
ofHoro 6enika, 3BOMIOLMOHMPOBANM no-pasHomy [57, 58].
BoisiBneHo Hamuume pogo- unu faxe BupocneumduyHoil
cneumanusaunm msohopM cybbeanHul V-AT®asbl [59], uto
npeanonaraeT HajauMuMe MeXaHW3MOB PerynisiuMm aKTUBHO-
CTv epMeHTa 3a cYeT U3MeHeHUs CybbeAMHUYHOrO COCTaBa
(epMeHTHOro KoMnnekca [60]. M3aMeHeHMe aKTUBHOCTM dep-
MeHTa 3apeructpupoBaHo npu docdopunmpoBaHum cybb-
eMHUL, U JanbHenLem B3aumoenctaum ¢ 14-3-3-6enkamu,
4TO YKa3bIBAET Ha CJIOXKHYK CMCTEMY MOCTTPAHCALMOHHOM
perynsiumm [61].

AktuBHOCTbL BakyonsipHon H*-AT®a3bl 3aBuCHT 0T 60b-
woro yucna $hakTopoB OKpYyXaloLleli cpefbl, MO3ITOMY AN
V-AT®a3bl BbiCLUMX pacTeHWH Obino npefnoxeHo ocoboe
HasBaHue — «3Ko-tepMeHT» [30, 62]. PAn AaHHbIX, X0Ts
1 BECbMa OrpaHUYeHHbIA, MOATBEPHKAAET 3HAYMMOCTb 3TOrO
(hepMEeHTHOro KOMMJIEKCa W B X016 OHTOreHe3a pacTUTENbHOM
KNETKM, B TOM Yuc/e pocTa pactsikeHueM [59]. N3meHenne
(yHKUMOHanbHOM akTuBHocTM V-ATMasbl B Xo4e pocTa pac-
TAXKEHWeM Obio MOKa3aHo Ha NpUMepe KITETOK KONeonTunen
Kykypy3bl [53]. C ncnonb3oBaHneM NpPOTEOMHOrO aHanmu3a
ObiNIo YCTAHOBNIEHO AWMHAaMUYECKOE CHUMEHWE KONMYEeCTBa
cybbeauHuubl E npu ocTaHoBKe pocTa KONMeonTuAs B XOLe
3TMOJIMPOBaHHOrO Pa3suTUs [5].

Ponb H*-nupodocdarasbl ToHonnacTta

B 3aknioyeHne paccMoTpuM CBOMCTBA M BYHKLMK eLue
O[IHOW MPOTOHHOM NoMnbl ToHomnacta — H*-V-M®asbl, uc-
nonb3yHoLLeN ANS reHepaLymm MPOTOHHOT0 rPafEHTa AHEPT IO
nupodocdarta [63, 64]. [laHHbIe NoCNeAHUX NIET OAHO3HAYHO
YKa3blBalT Ha Quanonornyeckoe 3HadveHue H*-V-Ndasbl
[65-67]. AHanu3 3BoNOLMM NOKa3an pacLLUMpPeHMe CEMENCTBA
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reHoB, kogupytowwmx H*-Mdasy y nokpbIToceMeHHbIX 3a cyeT
yBeninyeHns KonuiHocTu [68]. Paclumpenune uncna npepcta-
BMTENEl TeHHOr0 CeMelicTBa, Be3ycnoBHO, CTaBUT BOMPOC
0 CMeUMOUYHOCTU UX IKCTIPECCUM B PasHbIX TKAHSX U KIeT-
Kax B 3aBUCMMOCTY OT [LeICTBUS PasfinyHbIX (aKkTopoB. TakK,
MoKasaHo, 4YTo benkosas Monekyna H-lMa3bl 0bpasyet po-
3eTKy 13 16 TpaHcMeMbpaHHbIx cnvpanen. 06a KoHua Mone-
Kynbl epMenTa (Kak N-, Tak u C-TepMUHanbHble 0bnacTu)
obpalleHbl B BaKyosb, a akTMBHas Qopma npefcTaBieHa
roMmogumepoM [69]. [ina nupodocdartasbl xapaKTepHa nocT-
TPaHCAALMOHHAA MoAMbUKaums, B TOM YuCie C y4acTueM
14-3-3-6enkos [70].

V-TNda3a npucytcTByeT B GONMBLUMHCTBE PaCcTUTENbHBIX
TKaHell M KIETOK, O[HAKO KONWMYecTBO 3Toro depMeHTa
BapbMpyeT B 3aBMcMMOCTY 0T TKaHu [71]. CoobLuanock o0 Bbl-
coKkoM HakonneHun MPHK u 6enka V-M®a3bl B anuKanbHbIX
MepucTeMax nobera 1 NPUMOpPANSX IUCTLEB, KIETKU KOTOPbIX
XapaKTepu3yHTCa BbICOKUM YpoBHeM nupodocdara. Nokasa-
HO TaKxe, 4To KonnyectBo V-MDa3bl B nepecyete Ha benok
BaKyo/IbHOM MeMbpaHbl B 3-CYTOUHbIX CeMSAAONAX apabu-
poncuca 6bbino Bagoe bonblue, YeM B 10-cyTouHbIX. AHano-
MYHO, Hambonee BbICOKas TPAHCMOPTHAA aKTMBHOCTb 3TOrO
depMeHTa bbiNa NPOAEMOHCTPUPOBaHa B CaMbIX MONOAbIX,
3-CYTOUHBIX KONEoNTUNAX KyKypy3bl [53].

lMoaBOAA KpaTKuiA UTOr, credyeT OTMETUTb, YTO BCe Me-
peyncneHHble NMPOTOHHBIE MOMMbI OTBEYAOT 3a reHepauuio
3IEKTPOXMMUYECKOr0 rpafueHTa MOHOB BOLOPOAA Ha nias-
ManeMMe M TOHoMjacTe, obecneynBatoLLero MocTynieHue
OCMOTUKOB B KJETKY W BaKyosb. Llenbiit CneKTp KOCBEHHbIX
LaHHBIX YKa3bIBaloT Ha To, YTo H*-noMnbl NpUHUMAIOT yya-
CTME B PEryNsiLMM MHTEHCMBHOCTW POCTOBbLIX MPOLLECCOB,
B TOM YMC/e pOCTa PacTAXEHWEM KIETOK 3/1aKoB. Tak, pa-
6ota H*-AT®a3bl nnasManemMmbl obecneynBaeT 3aKkucneHne
K/eTOYHOM CTEHKM, CrocobCTBYA YBEMMYEHWIO 31ACTUYHOCTH
nocnegHen. OfHaKo [aHHbIX TAaKOr0 poja CIULIKOM Maro,
yTobbl CAenaTb BbIBOA O BO3MOXHOM MepepacrpefenieHny
3HauUMMOCTM 3TUX TPEX NOMM B X04€e POCTa PacTSKEHUEM.

POJ1b FTOPMOHAJIbHOW PErYNALNK

MpuBefeHHble Bbile LaHHbIE HEOCMOPUMO CBULETENb-
CTBYIOT He TO/IbKO 0 BOBJIEYEHWUW B peann3aumio pocTa pac-
TAXKEHWEM CaMbIX Pa3HbIX KOMMOHEHTOB KIIETKY, HO U COrna-
COBAHHOCTW MPOLLECCOB, NMPOMCXOASALIMX HAa YPOBHE TKaHM/
opraHa/opraHusMa. HakonneHo [ocTaToyHo bonbLuoe Yucno
3KCMEPUMEHTaNbHbIX PE3yNbTaToB, YKa3biBAOLWMX Ha posib
rOPMOHAJIBbHOM CUCTEMBI B peanu3aLymi pocTa pacTsKEHUEM,
4TO MO3BONSET NPEANOOKUTL He TONBKO LeACTBUE OTAESb-
HbIX (UTOrOPMOHOB, HO W HaM4Me KpoCC-perynsaumn. Yxe
AJVUTENbHOE BPEMS U3BECTHO, YTO POCT PacTSXKEHWEM pery-
JMpYeTCS TaKUMW FrOPMOHaMK, Kak rnbbepennHbl, bpaccuHo-
cTepouabl, abcuusoBas KucnoTa u ap. [72—74]. TeM He MeHee
HeobxoanMo npusHaTh ocoboe 3HaueHue ABYX duToropmo-
HOB B YNpaB/ieHUM POCTOM PaCTSIKEHUEM KONEONTUNen —
3T0 AYKCHH U 3TUNIEH.
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AykcuH

B 70-x rogax npotunoro cTonetus chopMupoBanach Tou-
Ka 3peHus 0 crocobHOCTM GUTOropMoHa ayKCuHa MHAYLMPO-
BaTb POCT PaCTSIKEHMEM KJIIETOK KOJ1eonTuen 3nakos [3, 75].
OHa nerna B OCHOBY TEOPWUM «KMC/IOFO POCTa». Y4uTbIBas
COBPEMEHHble MPELCTaBNEHNs, 3Ty TEOPUHD KPaTKO MOX-
HO NpeACTaBUTb CreaytoLlei Lenbto cobbituid. HaumHaetcs
OHa ¢ aKktuBaumm H*-ATQasbl nnasmanemmbl, B pesysb-
TaTe Yero MPOMUCXOAUT 3aKUCNEHME KIETOYHOM CTeHKW. 370,
B CBOI0 04epefb, MPMBOJMT K aKTMBaLmW paboTbl Lienoro pspa
BeKOB KNETOYHON CTEHKU: KCUIOMIIIOKaH3HLO0TPaHCTIMKo3una-
3bl/rmaponasbl (XTHs) [76], MHIVMBUTOPOB NEKTUHMETUIICTEPa3
(PMEIs) [77] v 3kcnaHcuHOB [78]. YBenmueHne KoHLEeHTpaLmmn
MPOTOHOB U paboTa 3Tux benKoB 0cnabnseT B3auMoAecTBHE
MeXQOy Nofucaxapupamu B KIETOYHOW CTEHKE, MpUBOASA
K YBEJIMYEHWUIO PACcCTOSHUA MeXAY MUKpodubpunnamm Len-
nono3bl. B page cnyvaes cHxeHne pH anonnacta Moxet
pocturatb 4,0 [79]. Ycunenne paboTbl NPOTOHHOMO Hacoca
MPUBOAMT K M3MEHEeHU0 MeMBpaHHOro noTeHUMana, a cne-
[0BaTeIbHO, K aKTMBALMM LeNoro psiaa MOHHBIX KaHanos,
B TOM uuncnie ons noHos K* [80]. B pesynbrate B KneTKy no-
CTYMalT OCMOTMYECKYW aKTUBHbIE BeluecTBa. Ha creaytoulem
3Tane NpoUCXOAUT CUHTE3 HOBBIX MUKPOGMOpPUAN Lenmono-
3bl M CUHTE3/CEKpeLms NonmcaxapuaoB U DeNKOB MaTpuKca
KNETOYHON CTEHKW W KOMIMOHEHTOB KJIETOYHOM MeMBpaHbl,
COBOKYMHO 3aMOJIHSAIOWLMX YBEIMUMBAIOLLYIOCS MOBEPXHOCTb
KneTku. [IBvaKyLUylo cuny pocTa pacTsKEHWEM CO343l0T Npo-
TOHHbIE HAacoChl KITETKM, @ HanpaB/eHue onpesenseT opueH-
Taums MUKpobMOpUNN LeNoNosbl.

[lo cux nop ocTaeTcs OTKPLITHIM BOMPOC 0 MEXaHWU3Me aK-
TMBaLMM ayKCMHOM paboTbl H'-AT®a3bl nnasmanemMmbl npy
BHECEHMM ayKcuHa. DuToropMoH, nonagas B KIETKM, peLen-
TMpyeTcs ¢ yyacteM F-Box benka TIR1/AFB [81]. 31o npu-
BOAMT K bbicTpoii Aerpapaumn Aux/IAA 6enkoB 1 BbICBO6OXK-
LEHVI0 TPAHCKPUNLUMOHHBIX (hakTopoB ceMelictBa ARF, uto
MPUBOAMT K BbICTPOW aKTWUBALMM HECKOMbKUX Tpynn reHoB
ayKcuH-cneunduyHoro oteeta [82]. OaHaKo TpaHCKpUNUM-
OHHOM aKTMBaLwK reHoB H'-AT®a3bl nnasManemMmbl He Obino
BbIABNIEHO. O6LLENpPUHATON B HacTosLLlee BpeMs CYMTaETCS
TOYKA 3peHust 0 poiv GocdopuIMpPOBaHUA B MeXaHWU3Me
ropMoHanbHon aktuaumum H*-AT®asbl nnasmanemmsl [83].
lokasaHo, YTO ayKCMH MHULMMPYET akTUBHOCTb benka ce-
MerictBa SAUR, ans KoToporo xapaKTepHo MHrubupyloLlee
Aencteue no otHoweHuo K PP2C.D-docdartase [84], uto
¥ NPUBOLMT K BO3PACTaHMK ayKCUH-cneumduyHoro dpocdopu-
nupoBaHus. Ewle ofuH MexaHu3M LeNCTBUS TOPMOHA MOXET
ObITb OMOCPefoBaH aKTMBALMEN ayKCMHOM KuHasbl (TMKT1),
cnoco6Hom HenocpeacTeeHHo docdopunuposats Thr947, uto
W NPUBOAMT K akTuBauuu H*-AT®a3bl nnasmanemMmbl 1 3a-
KucneHuio anonnacta [85].

B 70 3Ke BpeMs, BCe eLLe aKkTyamnbHOi 0CTaeTCs TOUKa 3pe-
HWSA 0 MOBBILIEHUM NPOTOH-TPAHCMOPTUPYIOLLEN aKTUBHOCTH
H*-AT®a3bl nna3mManeMMbl 3a CHET YBENIMUEHUS €€ KONnye-
CTBa B COCTaBe MeMbpaHHbIX OeSIKOB B pe3ynbTaTe U3MeHe-
HWUS! MIHTEHCMBHOCTM 3K30- M 3HAouMTo3a [50]. B peanusaumm
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3TOT0 NYTW MOrYT MPUHUMATb Y4acTue ayKCUH-CBA3bIBAl0-
wui 6enok 1 (ABP1), nonbl Ca?* u 6enku cemeitictea SNARE
[86-88].

[anbHeliwue coObITUS MOXHO NPeACTaBUTbL KaK ayKCWH-
MHIyLMPYEMOE YBENIMYEHUE 31aCTUYHOCTM KIIETOYHOM CTEHKM
1 BaKyONM3aLMI0 KIETKU 33 CHET MHTEHCMBHOIO MOTJIOLLEHMS
Boabl [31].

3tunex

(DaKTMYeCKN NpOTMBOMONIOXKHLIA 3QDEKT Ha YA MHEHMe
KOJIEOMTMAEN M NPOPOCTKOB B LIESIOM OKa3biBaeT HUTOrOPMOH
3TUNEeH. XOpOLLO WM3BECTHO, YTO OH BbI3bIBAET CRELMdUYHbIE
Mop(OoIor1yecKme U3MeHeHMsl, KOTOpble NPUHATO Ha3blBaTb
«TPOMHON peaKumeii»: YKOpoUeHHe, YTOSLLEHME W U3rnb, YTo
YBENMYMBAET MEXaHUYeCcKWe CBOWCTBA MPOPOCTKA NMpM Mpo-
pacTaHum yepe3 noyseHHble cnou [89]. C ncnonb3oBaHeM
3TOI peaKuMn Ha MOAENbHOM 00beKTe — MPOpOCTKax apa-
buponcuca — Bbina pacumdpoBaHa 0CHOBOMNOAratoLLasn no-
Cnef0BaTeNlbHOCTb PeLenToOpHO-TPaHCAYKLUMOHHOMO KacKaja
atoro ¢utoropMoHa [90]. [psiMO NPOTMBONOOHBIN NpoLecc
HabntopaeTca npu AeicTBUM 3TUNIEHA HA POCT NPOPOCTKOB
puca — B 3TOM Clyyae PerucTpupyeTcs 3HauMTeNbHOE Yi-
JIMHEHWE TaKUX IOBEHWIIbHBIX OPraHoB, KaK KONeonTWM
n Me3okotuim [91]. [aHHbIA dheHoMeH no3BonseT npeano-
NOXUTb, YTO B KONEOMTUNIAX pUCa MOXKET CYLLECTBOBATbH MHOIA
MeXaHWU3M perynsuuv pocta pacTsXKeHWeM noj, AeicTBUeM
3TUNeHa.

lMoKasaHo, 4To B KOMEONTUASX puca 3TWMeH Ccrocob-
CTBYET YAJIMHEHMIO KIETOK W MHrMOMpYeT MX pacLuMpeHue.
B utore KoneonTunb ctaHoBUTCA 60NEe LIMHHBIM U TOHKUM.
Ero yonvHeHue BbITanKMBaeT KOHUMK nobera Haj, noBepx-
HOCTbIO MOYBbI, @ Donee TOHKas BepXyLUKa HBEHWILHOMO
opraHa yMeHbLLaeT MexaHU4ecKoe COMpOoTUBIEHME, KOrAa
MPOPOCTKM BLIXOAAT M3 MoyBbl. HakonneHue AByx benkos
atuneHoBoro Kackaga (OsEIL1 n OsEIL2), cneumdunyHbix ans
MPOPOCTKOB p1Ca, MPUBOAUT K aKTUBALMM IKCTIPECCUN TEHOB,
Y4acTBYIOLUMX B AETOKCMKALMM aKTMBHBIX GOPM KUCIOpO-
pa [91]. Monaratot, 4t 3TV QOPMbI NN AENCTBUM ITUNEHA
NPeyMyLLECTBEHHO HAKAMIMBAKOTCA UMEHHO B BEPXYLLEYHOIA
obnacTu loBeHUNLHOMO opraHa. BeickazaHo npeanonoxeHue,
4TO MpU 3TOM MEHSTCA CBOICTBA KIIETOYHOW CTEHKU, TaK
KaK MeHSIeTCS MHTEHCUBHOCTb SKCMPECCUM CEMENCTBA MEHOB,
KOAMPYIOLLMX 3KCMAHCUHBI M NEpPOKCMAa3bl, B TOM Y1CHe f1o-
Kanu30BaHHbIe B KNeTOYHOM cTeHKe [91].

K coxanenuio, cBeileHMs 0 BO3MOXHOM aKTUBaLWMW Npo-
TOHHBIX MOMM NPW JEACTBUM 3TUIEHA Ha YIIMHEHWNE KIETOK
KoneonTunei oTcyTCTBYeT. TeM He MeHee B JIUTEpaTypHbIX
MCTOYHWUKAX NpeACTaBeH pSL KOCBEHHBIX [aHHbIX, KOTOpble
YKa3blBaKOT HAa BO3MOXHOCTb PEryNsiLM 3KCMPECCUM reHoB,
KOAMpYIOLLMX cybbeanHuLbl BakyonapHon H*-AT®asbl [30].
OOMH U3 MexaHU3MOB BSIMSIHUA Ha CTeMeHb BaKyonu3aLum
MOXET COCTOATb B TOM, YTO 3TWUIEH TOPMO3MUT HaKOMJeHue
B BaKyO/SX OpPraHWYeCKUX KUCNOT, TO eCTb Bbi3bIBAET W3-
MeHeHKe BanaHca 0CMOTUYECKU aKTUBHbIX COeAnHEHUN [92].
Hapsmy c 3TMM nokasaHo BO3MOXHOe WHrMbupyloLlee
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LelicTBMe 3TWUNEHA Ha aKTMBHOCTb aKBamoOpMHOB TOHOMMA-
cTa [93]. OgHaKo, NpMHMMasn BO BHUMaHWe TO, YTO AeiCTBUE
3TUNEHA Ha KIETKW KOMEeONTUe! OT/IMYAeTCA OT TaKoBOro
Ha KINeTKW Jpyrux opraHoB, TpebyeTcs NpoBeAeHue uccneso-
BaHWIA, KOTOpble MOrW Obl BbISIBUTL 3TU/IEH-0NOCPeA0BaHHOE
yyacTve nepeuncnenHbIx 6eNKoB B peanusauuy MexaHu3Mma
pOCTa PacTsIKEHNEM UMEHHO B KONEOMTUNSIX.

POJ1b CTPECCOBbIX ®AKTOPOB

[lencTBME BHELLHMX CTPECCOBBIX (PaKTOPOB Ha poCT pacTa-
XEHMEM [0CTaTOYHO pa3Ho0bpaseH. Tak, MHTEHCUBHBIN poCT
PacTAXEHMEM KITETOK KONeonTuUnel 1 Me3oKOTUNel NpopocT-
KOB KYKYpy3bl peructpupyetcs npu stvonsumn. Hanpotus,
[LeViCTBYe CBETA NPUBOAMT K DbICTPOMY MHTMOMPOBaHMIO PocTa
pacTsXKeHWeM, NpuyeM 3dEKT ITOT 3aBUCKT OT CMEKTPab-
Horo cocTasa cTumyna. llokasaHo, 4To eiicTBue CUHero cae-
Ta 6b110 6051 UHTEHCMBHBLIM MO CPABHEHUIO C KPacHbIM [7].
CriocobHOCTbI0 perynupoBaTh MHTEHCMBHOCTb pOCTa pacTs-
XeHneM obriagan v Takve cTpeccoBble HaKTopbI, Kak Taxe-
Nble MeTannbl, 3acyxa, 3acosieHue u ap. [94-96].

TeM caMbIM BHeLLHME (QaKTOpbl MPEUMYLLECTBEHHO BbI3bl-
BalOT MHTMOMPOBaHWE POCTa KOMEONTUNEN, OAHAKO 0TMeYatoT
1 0bpaTHBbINA NpoLecc. B KauecTBe NpuMepa TaKoBOTO MOXKET
CNY)XWTb NpOpacTaHue W NepBUYHbIN 3Tan pocTta puca (Oryza
sativa L.) — npeacTaButens rpynnbl NoayBOAHbIX PacTeHuiA,
CNOocobHbIN NpopacTathb ¢ raybuHsl Ao 35 cM [97].

HepocTaTtok Kucnopoga

B ycnoBusx 3aTonneHus pe3ko CHWUXaeTcs A0CTYMHOCTb
KMCNOPOAa, YTO MPUBOAMT K CYLLECTBEHHOW CMeHe (u3mo-
NOTNYECKMX U BUOXMMUYECKMX MPOLLECCOB, PErUCTPUPYEMBIX
B npopocTKax [36, 98]. HeoaHoOKpaTHO NOKa3aHo, 4To Npu Ta-
KOM TWMe npopacTaHus (rMno- uin aHOKCMYECKOM, B 3aBUCK-
MOCTU OT [LIUTENIbHOCTU AeHCTBUA 3aTOMNIeHMs) NpopacTaHue
3aKJ/1l04aeTCs B MHTEHCMBHOM POCTE KONEOMTUNA MpU NpaK-
TUYECKM MOJSTHOM MPeKpaLleHnn pocTa incta u Kophsa [99].
Peskoe yckopeHue pocTa noberoB (B TOM 4ucnie KOneonTu-
neii) 0THOCUTCA K OfIHOM M3 CTpaTerui afantauum pacTeHuil
K He[O0CTaTKy KMCNOpOAa, a UMEHHO cTpaTernu u3beraHus
(low-oxygen escape syndrome, LOES).

MonydyeH psA LaHHbIX, YTO Y YCTOMYMBLIX K 3aTOM/IEHMIO
copToB puca HabniopaeTcs bonee MHTEHCUBHBIM poOCT pac-
TSKEHMEM KIIETOK KONEONTWUIIeN, pesynbTaToM KOTOPOro
sBnsetca bonee 6ObicTpoe [oCTUKeHMe aspobHOW cpepbl
M TeM CaMblM CHabXeHMe KUCIOPOAOM BCEro MpOpoCTKa
[15, 100, 101]. CnepyeT OTMETUTb, YTO NPOrpamMMa PasBuTUS
KOeonTusei Npy 3aToMn/IeHUM Pe3Ko 0TIMYAETCS OT TAaKOBOM
B HOpMalbHbIX YCNOBUSX (CM. Bbilue). 0TMeYaeTcs, YTo B 3TUX
YCNOBUSAX 3aMe[NAeTCA MporpamMMa CTapeHusi, HO YCWimMBa-
eTcs poct pactsikeHueM [9]. Tunotesa o posm Koneontuns
KaK «JblXaTeSlbHOW TPYOKM ANS nnaBaHWs — LUHOPKENs»,
KoTopas Obina npepnoeHa ewe B 1970-e roabl [102], He-
[aBHO nosyyunna uenbii pag noareepxaenuii [103]. Mokasa-
HO, YTO MPM 3aTOMJIEHUM KONIEONTUM pUCa MOTYT YIIMHATLCS
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Ha 6—12 MM 3a 24 4 [10]. NHTEHCUBHBIA POCT PacTSKEHU-
€M MpOoEeMOHCTPUPOBaH [N KNETOK HUKHEW TpeTu Kofe-
onTunen puca, TOrAa KaKk 3TOT MOKasaTeSib 3HauMTeNbHO
TOPMO3UNICS OKONO BepXywku [104]. MpuueM 3ToT 3addeKT
YCWUAMBANCA C BO3PacTOM, HO MPaKTUYECKU OTCYTCTBOBaN
Y MONOAbIX, TOMbKO HauYMHAKLLMX Pa3BUTME MPOPOCTKOB,
B KOTOPbIX POCT PacTsKEHWEM NPOTEKas NoYTH C 04MHAKOBOW
MHTEHCUBHOCTbIO M0 BCEM AJIMHE KoneonTuns. B cBA3n ¢ 3Tum
He YAMBMTENBHO, YTO NPOdUIb TPAHCKPUNLMK CYLLLECTBEHHO
0T/MYanNCA MeXAY 3TVMM 1BYMSA 30HaMW KOJIEONTUAS, a TaK-
e Y NPOpOCTKOB pa3HOro Bo3pacTa. leHeTuyeckoe KapTu-
poBaHue (genetic mapping analyses) BbISIBMIO HECKONIbKO
(0T 4 po 13) NOKycoB KONIMYECTBEHHbIX NPU3HaKoB (quantita-
tive trait loci, QTL), accoummpoBaHHbIX C pa3BUTMEM NPOPOCT-
KoB puca npw 3atonnenuu [105].

lokasaHo, YTO MpoLecc pocTa pacTAXEHWEM B ycno-
BMSX 3aTOMJIEHWs COMPOBOXAAJCS YCUIIEHNEM 3KCMpeccun
eHOB, KOAMpYIOLWMX 3KcnaHcuHbl EXPA7 w EXPAT2, a Tak-
XKe TeHOB, KOAMpYILMX neKTuHacTepassbl [104, 106, 107].
N3meHeHVe ypoBHS 3KcnaHcuHOB, be3ycnoBHO, OKa3biBa-
N0 BAMSIHME Ha COCTOSHUE KIIETOYHOW CTEHKU MpU Hepo-
cTaTKe Kucnopofa. He MeHbliee 3HauyeHWe MOXET UMETb
M aKTMBaLMs PacTBOPUMbIX MEPOKCMAA3 B YCNOBUSAX 3aTo-
nnenns [108]. NepeuncneHHble AaHHble yKa3blBaKT Ha Me-
XaHU3Mbl, MOBbILIAKLLME 3MACTUMHOCTb KINETOYHOW CTEHKMU.
TeM He MeHee B YCIOBMSIX HOPMOKCUM OCHOBOMOJIAratoLLmMM
MeXaHU3MOM SIBJIAIETCA 3aKUCNeHWe, LOCTUIaeMoe 3a CYeT
aKktuBaumm pabotbl H*-AT®a3sbl nnasManemMmebl. MoxeT nm
3TOT MexaHu3M ObITb peann3oBaH B KONIEOMTUASAX pUca npu
3aTOMN/eHNH, OCTAeTCA MoJ, BOMPOCOM, TaK KaK HepocTa-
TOK KMUCIOpOAa MpUBOAMT K CUIIbHOMY 3HEPreTUYeCKOMY
rOfI0faHNI UM, CNefoBaTeNbHO, K AuMuTaumm ATO, sHep-
reTMyecKoro cybcrpata ans paboTbl NMPOTOHHOW MOMMbI
nna3Manemmsl [9, 10, 104]. [ns 06bscHeHWs HeobxoamMMoro 3a-
KMCIEHWS KITETOYHBIX CTEHOK ObL1 NpeAioKeH MHOW MeXaHN3M.
YAanuHeHune KNeTOK KoneonTunen Bo3pactano B 8—16 pas npu
“cnosb30BaHMK pacTeopoB, HackileHHbIx CO, [109]. OaHako
W 3TOT MeXaHu3M TpebyeT AOMOJHUTENBHOTO NOATBEPHKAE-
HUWs, TaK KaK 00pasyloLumics B Xofe CNMPTOBOr0 OpOXeHMs
CO, B 3HauMTENbHON CTEMEHU BbIAENAETCA U3 PaCTUTENbHbIX
TKaHel B oKpyxatowwyto cpedy [98]. CHuxenune yposHs ATO
B KJIETKaX KONEONTW/IeN Mpu NpopacTaHum B YCI0BUSX 3aTo-
MeHNs paccMaTpuUBaeTCs B Ka4ecTBe OAHOW U3 NMPUYUH CHU-
eHus aktuBHocTW H*-AT(Dasbl He TOMbKO Ha nasManemMe,
HO U Ha ToHonnacte. B To e BpeMs HaKoMneHWe naKTata
B pesy/ibTaTe aKTMBaLMKU MOJIOYHOKMCIIOro BpoXeHns Npueo-
OMT K 3aKuCneHnto uuTonasmel [98], a 310, B CBOIO 04epefb,
HanpoTuB, ByAeT MHULMMPOBATL aKTUBALMIO 3TUX MPOTOHHbIX
HacocoB [110, 111]. TeM caMbIM MOXeET HabnAaTLCA 0YeHb
AVHaMW4HOe M3MeHeHue akTuBHocTM H*-ATQas3, KoTopoe
CnocobHo MoaMGdULMPOBaTLCA W aKTUBHOCTBHO KMHa3/doc-
(aras, oTBevaloWwKx 3a pocdopunnpoBaHe aBTOMHIMOMPY-
fowero aomeHa H*-ATQasbl nnasManemMmbl, U cyobeanHUL
H*-AT®a3bl ToHonacTa. B To e BpeMs aKTUBALMA aHOKCU-
yecKoro MeTabonuaMma cBs3aHa C ycureHueM paboTbl psza
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(epMeHTOB, BK/toYas nupysaTtopTodocdatamkunasy (PPDK),
B pe3ysbTate Yero NpoMCXoAuT HakonneHue nupodocdara.
CnepoBatenbHO, MOXHO Npegnofaratb aKTMBaumio paboTsl
H*-V-TN®as3bl. CnepyeT 0TMETUTb, YTO 3HEPrus rmMaponn3a
nupodocdarta coctanset npubnusutensHo 60 % 3Hep-
rum rugponmsa AT® [112]. B a3poOHO-BbIpaLLEHHbIX NPO-
pocTKax puca LeduuMT KUCNOpoAa NPUBOAUN K aKTUBALMK
H*-V-M®a3bl ¥ cTUMYNALMM IKCMPECCUM TEHOB, €€ KOLUPY-
towwmx [113]. B pesynbTtate KNETKM MOAYyYalOT BO3MOXHOCTb
pelleHns Lienioro psaga npobnem: BblpaBHMBaAHWE YPOBHS
pH umMTO30n5, reHepaLMs 3NEKTPOXUMUYECKOTO NOTEHLMana
Ha TOHOMJacTe, BOCCTAHOBMIEHWE TPAHCMOPTHOM aKTUBHO-
CTW OCMOJIUTOB BHYTPb BaKyo/M U Co3[aHue Heobxoaumo
OBWXYLLEN cunbl Ans TpaHcnopTa Boabl [67]. K coxaneHuto,
MPAMbIX IUTEPATYPHbIX AaHHbIX 00 M3MEHEHUM PONv aKBa-
MOPMHOB MpM POCTE PaCTSKEHMEM KIETOK KONIeonTuUnen puca
Mbl He 06HapYXWK, @ AaHHbIE 0 POJIM aKBaMNOPUHOB B APYIvX
pacTyLLMX OpraHax NpopoCTKOB BECbMa NpOTUBOPeYBbI [36].
OTMETMM, YTO reHbl, KoaupytoLme H*-noMmbl v akBanopuHbl,
He BXOAAT B COCTaB BbisiBNeHHbIX QTLS, CBA3aHHBIX C pOCTOM
KONeonTuns, cnefjoBaTeflbHo, BO3MOXHbI UHbIE MEXaHU3MbI,
NeXallme B OCHOBE PerynsiLumu pocTa pacTsKEHUEM B YCN0-
BMSX 3aTOMJIEHNS.

B cBsi3u ¢ 3TMM xoTenock bl NPUBECTM pe3ynbTaThl aHa-
N13a HeflaBHO NMPOBEAEHHOr0 MaclTabHOro mccnefoBaHus
NPOMOTepHOi 0611acTV reHOB, Y4acTBYIOLWMX B 0becneyeHnm
npopacTaHus 1 pocTa KoneonTunen npopocTKoB puca. Bobi-
SIBNEHbl NPeLCTaBUTENIN HECKOMbKUX CEMEWCTB TPaHCKpUN-
LMoHHbIX akTopos: MYB, bZIP, AP2/ERF, ARF, WRKY, ZnF,
MADS-box, NAC, AS2, DOF, E2F, ARR-B u HSF [114]. Moka-
3aH0, YTO OHM Y4aCTBYKT B PEryNALMM NPOLIECCOB AENEHMS,
poCTa pacTsXKeHWeM M 60MbLLOro YMCNa reHoB YrNeBOLHOMO
MeTabonu3ama. Hapsay ¢ 3TuM Haubornee ycToiumBble K 3aTo-
MEHWI0 COPTa p1ca XapaKTepu30BaluCh aKTUBHOCTbH) TaKMX
TPaHCKPUNLUMOHHLIX dakTopos, Kak HYS (bZIP), GBF3, GBF4
u GBF5 (bZIP), DPBF-3 (bZIP), ABF2, ABIS, bHLH v BES/BZR,
Y4aCTBYHOLLMX B TPAHCAYKLMOHHBIX Kackafax hMToropMoHoB
3TWNeHa, ayKcuHa, rnbbepennuHa, abcuu3oBon U XacMo-
HOBOW KMCNOT. TeM caMbiM MONYYEHO MOATBEPHKAEHME, UTO
YCTOMYMBOCTb K HE,0CTATKY KMCIOPOAA U COXPaHEHUE UHTEH-
CMBHOTO POCTa pacTAXKEeHWEeM Mpu 3aTonjieHnu onpefenseTcs
LUMPOKUM CMIEKTPOM (MTOropMoHoB [114].

PaccMoTpuM 3HayeHWe ABYX (DMTOTOPMOHOB — ayKCMHA
W 3TW/IEHa — B PerynsaiuMyu pocTa pacTsKEHUEM B YCITOBUAX
HepocTaTKa KUCI0poAa. 3Ha4UMMOCTb 3TUX FOPMOHOB B YC10-
BMSAX HOPMOKCUM Obina NpoaHanu3upoBaHa Boilwe. Cnepyet
OTMETUTb, YTO POJib ayKCWMHA B MHWLMALMW pocTa pacTsxe-
HWEM NPYW 3aTOMNEHUU LOCTATOYHO [ONTO AMCKYTUPOBANach.
Hanpumep, Bbino nokasaHo HapyLLeH1e CUHTe3a 3Toro ropMo-
Ha U ero MossPHOro TpaHCMopTa Npy KUCNOPOAHOM rofiofaHum
puca [115]. [lobaBneHme 3K30reHHOro ayKcuHa He NpUBOAM0
K YCUIEHMI0 POCTa PacTSKEHWEM KOJEOMTUNEN B YCIIOBUAX
aHoKcum [116]. TeM He MeHee CpaBHUTENbHLIN aHaNM3 Cop-
TOB pMCa, pa3nuUYaloLLMXCA NO [IMHE KOJEONTUNeN, NoKa-
3a, 4to 3 eKT ayKCMHA Ha POCT PacTSKEHWEM 3aBUCUT




MHEHVA, TUTOTESH,
[VICKYCCYOHHBIE BOMPOCH!

OT aKTMBHOCTM TpaHcmopTepa AUXT. kcnpeccus reHa, ero
KOAMpytoLLiero, bbina Bbille y ASIMHHOKOEONTUBHBIX COPTOB
puca npw 3atonnexuu [117]. Hapagy ¢ aTuM 6bino BbisiBIEHO
CHUXEHMe 3Kcnpeccun reHa miR393a, koTopas HeraTMBHO
perynupyet MPHK peuentopa aykcuHa Transport Inhibitor
Response 1 (TIR1), 4T0 MHTEHCUDMUMPOBANO CUTHAMbHbINA
Kackap ¢utoropmoHa [118]. Takum obpa3oMm, feiicTBre ayK-
CMHa Ha POCT pacTsXKeHWeM KOoNeonTunei puca B YCNOBUAX
3aTOMMIEHNS MOXKET WMETb Pa3fIyHbIA N0 UHTEHCUBHOCTM
3(deKT, 3aBUCMMBIN KaK OT Y4aCTHMKOB OTBETHOM POCTOBOIA
peakLmuu, TaK U OT UCXOLHbIX FeHeTUYEeCKUX ocobeHHOCTen
aHanM3MpyeMoro pacTeHusl, 3aNn0XeHHbIX CMoCOBHOCTbH
K pocTy pacTsikeHueM. PaccMatpusas ponb aTuneHa, cnepyet
OTMETMTb, YTO B YCNOBUSX HELOCTATKa Kucnopoa Habnopa-
€TCA MHTEHCVBHOE HaKOM/EeHWe 3Toro rasoobpasHoro ¢uTo-
ropmoHa [109]. 3o, B cBOK 04epeab, MPUBOAMUT K YCUIEHUIO
aKcnpeccun reHoB SUBTA n SNORKELs [106]. 06a oTHocsTCS
K rpynne TpaHcKpunumMoHHbIX dakTopos (Ethylene Responsive
Factor of group VII, ERF-VII), oTnnuntensHoi ocobeHHOCTbI0
KOTOpbIX fIBAsieTcA coxpaHeHne N-KoHUa MonieKynbl B yc-
NOBMSAX HeLLOCTaTKa KUCNOPoAa, B pesynbTate 3T daKTopbl
He Mo/JBepralTCa rmapoNn3y U TeM CaMbIM y4acTBYHOT B pe-
TYNALMM TaK Ha3blBaeMbIX aHa3pOOHbIX reHoB [119]. GakTopsbl
TpaHckpunumm SNORKELS ynpasnsioT cTpaTermeil akTuBHOro
u3beranus 3atonnenus (LOES), npu kotopoi poct noberos
ctumynupyetcs, a SUBTA — cTpatervein nokos, wam uc-
TUHHOW YCTOMYMBOCTM K runokeun (low-oxygen quiescence
syndrome, LOQS), npu KoTopoii pocT TOPMO3WTCS, a afanTa-
UMA JocTuraeTcs nyTeM U3meHeHust MeTabonusma [98, 119].

3AKJTIOYEHUE

MonBoas UTOr NPOBEAEHHOMY aHanu3y, creayet noayep-
KHYTb MHOro0bpasue 3aluMTHbIX QYHKLMA TaKOro HOBEHWIb-
HOro OpraHa, KaKk KoneonTuib 31aKoB. [epBuyHoii GyHKUmeld
ABNSAETCA 3aLLMTa MCTa NPOpOCTKa NpU NpopacTaHuu Yepes
TOALLY noyBbl. [1ns 3Toro HeobXx0AMMO MHTEHCUBHOE YAUHE-
HWe KONeonTus, KOTOpOe JOCTUraeTCsl UMEHHO MOCPeSiCTBOM
pocTa pacTsikeHueM, bonee 3KOHOMUYECKM BbIFOLHOIO Mpo-
Liecca no cpaBHeHUIo ¢ fienenueM. [TonaaaHue ceeTa Ha npo-
POCTOK NPW AOCTUXEHUN NOBEPXHOCTU MPUBOAMT K Pe3KOi
0CTaHOBKe pocTa W 3amycKy NporpaMMbl CTapeHus U CMepTH
KIeTOK Koneontuns. B 3Ton Mopenu pocT pacTsKeHneM 3a-
BMCMT OT 3aKUCNIEHWSA KITETOYHON CTEHKM, OMOCPeA0BaHHOIo
aKTuBaumelt pabotbl H-AT®asbl nnasmManeMmbl M UHAYLM-
pyemoro MTOropMOHOM ayKCWMHOM. VI3MeHeHWe rpapueHTa
MOHOB BOLOPOAA Ha rPaHMLAX anonnact/uuTonnasma u uu-
TONNa3Ma/BaKyosb aKTUBHO NOLAEPHKMUBAETCA paboTon ABYX
H*-AT®a3, (GyHKUMOHMPOBaHWE KOTOPbIX MOHOCTbID 0be-
cneunBaetcs cuHTe30M ATO B ycnoBuMsX aKTUBHOIO [ibIXaHUA.
MHorokpaTHoe yBenMuyeHre LINHbI KIETKU CONpOBOXAeTCA
BaKy0/nM3aLUMen, YTO YKasbiBAaeT Ha aKTMBHOE BOBJiEYEHME
aKBarnopvHOB MNia3ManeMMbl M TOHOMIAcTa B obecneyeHue
TpaHcnopta BoApl. C Bo3pacToM HabniofaeTcs U3MeHeHWe
CBOMCTB KJIETOK Pa3HblX 30H KOJIEONTUNSA M UX CMOCOBHOCTH
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NoALepKuUBaTh POCT pacTaxeHueM. Cnemyet 0TMETUTL M posib
(GUTOropMoHa 3TUNEHa, LENCTBME KOTOPOrO Ha POCT KOJeon-
TUNel KapanHanbHO 0TAIMYAETCA OT BAIMSHUS APYrvX 0CeBbIX
OpraHoB. YcuneHue pocTa KIETOK U pa3MsAryeHue BepxHew
4acTV KONeonTUAs Mo3BOJISIET Pa3BMBALOLLLEMYCSA JIUCTY Jier-
KO MpOpbIBaTb €ro BepXYLLUKY NpU «BbIX0[4e» Ha NOBEPXHOCTb
nousbl. CnefoBaTenbHO, MHULMUPYS PasHble MONEKYNAPHbIE
MEXaHW3Mbl, ayKCUH U 3TUNEH WHTEHCMGULMPYIOT peanusa-
L0 GU3MONOrMYECKoi GYHKLMW KONeonTuAS.

B cnyyae pasBuTiA CTPECCOBbIX YCII0BUIA MIHTEHCUBHOCTb
pocTa pacTsiKeHueM KoppekTupyetcs. OHa B 3HauuMTeNbHO
CTeneHu MoJABNAETCS MPU LENUCTBUW TSKENbIX METassos,
MOBLILUEHWUM TEMMepaTypbl, Pa3BUTUS 3acyXM U 3aCOSEHMS.
OnHaKo TaKoM CTPeccoBbld (aKTOp, KaK HeAoCTaToOK KuC-
nopofjia, HampoTuB, CnocobeH pesKo aKTMBMPOBaTb poOCT
B pe3y/nbTaTe pasBuTUs cTpaTerum «usberanus» (LOES). Ha-
Bniopfaetcs aToT heHOMeH y KoneonTunen puca — nosyBoj-
HOro pacTeHus, XopoLIo MpMcrocobaeHHoro K npopacTaHuio
¥ NepBUYHOMY POCTY B YCNOBUAX 3aTonieHus. [pu aToM Me-
HAIeTCA MeTabonmaM (yCUnMBaeTCa TNMKONKU3 U DpoXKeHus),
a pesKoe cHxeHne AT® yacTMYHO KOMMEHCUpYeTCa NOoBbI-
LueHWeM YpoBHs nupodocdata, cnefoBaTeNbHO, BOHUKAKOT
YCNoBUS aKTMBaLMK BakyonspHoi H*-MMa3bl BMeCTo UHTEH-
cudbuKaumm pabotbl ATOa3. HeobxoauMble ans UHMALMALMM
poCTa pacTAXEHWEM YCI0BUS (3aKUCNEHWE M NocneaytoLee
yBE/MYEHWe 3MaCTUYHOCTM KIETOUHBIX CTEHOK, NOAJEpIKaHNe
pH uMTONNa3Mbl, BaKyonM3auus) AOCTUTAlOTCSA COBEPLLEHHO
WHBIMW MeXaHu3MaMu. JInaupytoLLee 3Ha4eHWe B perynauuu
pocTa npuobpeTaet atuneH. TeM caMbIM 3alUMTHas QYHKLMS
KONeonTuns NpeTepneBaeT Cepbe3Hble U3MEHEHUS B 3aBUCH-
MOCTU OT XapaKTepa CTPecCOBOro BO3LeNCTBUS.

K coxaneHuto, MHorme HiaHChbl peanu3aumm pocta pac-
TSIKEHMEM B HOPME U NpU CTPecCe eLle LaneKku OT OKOHYa-
TenbHoro noHuManms. Ocoboe BHMMaHWe B NocnegHue rofpl
YOENseTcs COOTHECEHUIO MHTEHCMBHOCTM POCTa KONeonTuns
C YCTOMYMBOCTLIO K HebnaronpusTHbIM ycnoBusM. 3T0T na-
pameTp (4sMHa KONeonTuis) MOXKHO MCMONb30BaTh [J1S CO3-
[aHuUA 0cobbIX TECTOBbIX MaHenel npu paspaboTke HOBbIX
MepCneKTUBHbIX COPTOB puca U APYrX PacTeHUIA, YCTONUMBbIX
K 3aTonneHuio.

A0NOSIHATESIbHAS! UHOOPMALIUA

BnaropapHoctu. Wccnepoanus nocesweHsl  300-netuio
CaHKT-IeTepbyprcKoro rocyaapcTBEHHOMO YHUBEPCUTETA.

Bknap, aBTOpOB. Bce aBTOpbI BHEC/W CYLLECTBEHHbIA BKIaz
B pa3paboTKy KOHLENUWM, aHanu3 JUTepaTypHbIX WCTOYHUKOB
W MOArOTOBKY CTaTby, NMPOYAM U 0A0OPUNM (UHANBHYK Bepcuio
nepesd nybnukaumei. JnuHbii BKNad Kaxaoro astopa: A.A. Kup-
nu4HMKoBa — cbop 1 obpaboTka Matepuana; I.P. Kynosposa —
KOHLenuus v uaes ctatoy; B.B. EMenbaHoB — KoHLenuus v uges
cTaTbi, cbop M 0bpaboTka MaTepuana, BHECEHWE OKOHYATESNbHOM
npasku; M.O. LLMwoBa — KoHLenuust U Waes cTatbl, HanucaHue
OCHOBHOIA 4aCTW TeKCTa, BHECEHWE OKOHYaTeNbHOWM NpaBKy, Npu-
BrieyeHne hMHaHCMpOBaHMS.
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WUcToununk dmHaHcmpoBanus. ccnenoBaHue BbINOMHEHO Mpy
noaaepxke Poccuiickoro HayyHoro ¢oHpa (rpaHT N 22-14-00096,
https://rscf.ru/project/22-14-00096/).

KoHnuKT uHTepecoB. ABTOpbI AEKNapUpYIOT OTCYTCTBUE SIB-
HbIX WU MOTEHLMaNbHbIX KOH(QIMKTOB MHTEPECOB, CBA3aHHbLIX C Ny-
BnMKaLmeit HacTosILLIeN CTaTbK.
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