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O630pHas cmamos

Baxyonapuas H-AT®asa saBiAeTcst OXZHUM U3 Haymbojiee BaXKHBIX U LIMPOKO PACIPOCTPAHEHHbBIX
IIPOTOH-TPAHCHOPTUPYIOLIMX (PEPMEHTOB 3YKapMOTHUeCKO) KleTKu. OHa BBIIOTHAET >KU3HEHHO
BaKHbIe QYHKIVMM U IPEACTaB/IsAeT cO60I1 MyNIbTUCYObENMHIIHBI KOMIUIEKC, COCTOSIINIT U3 IBYX
(YHKIMOHATBHBIX JoMeHOB Vi 1 V. B mpepcTaBieHHOM 0630pe pacCMaTpUBAIOTCS COBpEMEHHbIE
MIpefiCTaBNeHNs 0 MHOroypoBHeBoii perymasanyu V-AT®aser pactutenpHoro opranmsma. Llembrit
pAn CcyObegyMHMI] KOJUpyeTCA Oolee YeM ONHMM TeHOM. B CBA3M ¢ 9TMM paccCMaTpuUBaeTCs
3Ha4YeHMe PeryIAlyM Ha TPAaHCKPUIILMOHHOM ypoBHe. Oco60e BHUMaHME Y/e/IeHO PacCMOTPEHNIO
MHOTOYNC/IEHHBIX CIIOCO60B perysiuny paboTsl ¢depMeHTa Ha IIOCTTPAHC/ALIOHHOM YPOBHE.
Bubmorp. 60 Hass. Tab6m. 1.
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Vacuolar H*-ATPase is one of the most crucial and widely spread proton-transporting enzymes of eu-
karyotic cells. It fulfils many vital functions. The enzyme is represented as a multisubunit complex, or-
ganized in two domains, Vi and V. The review summarizes modern data on plant cell H*-V-ATPase.
Regulation of proton pump activity is analyzed for different level of plant organism complicity. A
number of vacuolar H*-ATPase subunits are encoded by more than one gene. Thus the importance of
regulation at transcription level is discussed. Special attention is paid to analysis of different ways of
regulating activity of the enzyme at post-translation level. Refs 60. Table 1.
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BBenenne

H*-AT®a3za Bakyonsaproro tuna (V-tuma; EC 3.6.1.3) mmpoko pacmpocTpaHeHa
Y 9YKapMOTUYeCKMX KIeTOK. DTOT IPOTOHHBI HACOC BHY TPUK/IETOYHBIX MeMOpaH Ipef-
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CTaB/IsAeT CO00JT MYIbTUCYObeMHNYHBIN KOMIUIEKC, 00pa3oBaHHbI HaMeMOpaHHBIM
KaTa/IMTUYECKVM ¥ TPAHCMeMOPaHHBIM IPOTOH-TPAaHCIOPTUPYIOMIMM TOMEHaMM 001Ieit
MOJeKy/IsIpHOi Maccoit okono 750 x[la [1, 2]. ITo cTpoenuto V-AT®a3a sBOMOLMOHHO
poncrBenHa AT®-cunrasam F-Tuna 1, BO3MOXXHO, 3T (pepMEHTHI IMEIOT 001Iero mpes-
mecTBeHHMKA [3-6]. ToMonorus mpocnexnBaeTcsi Kak B OTHOIICHMY CYObeSVHNYIHON
OpraHu3aINM, TaK U 10 IPYHIUITY pOTalMoHOro Karamsa. [Iporonnas V-AT®a3za 6bita
upeHTUUIMpPOBaHa B MeMOpaHax, OrpaHMYMBAIOLINX paslINyHble BHYTPUK/IETOYHbIE
KOMITAPTMEHTBHI ¢ 60J1ee KVIC/IBIM 110 CPaBHEHMIO C IIMTOIUIa3MOl cofepKuMbIM. Kucnas
Cpefia BHYTPM JIMTUYECKMX BAaKYOJIeil M CeKPEeTOPHBIX BE3MKYJI, obecliednBaeMasi Ipo-
ToH-TpaHcnopTupyomeit AT®asoi1, HeoOXxoxMMa IS CO3IaHNA ONTUMA/IbHBIX YCTIOBUI
PaboThI TUPONUTIYECKUX (PepMEHTOB. TeM caMbIM OHa SIB/ISIETCS KTIOUEBBIM PeTrysiTo-
POM OTPOMHOTO 4MC/Ia OMO/IOTMYeCKIUX IIPOLIECCOB, TAKMX KaK Ierpajialiyis 6€/KoB, aBTO-
¢arus, o6MeH MeMOpaH (MeMOpaHHBIT TPadUK, BeSUKY/LIPHAs CeKpelsi), BTOPUIHBII
TPAHCIOPT 4Yepe3 BHYTPUK/IETOYHbIe MeMOpaHbl [7, 8]. [lokasaTebcTBOM 3HAYMMOCTH
Bakyo/sipHoit AT®aspl MOXKeT CITY)KUTb Pa3BUTIE LIe/IOTO0 Psifia 3a00/IeBaHMII Y YeTIOBeKa
(HeBpoOIOIMYeCKMe HapylLIeHNs, ayTOMMMYHHBIe, MeTabOMINYeCcKe U OHKOTOIMYeCcKIe
3a00/1eBaHVs U T. I1.) IpY HapyleHusax paborsr V-AT®asel 11, Kak pesynbrart, popmupo-
BaHMA IPOTOHHOTO TPAJMeHTa, MI3MEHEHVsI KOHI[EHTPAI/ IOHOB BOJOPO/A B IIOJIOCTU
BHYTPUK/IETOYHBIX OpraHesn [9].

Y pacrennit nporonnas V-AT®asa mokann3oBaHa Ha TOHOIUIACTE, U €€ OCHOBOIIO-
JIaraolias pojb 3aK/I04YaeTcs B MO ep>KaHIY VIOHHOTO Y MeTaboIM4ecKoro roMeocTa-
3a IIOCPEICTBOM CO3[jaHUsA MeMOPAaHHOTO MOTEHIVaIa Ha BaKyo/LsApHOI MeMOpaHe [10,
11]. Hapsiiy ¢ TOHOIIACTOM aHHBI pepMEeHT UAeHTUPUIIMPYeTCsl B MeMOpaHax SH0-
IJIa3MaTUYeCKOTO PeTUKYIyMa, anmnapara [onbmpkim, mpoBakyosneit u T. 1. PacturtenpHble
V-AT®aspl npuHNUMAIOT yYacTHe B Ipoljeccax 3HAO- U 3K30LMTO3a U UTPAIOT BAKHYIO
POJIb B pery/Anny 5MOPMOHATbHOTO Pa3BUTHA U POCTA KJIETOK pacTshkeHMeM [10-12].

CrpykTypa npoToHHOIi V-AT®a3b1

[Ipotonnaa V-AT®a3a y 9ykapMOTMYECKUX K/IETOK XapaKTepU3yeTcsl CTPYKTYp-
HOJI KOHCEPBAaTMBHOCTBIO VI COCTOUT M3 LMToIIasMarndeckoro AT®-rupponmusymoiero
komiviekca V; (cy6bepuuunsl A-H) n TpaHcMeMOpanHOro kaHanma Vo (cy6bemyHMIBI
a, ¢, ¢, ¢, d u e). Ilokaszano, uro y pacrenust V-AT®asa cocrout us 13 cydbvennuun,
pacnpenenieHHbIX Mexay Vi- u Vo-momenamu [13]. Vi-gjoMeH HacumMTbIBaeT 6 CyOb-
eqyunL;: 1o 3 ko VHA-A 1 VHA-B. OHu conpsixensl ¢ cybpepununamu VHA-D
u VHA-FE xoropble TpaHchOpMUPYIOT KOH(POPMALIMOHHbIe U3MEHEHVS IIPY TUPOTIN3e
AT® B porarnuio nporeorunugHoro Konbla. Cyowvenuunipl VHA-E u VHA-G dopmu-
PYIOT TeTpamep (II0 2 KOIMM Ka>KTO0lT), B3aUMOJEICTBYIOIINII C OfTHOUYHBIMI KOIVAMM
VHA-C u VHA-H. lJenTpanbHOE IPOTEONUINIHOE KONbIO COCTOUT U3 4 My 5 Konui
VHA-c, ogHoit VHA-¢', koTopas, Bipo4eM, O CUX IIOP OKOHYATEeTbHO He MAEHTUDUIN-
poBana y pactenuii, 1 ogaoit VHA-c"”. Hapany c atum Vy-IOoMeH COfepXUT IO OTHON
ko VHA-a, VHA-e u VHA-d [13]. Bpamenue c-Konblja OTHOCUTEIBHO CyObefHNU-
ITBI @ OCYIEeCTB/ISIET IIepeMelljeH e IPOTOHOB Yepe3 MeMOpaHy. COBMeCTHOe BpalljeHue
MHTETPAIbHOTO U TepudepuIecKoro JOMEHOB IPefOTBPAIIAeTCsl C IOMOIIBIO YeThIPeX
coeViHeHUIT MeXay Vi u Vo, KOTOpble OCYIeCTBIAITCA cyObepuanuamu a, E, G, C
u H [14].
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Kopuposanne npotonHoii V-AT®a3pl u perynanus
Ha TPAHCKPUIIIMIOHHOM YPOBHeE

CyMMapHOe KO/MIYeCcTBO IeHOB CyObenyunL npotoHHoit AT®a3bl ToHOIIACTa CO-
crasnseT ot 14 y Chlamydomonas no 54 y con. Y apabuporncuca neHTIUIMPOBAHO
28 VHA-reHoB. Py cyObenyHMIl KOJUPYeTCA TONBKO OJFHMM IEHOM, a HEKOTOpble —
ceMericTBaMu 710 5 reHoB (Tabmmua). JJoCTYIIHOCTD JaHHBIX COBPEMEHHBIX TEXHOIOTMII
CEKBEHMPOBAHMA M PeaNn3alyisl JOCTATOYHO OOJBUIOTO 4YMCIa TeHOMHBIX IPOEKTOB
HO3BO/IM/IM TIPOBECTY AHA/IN3 MOJIEKY/IIPHOI 9BOIOLMM KXol U3 cyobenuum [15].
Be110 nokasaHo, 4To pasandHble cyobenyuuibl V-AT®aspl M13MEHSIOTCS B XOfie 9BOJIIO-
VM TIO-Pa3HOMY, XOTS Y ABJIAIOTCA CTPYKTYPHBIMU YacTsAMuU ofHOro 6enka. Ha ocHoe
IPOBEIEHHOTO aHa/IN3a MOYKHO OXapaKTepy30BaTh HECKOIbKO OCHOBHBIX 0COOEHHOCTeI!
3BOJIIOLUY, KOTOPbIE II0-Pa3HOMY COYETAIOTCS Y PasHbIX CYO'beMHUL 3TOrO (pepMeHTa.
Cy6beqyHNLbl Hepudepudeckoro KOMIUIeKca Vi OTINYaIiCh BBICOKON BapuabenbHO-
CTBIO, 33 MICK/II0OYeHVeM CyObennHubl B. Hanbonee koHcepBaTuBHOI OblTa CyOBeIHN-
11a Vo-¢, popmMupyromias mpoTOHHBIN KaHAT, TOTAA KaK CyO'beIMHNUIIA a B XOfie 9BOIOINI
AYIUINIYPOBAIaCh HECKOIBKO Pas, YTO IPYUBEIO K HOSAB/ICHUIO O0/IBIIOr0 pasHO00pasns
usodopwm [15].

Cy6penuuuisr H*-AT®asp1 1 Kopupyoue ux reus [13]

Cy6penununa gomeHa | Komyectso reHos | Cy6bepunnua g | KomnyectBo renos
V1 M UX Ha3BaHUe OMEHa Vo M UX HAa3BaHUe
3
A 1 VHA-al
VHA-A a VHA-a2
VHA-a3
5
3 VHA-cI
B VHA-BI c VHA-c2
VHA-B2 VHA-c3
VHA-B3 VHA-c4
VHA-c5
) 2
C <" VHA-c"1
VHA-C VHA-c"2
) 2
D d VHA-d1
VHA-D VHA-d2
3 2
E VHA-EI e VHA-el
VHA-E2 VHA 02
VHA-E3
1
F VHA-F
3
G VHA-GI
VHA-G2
VHA-G3
1
H VHA-H
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Ha npumepe MreKonuTamiyx Ob1a foKasaHa poib n30popM CyObeANHNIL B OIIpe-
IeeHNM TKaHeCHeUMpUIHOCTY ¥ KOMIapTMeHT-criennduaHoctu. CyObemMHUYHBII
u n3opepmeHTHBI cocTaB V-AT®a3bl MOXKeT paccMaTpUBATbhCA KaK MOLTHENIINI pe-
TYJIATOP €e aKTUBHOCTU, HAPAAY C MOAY/ALMEN CONPSLKEHNA MEXAY UHTeHCUBHOCTDIO
ruppomusa ATO 1 TpaHCIIOPTOM IPOTOHOB. Y pAfa OpraHM3MOB (HalpyMep, Y AP OosKoKeil
U HACeKOMBIX), HapsALy C MOTHOCTBIO «coOpaHHBIMU» KoMmiutekcamu V-AT®as, moryr
OBITH OTZENIBHO HpefcTaBaeHbl V- 1 V(-CYOKOMIUIEKCHI, YMCIO KOTOPBIX Peryliupyer-
cs BHewHuMU pakropamu. K coxaneHuto, K HaCTOAIIEMY BpeMeHY TOTBKO JIsi HEMHO-
rux u3 uzodopm pacturenpaoit V-ATDa3w npoBefen aHanu3 n3ohopM-crennduaHoin
akcnpeccun. Hampumep, mokasaHo, uTo skcnpeccus reHa VHA-cl TpOUCXOAUT B 30He
pacTsKeHUs KOPHA apabujorcuca U KOHIMKa KOpHsL, B on4ne oT VHA-c3, akcpeccu-
PyeMoro B K/leTKaX KOPHEBOTO Yex/nuKa 1 buiblie [16]. CxopHble faHHbIE OBIIN ITOTYYe-
HBI Ha PACTEHUSX X/IOIKA, I7e HakomneHue nzodopm VHA-c 66110 ueHTUOUINPOBAHO
B OBICTPO ¥ MHTEHCUBHO PaCTATMBAOIMXCS KIeTKax [17]. [Ins apabuporncuca onmcaHo
TKaHecmeludnyHoe HakomneHne n3opopm VHA-E, BbLiBieHHOe Ha arame amMbpuore-
Hesa [18]. Ha 6omee mo3gumx aTamax pasBuTusa oHO coxpasnoch miasi VHA-E u pac-
npoctpansanoch Ha VHA-a, VHA-B n VHA-G [19]. Oxcnpeccus VHA-E2 oxasanach
crietuaHOI s meiibLbl, VHA-E3 — npeumylecTBeHHO /IS 9HOCIepMa pa3BUBa-
IOLUXCA ceMAH, a VHA-E] — npeuMyIecTBeHHO A/id MUCTbeB. CreyeT OTMETUTD, YTO
CpaBHUTENIBHBIN aHA/U3 TOMOIOIMK MEXAy TpeMms usopopmamu VHA-E mokasan, uro
crienuduynas s nsuiblpl VHA-E2 xapakTepusyeTcsi HayiMeHbLIEN CTEIIEHbIO TOMO-
JIOTMM ¥ OTCYTCTBUEM LjucTerHa B 121 nmonosxeHun. VIMeHHO 3TOT OCTaTOK, BO3MOXHO,
BOBJIEYEH B PEJOKC-PETYIALNIO, CIIEN0OBATENDHO, MOXKHO IIPEATIONOXUTD Ha/IM4IMe NHOTO
MeXaHM3Ma, 00YCITOBIMBAIOIIETO M3MeHeHMe aKTUBHOCTH u3odopmbl. Hapany c atum,
ms usopopm VHA-E nokasano HecooTBeTcTBMe MexXAy HakomneHneM PHK-npopykra
U KoHIleHTpauuel 6enka [19]. HepaBHoe pacnpepenenne ObII0 IOKa3aHO M J/ISI U30-
¢dopm VHA-G. VHA-GI n VHA-G2 xapaKTepu3oBa/miCh 9KCIPeccyeit 1o BceMy opra-
HU3MY, Torga Kak VHA-G3 oTHeceH K Ipymme u3 162 reHOB, SKCIIPECCUPYEMBIX TOJIb-
KO B IIbUIbIle. B OT/IM4Me OT Mepeyrc/ieHHbIX BbIle 3aKOHOMEPHOCTEN, i u30¢popm
VHA-a BMecTO TKaHecrenM(pMIHO MMOKasaHa OpraHeNbHas JTOKaIU3aLysl: TOHOIIACT
unu anmapat Tonbmxu.

[TpuBeneHHble Bblllle JaHHble O XapakTepe KopmposaHusi usopopm H*-ATda3zsr
TOHOIUIACTA, A TAKXKe MIeHTU(UIPOBaHHbIe paHee CHel(UIHbIe TATTePHbI IKCIIPeC-
CUM He IO3BOJISAIOT IIPOBECTM COMOCTABIEHNUA aKTUBHOCTU GepMeHTa M €ro 3Ha4MMO-
CTH B TOM WM MHOM (pU3MOTOrn4IecKoM mporiecce. be3ycmoBHo, XxapaKkTepusanus TaKuX
MYTaHTOB, KaK det3 sIBJsIETCS] IPEKPACHBIM IIPUMEPOM UCIIOTIb30BAHUS MOJIEKY/IPHO-
O10/10rMY9eCKOro IOAXO/a /IS BBISIB/ICHVSI 3HAYMMOCTI OT/E/IbHBIX T€HOB, KOAVPYIOILINX
cyopenuunubl dpepmenTa. Tak, ognHouHass myTtauus B rene VHA-C y apabuporncuca,
IpUBOAALIAs K HapyleHno civraiicuara MPHK onHoit 13 cy6beHuMII, BbI3bIBa/Ia 3HA-
Y1 Te/IbHbIe M3MeHeHNUs1 MopdoreHe3a MyTaHTa (IPUBOAMIA K PA3BUTUIO ClIelUPUIHOTO
¢denoruma). MyTaHT XapaKTepU30BajICs 3aMefJIeH/eM Pa3BUTIS B HOPMAaJIbHBIX YC/IOBM-
x [20]. Opnako npenTrdUKaLyA GeHOTUNNIECKUX IIPOSIBICHNIT IPY HAPYIIEHUN KO-
POBaHMsSI OFHOTO U3 TeHOB OJHOII U3 CYO'beANHNUL] — OYeHb PeAKUil IpuMep, 1 TpebyeTcs
ellle MHOTO MCCTIE[JOBAHMIA, YTOOBI PaCIIVPUTh HAIIM TIPEICTABIEHNS O POIU KaXKZOTO
u3 reHoB VHA-x B pasBUTUM PacTEHUI.
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TeneTnyeckas perymsuns ¢yHkumonuposanus V-AT®daspl Obia B JOCTaTOYHON
CTeIleH) M3Y4YeHa IpYU JeICTBUM CTPecCOBBIX (paKTOpoB. Takoil MHTepec OIpemensIcsa
TEeM, YTO aKTVBHOCTb TOHOIIIACTHOM IIpOTOHHOM AT®asp!l perymupyeTcsa MHOIMMH (ak-
TOpaMM OKPY>KaIolleil Cpefibl, ee laskKe Ha3bIBAIOT «9KO-pepMeHTOM» [21].

VI3MeHeHNs YPOBHS TPAHCKPUIITOB eAMHIYHBIX CyObegyHuI nporoHHoit ATdasst
TOHOIIIACTA B OTBET Ha MOBBIIIEHE COTIEHOCTY ObIIN ITPOaHA/IN3UPOBAHDI Y MHOTYIX BU-
0B pacTEeHNII C TOTO MOMEHTA, KaK IPYIINON 1ccenoBareest [22] 6bI10 IpogeMOHCTPH-
poBano mnosbimenne yposHs MPHK VHA-A B kynbprypax K/IeTok Tabaka, MOfIBEp>KeH-
HBIX CO/IEBOMY CTpeccy. IIoBbIlIeHNe YPOBHS TPAHCKPUNITOB CyObeHNIBI A Hab/IIO-
[A/IOCh TaK>Ke IIPU COMeBON 00paboTKe MHTAKTHBIX pacTeHmit Lycopersicon esculentum
(23], Beta vulgaris [24, 25] u Daucus carota [26]. B kynbrype knetok D.carota ypoBHU
MPHK cy6bennunun A u ¢ yBennumBanmuch B 2-3 pasa IO CPaBHEHMIO C KOHTPOJIEM de-
pes 4 pus mocne obpaborku 100 MM NaCl [27]. BospacTanne ypoBHS TPaHCKPUIITOB
c-Cyb6beuHNLIBI OBIIO IPOIEMOHCTPUPOBAHO I/ A. thaliana [28], B.vulgaris, D. carota
u Mesembryanthemum crystallinum [29, 30]. Y M. crystallinum corneBoit cTpecc B TedeHue
HeCKOJIbKVX YaCOB IIPMBOAWI K YBEIMYEHNIO KOIMYECTBA TPAHCKPUIITOB CYObeVHNIIBI
C, B TO BpeMs KaK KOJIMYeCTBO TPAHCKPUIITOB A- 1 B-cyObeyHnIl He M3MeHANOCH [29].
9TO0 OBIIO MHTEPIIPETUPOBAHO KaK CBUICTETBCTBO HECKOOPANHMPOBAHHON Pery/Annn
cyopennunn V-AT®asbl. [Tocie mpogo/pKeHns coneBoii 00paboTKu B TedeHe HeCKOb-
KUX JJHEll, HapA4y C yPOBHEM TPAHCKPUIITOB C-CyO'beAVHNUIIbI, BO3PAcTasl TAKXKe YPOBEHb
MPHK cy6beguuniy A u B [31]. VIHTepecHO TO, 4TO CTeNeHb yBeIMYEeHNs KOMMIeCTBa
TPAaHCKPUIITOB Obl/Ia pas3nMn4HON A/ Tpex cyobenyuun V-AT®asbr. ITocne 12 gHeit co-
neBoit 06pabotku komrdectBo MPHK nyst cy6wpenmuni A, B 1 ¢ Bospocno B 2, 12 1 5 pas
cootBeTcTBeHHO. ToT ¢axkTt, uto ypoBenb MPHK cy6bemuuunst E M. crystallinum ne
U3MEeHSJICA TIoc/Ie 48 4acoB COMeBOro crpecca [32], MOXeT CIYy>KMUTb ellle OffHUM IIOf-
TBep>KZIeH/eM HeCKOOPANHIPOBAHHOI SKCIIPeCcCN TeHOB CyObennuuL ¢pepmenTa. [1o3-
e OBUIO BBLICHEHO, YTO YPOBEHb TPAaHCKpUNTOB cyOobenuuuisl E M. crystallinum mo-
BBIIIAETCA B JIMCTBSAX IIOCTIe 72 4acoB coneBoro crpecca [33]. na B. vulgaris n D. carota
MHAYLMpYeMasi COTIEBBIM CTPeCCOM 3KCIPecCHsi TeHOB CyObeAMHNL BakyorspHoit H-
AT®a3bI 0Kka3amach CKOOPAVHIPOBAHHOIL.

OpnHako msydeHye KOHTPO/IS Ha TPAHCKPUIILMOHHOM ypOBHe 12 pasHBIX CyObenn-
Hun V-AT®assr M. crystallinum mipu HeNPORO/KUTEIBHBIX CTPECCOBBIX BO3JENCTBIUAX
II0Ka3aJIo, 4YTo i 6onpumHCTBa VHA-TEHOB M3MeHEHMs KOMMYeCTBa TPAHCKPUIITOB
ObUIM cKoOpAMHMpPOBaHbL. Hanpyumep, Habmoganoch Bo3pacTaHye ypoBHel TPaHCKPUII-
TOB GOJIBIIMHCTBA T€HOB B JIMCTHSX NIPU 3aCOJIEHNM, OTCYTCTBUE M3MEHEHNIT B IUCTDAX
IIpM TEIUVIOBOM CTPecCe ¥ B KOPHAX IIPY OCMOTUYIECKOM CTpecce, a TAK)Ke YMEHbLIEHME
KO/IM4ecTBa TPAHCKPUIITOB B KOPHAX IPM 3aCO/NEHNM, KOPHAX M JIMCTbAX Ha XOJIOZE,
KOPHAX IIPY TEIUVIOBOM CTpecce ¥ JIUCTbAX IPY OCMOTHYECKOM cTpecce [4]. B pesyinsb-
TaTe KOMIUIEKCHOTO MCCTIefOBaHMs ObII CHie/laH BBIBOJ, O TOM, YTO CyOBeUHMIIBI, KO-
AVpyeMble HeCKOTIbKMMIY I'€HaM, IMEIOT OOJIbIIYI0 IPepacioNOKeHHOCTb K CY/IbHBIM
M3MeHEHVSIM KOIMYeCcTBa TPAHCKPUIITOB IIPK CTpecce, YeM CYObeANHNIIbI, KOAMpPYeMble
eIMHCTBEeHHbIM TeHOM. ClefjoBaTelIbHO, TeHBbl MO0 KOFUPYIT (HOPMbI CyOBemHNL]
C pasIMYHBIMU CBOMCTBaMY, HEOOXOAVMBIMY WM HPEAIIOYTUTENbHBIMI IIPU OIpefe-
JICHHBIX CTPECCOBBIX YC/IOBUAX, MNO0 HAXOAATCSA IO KOHTPOJIEM CTPecC-CHepUIecKmx
IIPOMOTOPOB, YTO IT03BOJIAET OCYLIECTB/IATh COOTBETCTBYIOIINII OTBET Ha ONPEMleIEHHOE
CTPECCOBOE BO3JIEIICTBIE.
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CrnemyeT OTMETUTD, YTO PETY/LALMA Ha TPAaHCKPUIII[MOHHOM YPOBHE NOSBUIACH Ha
TOCTaTOYHO PAHHUX 3TAIlaX SBOJIOLIIL.

Perysiust akcripeccuy reHoB CyObenyuuL ToHotactHoit H - AT®ass1 MoxeT ocy-
I[eCTBIATbCA U puTOoropMoHaMu. VI3BecTHO, 4TO abcuM30Bas KUCIOTA BIMUACT Ha IKC-
npeccuto reHoB V-AT®a3bl HEKOTOPBIX BUJIOB pacTeHNUI. Y MyTaHTa ToMaTa ¢ feyim-
TOM TMO0epe/UIMHOB KOMYECTBO TPAHCKPUIITOB 'eHOB CYOBEANHNLBI C M KOMTNYECTBO
Oenka cyopenmHuL A 1 B yBennumBamich B OTBET Ha 9K30T€HHYIO IMOOEpe/UINHOBYIO
06pabotKy [34]. B To ke Bpems BIMAHNA IMTOKMHMHOB Ha aKTUBHOCTb V-AT®asbl He
Ob1710 06HApY>KeHO [35].

[IpuBesieHHbIe BbILIE JAHHBIC OJHO3HAYHO CBUJETENbCTBYIOT 00 M3MEHEHUM IKC-
Ipeccuyt TeHOB, KOAMPYIOIMX pasinyHble CyObefuHMIBI TOHOMIACTHON V-AT®a3sbl
VIHTeHCMBHOCTD 9TUX M3MEHEHUI! ONpefendeTcad BUNAOM PAacTeHN:A, CTafyell ero OHTO-
reHe3a, a TAKXKe CUJION JeiiCTBMs cTpeccoBoro (pakropa. B pesynprare saToro mpomecca
CO3[JAI0TCA YCIOBMA INOABIEHNA (pepMEeHTa C HOBBIMU CBOJICTBAMM, 2, CII€fJOBATEIbHO,
MOBBIIIEHNA aJJalITAllMOHHBIX CBOVICTB PacTUTEIbHOrO OopraHusMa. He MeHee Ba>KHBIM
MeXaHM3MOM TPaHCKPUILMOHHON perynauuy paborsl H'-AT®assl ToHOIIACTa ABMIA-
eTCsl M3MeHeHMe KOmm4ecTBa (pepMEHTHBIX KOMIIIEKCOB B COCTaBe TOHOIUIACTA. DTOT
(deHoMeH ObUT BbIABIEH M Sudeda salsa, ranodura us cemeiictBa Chenopodiaceae.
ITokasaHO, 4YTO OCHOBHOJN CTpaTerueil yCTOM4MBOCTU K CONEBOMY CTPECCY y JJAHHOTO
BUJA CTY)KUT yBe/IMYeHVe KOMM4ecTBa (PepMEHTHBIX KOMIUIEKCOB, @ He MI3MEHEeHNs CO-
CTaBa NMPOTOHHOrO Hacoca [36]. Vsmenenne xonmuuectBa V-AT®assl npu nepexope oT
C3 x CAM-dorocunresy 6b110 ycranosneno s Kalanchoe blossfeldiana [37]. VisBecrt-
HO, 4T0 akTuBHOCTb H*-AT®a3pl ToHOomnacta npu CAM-QoTocuHTe3e UIpaeT BaXk-
HYIO POJIb /ISl aKKYMY/LIVM MajiaTa B BaKyO/lH, a, CJIefOBAaTeIbHO, yBeMdeHNe Yicia
V-AT®a3 — BaxHOe yClIOBMe IepeKIiodeHrs MeTabonmmaMa pacteHus. Y rajao¢pura
M. crystallinum nepexop, C3 - CAM BrisbiBaetcs NaCl-3aconenuem. IIpu nosblueHnn
COJIEHOCTY HAOJIIOfIa/IOCh yBe/MYeHne KOmdecTBa (pepMeHTa, YTO IPUBOJIIO K IIOBBI-
LIEHNIO ero aKTUBHOCTU [38, 39].

Takyum 06pa3zoM, IOTy4eHB! HEOCIIOPUMBIE JaHHbIE O POJIM TPAHCKPUIIIVIOHHON pe-
TyIALNY aKTMBHOCTY TOHOIUTACTHOM IPOTOHHO IOMIIBI B XOfle OHTOTeHe3a pacTeHuI],
a TaloKe TPy PasBUTUMU aJalITALIMOHHBIX MEXaHU3MOB IIPY JIeICTBUM CTPECCOBBIX (pak-
TOpPOB.

Perymamua nporonHoit V-AT®a3bI Ha HOCTTPAHCIAIIOHHOM YPOBHE

Bonbuioe uncio nccnepoBanuii perynsauuu V-AT®asel 66110 IpoKU3BeLeHO Ha rajo-
¢ure M. crystallinum. [Tpu nossimenun conenoctu u nHpyKiyy CAM-MeTabonm3ma Ha-
6mopanuch HekoTopble u3MeHeHus: V-AT®aspl. Kax yxe oTMeuanoch BhIllle, MOXKET YBe-
JINMYMBATBCS KOMNMYECTBO (PepMEHTa, YTO yKa3blBaeT Ha TPAHCKPUIILMOHHBIN yPOBEHb
perymanym. B To e BpeMA MoKa3aHO BO3SMOXKHOE 3MeHeHVe COOTHOIIEH TPAHCIIOPTa
npotoHoB 1 rupponusa AT® [2]. 1o, BepOsATHO, IPOUCXOANIO OIarofapss TOMY, YTO
H*-AT®a3ze nmpuxoauTcs nepeMelaTb IIPOTOHbI IPOTHUB O0jiee CUIBHOTO SMEKTPOXIMM-
yeckoro rpaguenta npu CAM-dorocunTese. Takoe yMeHbIlIeHNe COOTHOLIEHVS TPAHC-
HopTa IpoToHOB U rupponusa AT® yBenmumBaeT HOTPeOHOCTD B 60IbIIIEM KOMITIECTBE
¢depmenta. Hapsany c atuM, yBenmumBancs guaMeTp Vo-BHYTPUMeMOpPaHHBIX YaCTHI]
[40, 41], 4TO CONIPOBOXKAATIOCH BO3pAaCTaHMeM KOIMYECTBA C-CyOBEAMHNL] U KOMUYIeCTBa
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ux MPHK B Hauase cBetoBoit ¢assl [31]. Kpome Toro, B cTepKHe MOSABIAIICD B HOBbIE
CyOBeIMHNIIBI, OfHA U3 KOTOPBIX AB/IAETCA MPOAYKTOM paclielieHns cyobeaHuIb B
crieruduyecKoit MpoTeasoit Wi aKTUBHbIMK Gopmamu Kucmopopa [42, 43]. Hakowrer,
roloBKa Vi -ZIOMeHa Ha 9/leKTPOHHBIX MUKpOQOTOrpadyax IpefcTaBiana coboil Kak
reKCaMepHYI0 CTPYKTYPY, TaK 1 IeHTaMepHylo [44]. Takum o6pas3oM, He Bcersa Tpu KO-
vy Kaxpon cyovemuanipl (A u B) mpucyrcrByror B cocraBe dpepmenTa. HenssecTHo,
KOIVS KAaKOJl M3 JBYX CYOBeAMHNI] OTCYTCTBYeT B COCTaBe IleHTamepa. B aTom ciyuae
IpefiCTaB/IsAeTCS MHTEPECHDBIM TO, UTO Iy 3aconeHnn y Citrus MpoMCXOAUT IPOTEOINTH-
JecKoe paspylieHne cyobequunipl A, a'y M. crystallinum — cy6penmuunsl B.

[IpuBeneHHble BbIIE TAHHBIE MOTYT CIY>KUTb [OKa3aTeIbCTBOM HOCTTPaHCHIA-
IIMOHHOTO MeXaHuaMa perynsanuy paborsl V-AT®aspl pactennii. TeM He MeHee IIOCT-
TPAHC/IALMOHHAA PEry/IALNA MOXET OCYIIeCTB/IAThCA CIeAYIOIIMI CIIocobaMu: crmabo-
IIe/IOYHBIM ONTMMYMOM pH, cTUMYyAnVeit XIOpUOM, YYBCTBUTEIBHOCTBIO K HUTPATY,
yMepeHHbIM cponcTBoM K AT®, nurnbuposanmem AJI® u Heopranmyeckum ¢ocdarom,
a TaxKe GpocopunupoBaHueM onpereNIeHHbIX Cyobenuuniy [45].

V-AT®asa yyBcTBUTeMbHA K OKMCIeHNI0. Kak ObI/IO MOKa3aHO Ha IMCTHAX AIYMEHS,
H,0, nnaktusupyer rupponus AT® u Tpancnopr nportoHos [46]. IlogaBrenne obenx
aKTMBHOCTeNl (pepMeHTa CHMMAeTCAd BOCCTAHOBJIEHHBIM INTyTaTMOHOM. o mocmenHero
BpeMeH! CYMTAJIOCh, YTO OKMCINUTeNIbHOe nofasneHne H-AT®aspl ToHOmIACTa IpO-
ucxoput 6maropapsa GOpMUPOBAHNUIO AUCYIbGUIHON CBA3M MEXIy KOHCEpBaTMBHBIMU
OCTaTKaMM IYICTeNHA B KaTA/IMTUYECKOM caiiTe cyobenuunipl A. OgHaKO HelaBHO ObITIO
YCTQHOBJICHO, YTO B OKMCIIUTENIbHOE MHIMOMpOoBaHMe pactutenbHoit V-AT®aspl He Bo-
B/Ie4eHO 00pa3oBaHue ANCYIbPUIHBIX CBsI3eil B CTPYKType CyObennuuusl A [47]. Cy6s-
eIVHMIIBI, K&KAAA U3 KOTOPBIX COfiep>Kala aMMHOKIIC/IOTHYIO 3aMeHY OJHOTO M3 Tpex
KOHCepBaTUBHbIX ocTarkoB nycrenta (Cys*®, Cys?”® u Cys™), 6 9KCIIpeccupoBaHbL
B MyTaHTax A.thaliana, numenusix VHA-A.TIpu 3ToM ObIIO IPOJEMOHCTPUPOBAHO,
4TO JyIs PeJOKC-Pery/ALyM aKTUBHOCTY (epMeHTa Ba)kKeH TOJIBKO OfVH U3 TPeX KOH-
CepBaTMBHBIX LMCTENHOBBIX 0cTaTKOB (Cys?*®), a, ClegoBaTenbHO, AUCYIbUIHbIE CBI3N
MEXJY 9TVMY aMUHOKJC/IOTHBIMYU OCTAaTKaMU He SIBJISII0TCS HeOOXO[MMBIMY /ISl IHI M-
ouposanus. Ocratok Cys?” Tpe6yeTcst st akTMBHOCTY (pepMeHTa, TAK KaK OH BOBJIEYEH
B ponuHr u crabummsanmnio cyobenuunipl. KpoMe T0oro, 6510 yCTaHOB/IEHO, YTO OKIC-
JMTe/IbHBIE YCTIOBA He BIVAIOT Ha 3aKMC/IeHMe BAKYO/IU B KJIeTKaX KOpHell apabyIoIcu-
ca. Takum o6pasom, B okucnuTenbHoe MHrn6upoBanne V-AT®Daspl pacTeHnit BoBieyeH
TONBbKO ocTaToK Cys®®, 1 3TOT MeXaHM3M, BEPOSITHO, B MEHBIIEl CTEIeHN BaXKeH IS
PeryALuy akTUBHOCTY pepMeHTa Y PACTeHMIA, YeM Y APOAOKEIT M MIIEKOIUTAIOIX.

CooTHolIeHNe KOMMYeCTBA TPAHCIIOPTUPYEMbIX IIPOTOHOB 1 TMAPO/INM30BaHHbIX MO-
nexyn AT® MoxeT OBITh yBeNM4eHO M3MEHEHNeM pa3Mepa poTopa IyTeM BO3pacTaHMs
KO/IMYeCTBa C-CyObennHNL B cocTaBe depMenTa [2]. Ilpu mccmemoBaHuy HUTPATHOTO
nuTaHus y tabaka OpUIM OOHAPY>KEHBI pasnuuus B AmameTpe Vo-BHYTpUMeMOpPaHHBIX
cyobemuauI ToHomnactHoit H-AT®asel B cpefie ¢ HeTOCTAaTOYHON KOHI[EHTpalyeil Hi-
TpaTa U B Cpefie, 0OOTAIeHHON HUTPATOM. B yC/IOBUMAX HUSKOTO CONEp>KaHMs HUTpaTa
B cpefie avaMeTp Vo BHYTPUMeMOpPaHHbIX YacTuly yBennamica. CTpyKTypHbIe M3MeHeHU A
Ha ypOBHe joMeHa V, BepOATHO, BIVAIOT Ha ruapom3 AT® 1 TpaHcopT IpoTOHOB [48].

CregyeT OTMeTHUTD, 4TO 3HaueHMe AT® 3akar09aeTcs He TONMBKO B IPESOCTABICHUN
sHepruu, obecrednBarolell TeHepaluio MeKTPOXMMIIECKOTO IPafiieHTa IOHOB BOJO-
popa. OTOT HYKJIeOTUl MMeeT U peryaaTopHyto ¢ynkiuio. ITokazano, uro VHA-C 06-
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NajiaeT Croco6HOCTbIO cBA3bBaTh AT® B cucreMax in vitro u Ipyu 3TOM MEHATb CBOIO
koHpopMarmio [49]. B HacTosee BpeMs He SICHO, IPOMCXOMAT JIY CXOfIHbIE M3MeHe-
HIS B KJIeTKe M KaK 3TO CMOXXeT MOBIMATH Ha B3aMMOJEIICTBIE cyéiuem/[}mu VHA-C
u VHA-E.Tem He MeHee IpyMeHeHMe [Ie30KCUITIOKO3bI, YTO MEHSET SHepreTHMdecKmil
CTaTyC K/IeTKM, IPUBOAUT K 3HaunTeNnbHOMY CHIDKeHUI0 FRET-a¢dexTnBHOCTI MEXTY
VHA-C u VHA-E, Tak xe kak u FRET-a¢dextnBHOCTN Mexxny VHA-A-CFP u VHA-
a-YFP, 4T0 cBMAETENbCTBYEeT 00 M3MEHEHNN B3aMMOJEVICTBUS MEXAY CyObeuHNIIaMu
(depmeHTHOrO KOMIIIekca [50].

He MeHee MHTEHCHBHBI CIIOCOO perymsanyuy OeIKOB Ha MOCTTPAHC/IALMOHHOM
YPOBHe IIpeficTaB/IsAeT co60ll AMHAMIYecKoe M3MeHeH1e craryca pochopummpoBanus/
nepochopunmpoBanms. ITOT CIOCOO perymaLyy ObUI MPOJEMOHCTPUPOBAH /IS XKI-
BOTHBIX U IPOXK)KEN], @ 3aTeM YCTAaHOBJIEH U JUIA PaCTUTENbHBIX KIeToK. CyObennHua
VHA-C sBnsiercs cyoctparom gyt WNKS8-kmHassl, a cyobenunnia VHA-A opsep)xeHa
dbochopumMpoBaHNIO TOHOIIACT-ACCOLMMUPOBAHHON K1Hasoit [51, 52]. TlokasaHo, uTo
¢dochopumpoBaHme IPUBOANT K aKTUBALMY PabOThI pepMeHTa ¥ MOXKET PerucTpUpoO-
BaTbCA B Te€YEHUe OYeHb KOPOTKOTO BpeMeHM IOC/Ie BO3ZelCTBMA (HalpuMep, CHEero
csera). Kpome Toro, pochopunnposanne cyobenuunipl VHA-A mpuBoant K MHUIMA-
VM B3aMMOJIeNICTBIUA ¢ 14-3-3 6enKamMm 1 OC/IeyIoleMy YCUIeHUIO B 3,5 pasa paboThl
nporonHoit AT®asel ToHOITacTa suMeHs [52].

Benok-6enKkoBble B3aMMOAENCTBMA OBUIM YCTAHOBJIEHBI HE TONBKO MEXHIY TOHO-
macTHoit HY-AT®asoit u perynaropusivu 14-3-3 6enkamu. Ocobe BHMMaHMe CIefyeT
YAeINTD B3auMOfeNcTBMIO ¢ Oenkamm-pepMeHTaMu n Oenkamu-ceHcopamu. K mocnep-
HMM MOXHO oTHecTu ructuamukyuzasy 1 (HXKI1). Beuto nokasano obpasoBaHme KOM-
mwiekca HXK1 ¢ VHA-B n RPTBS5 (perynAaropHas 4acTuia mpoTe0COMHON CyObeINHNIIBI
19S). DTOT KOMIIIEKC 13 TpeX Oe/IKOB MMeeT SIEPHYIO JIOKA/IN3ALUIO 1, II0-BUAVIMOMY,
IPUHMMAET yYacTVe B MHULIMMPOBAHHOM IIIOKO30J1 CUTHa/IMHTe. JJaHHBIN KOMILIEKC BBI-
cokocrenuduyen psa nsopopmbl VHA-B1, 4To ykas3biBaeT Ha ee YHMKAIbHYIO QYHKIVIO,
BO3MOYXHO, He OTHOCAIIYIOCA HEIOCPECTBEHHO K PeryIanuy paboTbl caMoro gpepMeH-
Ta [53].

B mccnegoBannaAx, MpoBeleHHBIX Ha puice, 0OHapy>XeHO BysAHUe (HocPOMMIngoB
U TJIMKOMUINUOB TOHOIUTACTA Ha aKTUBHOCTh V-AT®aspr [54]. lannsiit GpakT omocpe-
IOBaH OOIIVM 3HaYeHMeM JIMIINIOB B ONpefie/IeHNN PU3NKO-XMMIIECKIX CBOVICTB MeM-
OpaH, TaKMX KaK TeKy4ecTb, 3apsif 1 T.J. JIMIUHBI COCTAB pas/INYHBIX 9HJOTE€HHBIX
MeMOpaH BO MHOTOM BapbMpYyeT, YTO He MOXKET He OKa3aTb BIMAHMA Ha aKTUBHOCTD
MHOTUX 0€/IKOB-TPaHCIIOPTepoB 1 6enkoB-depmeHTOB [55]. Ha KynpTrype K1eTok apabu-
poricuca 6b110 MoKas3aHo, yto H-AT®asa V-Tuma 10Kkan3oBaHa B IeTePreHT-yCTONYM-
BBIX MUKPOJIOMEHAX TOHOIIJIACTA, 000TaI[eHHBIX CTEPO/IAMU 1 HACBII|eHHBIMM XV PHBIMU
KICTIOTaMI. YCTaHOBJIEHO, 4TO (ocdomumuabl aktusupyor H*-AT®dasy Tonomnacra,
a IJIMKOJIMIIM/IBL TIOIABJIAIOT ee aKTUBHOCTD. Takas (opMa perynaumu xapakTepHa, Ha-
HpuMep, IIpM TeMIlepaTypHoM cTpecce. COOTHOILIEeHNe IIMKOMUINA0B U (ochonmnmios
B BaKyOJLIPHOJ MeMOpaHe BO3pacTaeT IIPY XOMOJOBOM CTpecce, I 9TO OTpaKaeTcs Ha
aKTMBHOCTY TOHOIITACTHOV IIPOTOHHOJ ITOMIIBL.

B sax/r0ueHne X0Te/10Ch Obl OCTAHOBUTHCS HA YHUKAIBHOM CIIOCO0E pery/sinnuy Ba-
KYOJ/IAPHOI IIPOTOHHOI IIOMIIBI HA IIOCTTPAHC/IALIMIOHHOM YpOBHE — 0OpaTyMas Aucco-
1marys foMeHoB Vi u Vi [56]. DTOT crocob ZoCTaTOYHO XOPOLIO OXapaKTePU30BaH /L
H*-AT®a3 V-Tuna gpoxokeii, HACEKOMBIX ¥ MJIEKOMUTAIOLIUX. Y JPOXKell 3TOT Npoliecc
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IPOVCXOAUT IPY UCTOLEHNH 3aI1aCOB ITIOKO3BI B Cpefie, a Y HACEKOMBIX BO BpeMs JTMHbBKI
nna nopjep>kanud xonmudectsa AT® B kmeTke. Y M/IEKONMTAIOMIMX AUCCOLMALNA JOMe-
HOB V-AT®a3bl poucxoanT B KIeTKaX IOYeYHOTO SMNUTENNA TaKXKe B OTBET Ha MI3MeHe-
HMS YPOBH I/IIOKO3BI, OBHAKO (HY3MOIOrMYecKoe 3Ha4eHe 9TOTO ABIeHNs MeHee IIOHAT-
HO. KpoMe TOro, 3T0T MexaH13M BOB/IeYeH B perynsanuio GpyHkunonnposauus V-ATPassr
B JICHPUTHBIX KJIeTKaX MIekonuraoiyx. Hanbonee mogpo6Ho aToT criocob peryasauym
akTuMBHOCTY BakyonsapHoit H'-AT®asbl uccnegosan y gpoxokeil. B atom ciyvae muc-
coumanyusA MpoUCXOAUT ObICTPO, 0OpaTUMO U He TpebyeT CrHTe3a OeTKOB. AKTUBHOCTD
pasfeneHHbIX Nepudepryeckoro M MHTErPaTbHOTO HOMEHOB OnokupyeTcs. [lucconum-
poBaHHbIIT Vi-HoMeH He ruapomusyetT AT®, a cBobopHblil V(-OMEH He OCyIIecTBIAeT
IIACCYBHOTO IIepeHoca IIPOTOHOB Yepe3 MeMbpany. [IpenoTBpaiienne GpyHKIMOHNPOBa-
HJI KOMIIOHEHTOB ()epPMEHTHOTO KOMIIIEKCA O4eHb BaYKHO, TaK KaK 9TO IT03BOJIAET 13be-
KaTb MCTOIIEHNA SHepreTUYeCKNX 3aI1acoB KIeTKM M pacCesHNA IPOTOHHOTO I'PaMieHTa.
Knrouepas ponb B mopasnenu rugpommsa AT® cBo6ogHbIM V-[OMEHOM IPMHAMIEKNUT
ero H-cy6pennuniie, o6pasymolieii MOCTUK MeX/Y LeHTPAIbHBIM 1 NepudepriecKinm
crepxaamn [57]. Ilpu mobaBnennn B cpefy ITIIOKO3bI MPOMCXOAUT cOOpKa (epMeHTa.
Hucconyanusa n c6opka komitekca V-AT®Das3pl — He3aBUCHUMBIE JApPYr OT Apyra Ipo-
neccel. Tak, WA aucconyanyy Tpebyerca ydacTye ceT MUKPOTpPyOodek, a st coop-
KU — TeTepOTpUMepHbIii 6enkoBbiil KoMilekc RAVE, cTabunusupyrommii cBOOOTHBI
V-koMIuiekc B popMe, IPUTOAHOI i oObenuHeHns ¢ V. Elle ofHMM KOMIIOHEHTOM,
YYacTBYIOIMM B ITIIOKO30-0mocpefoBanHoi coopke H*-AT®dasbr V-Tuma, MOXeT OBITH
a/IbJ0/Ia3a, TaK KaK MyTaIUM [0 3TOMY (epMEHTY, IpefoTBpalIaolle er0 B3aMOJIeil-
crBue ¢ V-AT®asoi1, nogassoT coopky V-ATdaser in vivo. Kpome Toro, pons B Mozy-
nAnuy cTabmbHOCTH Vi1V (-KOMIUIEKCa MOXKeT Urparh cyObenuamnna C, BBICTyIIAONIAsA
B KadecTBe CeHcopa IioKo3bl [58]. B konrpone mucconmanyu V-AT®aspl npu mnoHu-
JKEHMM KOJIMYECTBa I/IIOKO3bI B CPefle YIaCTBYeT TaKXKe 9KCTPAKIETOYHBI ypoBeHb pH:
B IIIe/IOYHON Cpefie AVMCCOLMalM He IIPOMCXOAUT Aaske IIpY HIM3KOM YpOBHe ITTIOKO3bI, TaK
KaK B 9TMX yCTIOBMAX IIPUOPUTETHBIM IIPOLIECCOM CTAaHOBUTCSA MOfiep>KaHme paborsr H -
AT®a3sbl n 3akucnenye Bakyon [59]. CrefyeT OTMeTUTb, YTO OOpaTUMast FUCCOLMALINS
KOMII/IEKCa MHOTOKPATHO OblIa II0OKa3aHa ¥ J/I1 PaCTUTENbHBIX KIETOK, TaK e KaK U J10-
KasaHa poJIb I/II0KO3bI B peryanum coopku V-ATdassr [50, 60].

ITogBopsA MTOT, C/IeflyeT OTMETUTD, YTO CTOMDb CJIOKHO OPTaHM30BaHHBIN (epMeHT-
HBIIT KOMIUIEKC, UTPAIOLINIT OTPOMHOE 3Ha4YeHe B PYHKI[MOHAIbHOI aKTUBHOCTI PacTH-
TE/IbHOI K/IeTKM, ¥IMeeT MHOTOUNMC/IEHHbIe CIOCOObI perymannu. OHY XOPOLIO Ipoc/ie-
JKMBAIOTCA KaK Ha TPAHCKPUIIIIVIOHHOM, TaK ¥ IOCTTPAHC/IALVIOHHOM ypoBHe. V3meHe-
HIIe XapaKTepa SKCIpeccuy BbIsbiBaeT oOpasoBanne H-AT®a3 ¢ HOBbIMM CBOVICTBAMM,
HapylIeHVe KOAUPOBAHNA aXKe OfHOI CyObeVIHUIIBI IPUBOLUT 3a4aCTYI0 K HEBO3MOXK-
HOCTM arperaluy KOMIIZIEKCA M OIpefessAeT neTanbHOCTh. Ha mocTTpaHcHALMOHHOM
YPOBHe IIPOSIB/ISETCS 3HAYMMOCTD KaK 0eOK-0e/IKOBBIX, TaK U Oe/IOK-/IMIINIHBIX B3au-
MopelicTBuil. bonbiioe sHadeHNe MMeeT UUTOIIa3MAaTUYECKUIL ¥ BHYTPVBaKYO/LAPHBIN
pH. Ocob6oe BmmssHME MOXKeT OKa3bIBaTbh SHEPreTUYECKMII Y OKVICIUTENbHBIN CTATYC
KJIeTKN. Bce 9TM MHOTOYNC/IEHHBIE CUCTEMBI perynauny, 6e3ycIoBHO, MOTYT BapblpoO-
BaTb KaK B XOfie pa3BUTH: KIeTKM ¥ OpTaHM3Ma B ILIe/IOM, TaK U B OTBET Ha M3MeHeHIe
oKpy>Kamolell cpefpl. OfHAKO CaefyeT OTMETUTb, YTO HECMOTPs Ha SABHBIN IIpOrpecc
B HAaKOIUIEHMM JAaHHBIX O MYTAX PETY/ALMN, OCTAeTCs elje OOMbIION IIPOCTOP A Ipsi-
OYIIMX MCCIeNOBaHMIA.
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