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1. Beenenne. 1. PaznooOpasue n knaccudukarus 6enkos 14-3-3. II1. buoxumugec-
ke ocobenHoctu 14-3-3 pactennit. IV. OcHoBHble QyHKInu 14-3-3 pacTeHmil.
V. 3akmouenne. «bernblie MaTHa» B KCCIEAOBAHUAX PACTUTEIbHBIX 14-3-3.

I. BBEAEHHUE

14-3-3 — 370 HEOOJIBIIINE KUCIIBIE TUMEPHBIC OENTKH, HaliIEHHBIE TOJIBKO y 3yKapuoT. OHU He
o0anaroT cOOCTBEHHOH ()epMEHTATHBHON aKTMBHOCTHIO M (DYHKITHOHUPYIOT 32 CUET peryJis-
U QYHKIMHA Apyrux OeynkoB. 14-3-3 crocoOHBI CBS3bIBAThH OMpeaeieHHbIE (HOCHOPHITHPO-
BaHHBIE YYaCTKHM B COCTaBE JPYruX OEIKOB. DTO B3aWMOJCHCTBUE MPUBOJAUT K M3MEHEHHIO
CBOMCTB OeIKOB-TIapTHEPOB 14-3-3.

Oxkomo 60 et Hazaa ObUTH BIEpBbIe onvcanbl 14-3-3 u3 MilekonuUTaOMMX, a Hanboee
noJpoOHO u3yueHsl Oenku 14-3-3 yenoeka. JlecaTuneTus ucciie0BaHMiA TPUBENTH K TOHUMA-
HUIO TOTO, 4TO 14-3-3 3a71efiCTBOBAaHbI B pETYJISIIIMA MHOKECTBA yHTaMEHTAILHBIX POIIECCOB
B KJIETKaX, TAKMX KaK BHYTPUKJIETOYHAs I€pefada CUrHaja, Peryisiliis SKCIPECCUH T'eHOB,
KOHTPOJIb KJIIETOYHOTO LUKJIA, PETYJSIM KIETOYHOM rubenu. 3HaunmMas posb 14-3-3 Oblia
TaK)Ke MPOJEMOHCTPUPOBaHA B 3a00JICBAHUAX YETIOBEKA M KHBOTHBIX, TAKMX KaK BUPYCHbBIE
WHQPEKITUN U PaK.

benku 14-3-3 pactenuii ObuM BriepBble onucanbl Ha 30 JeT Mo3%kKe, YeM WX FOMOJIOTH
13 MIICKOMTUTAIONIMX. BBUY HEMOJABMKHOTO 00pa3a KHU3HU PACTEHUSIM HYKHO PETyIHPOBaTh
MHOKECTBO OMOXMMUYIECKHX IPOIIECCOB, YTOOBI ITOJCTPANBATHCS K TIOCTOSTHHO MEHSIOIINMCS
YCIIOBUSIM CPEZbI, IO3TOMY Ba)KHOCTb PETYJISTOPHBIX MOJIEKY]T Y HHUX OCOOECHHO BEJIMKA.
Buaumo, mostomy Obuta MokaszaHa 3Ha4MMast poib 14-3-3 B BaKHEHIINX MPOIECCaX JKU3HE-
JeSITeNbHOCTH PACTEHHH, TAKUX KaK PETYILAIHS OTBETa Ha PUTOTOPMOHBI, IIBETCHUE, KOHTPOJIb
POCTOBBIX IIPOLIECCOB, MUHEPAJILHOE MTUTaHUE, UMMYHHUTET PaCTeHUH.

HecMmotps Ha 570, B uccnenoBanusx 14-3-3 pacTeHuii ocTaeTcss MHOXKECTBO HEU3yUEHHBIX
BOIIPOCOB, CBOETO pojia «OenbIxX msTeny. Tak, 6enku 14-3-3 pacTeHuii co cTpyKTypHOIt U 6Ho-
XUMHUUYECKON TOYEK 3pEHHs] MCCIIeJOBaHbl MEHBIIE, YEM HX FOMOJIOTH M3 MIIEKOIMMTAOLIHUX.
HenocrarouHoe KomM4ecTBO CTPYKTYPHOM MH(pOpManuu o komiuiekcax 14-3-3 pacrenuit
¢ OenkaMU-IapTHEPAMHU MPUBOJAUT K HEXBATKE JIAHHBIX O MeXaHW3Max BiusHus 14-3-3 Ha
¢GyHKIMA 3THX OeKOB. B OONBIIMHCTBE CITydaeB OTCYTCTBYIOT JETANM O B3aUMOICHCTBHUIX
14-3-3 ¢ Genkamu-naptHepaMu 1 00 3dexrax cBa3biBaHUS HA UX QyHKIUH. 13 Oonpiioro
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KOJTMYecTBa TeHOB 14-3-3 juis aHanu3a QyHKIUH in vivo M in Vitro oTAeIbHBIE W30(OPMBI
BBIOMPAIOT CIIy4aiiHO, MpakTU4YecKu Hayraja. [lomydeHHble pe3ynbTaThl CKIIAIBIBAIOTCS B
(parMeHTapHYI0 KapTHHY C HEBO3MOXKHOCTBIO JIeaTh r1o0anbHbIe 0000IeHNS.

JlaHHBII 0030p MPU3BaH, C OJJHOH CTOPOHBI, TOKA3aTh Pa3HOOOpA3He U MUPOKUI OXBaT
HCCIIEAOBAaHUM 0 PyHKIMSIX pacTUTENbHbIX 14-3-3, U, ¢ IPYyroil CTOPOHBI, OCBETUTh HECHUC-
TEMHOCTb U (pparMeHTapHOCTh, B HACTOSIIIIII MOMEHT MPHUCYIIYIO HCCIEAOBAHUAM 10 14-3-3
pacTeHui.

II. PABHOOBPA3HUE U KIIACCU®UKALIUSA BEJIKOB 14-3-3

Bbenxu cemeiicta 14-3-3 mupoko pacmpocTpaHEeHbl cpenu dykapuoT. OHM ObLIM BIEPBBIC
BhIZIeNIeHb] B 1960-X rojjax u3 Mo3ra MIIEKOITUTAIONINX, [JI€ COCTABIISIOT 3HAYUTEIHHYIO JTOJTIO
Bcex OenkoB (BIWIOTH 10 1% [1]), M momy4mim cBOe HazBaHHE Oiarogapsi OCOOCHHOCTSIM
MPOIEcCa OUYUCTKH: ATH ONKM HaXOAWIHMCh BO (pakiuu Homep 14 mpu xpomaTtorpadpuu Ha
TVSTHIIAMAHOITHII-LIEIUTION03¢ M JaBaiu MATHO 3.3 mpu anmekTpodopese B KpaxMalIbHOM
rene [2]. JlanpHeiinme uccae0BaHus IPUBETH K 00HAPYKEHHIO HECKOIBKIX TOMOIOTHIHBIX
OenkoB 14-3-3 y miuexonuraroumx. [leppoHayanbHO OMUcald CeMb TaKUX OEJIKOB, AaB MM
Ha3BaHUS 10 MIEPBBIM OyKBaM rpedeckoro andasuta: o, B, v, O, €, {, 1, OJIHaKO 3aTeM BBIsIC-
HWJIOCh, 9TO O, U 0 — 3T0 (ochopHiMpoBaHHbIC BapuaHThl B U {, COOTBETCTBEHHO. beiku
14-3-3 momyunnu Ha3BaHUE «M30(OPM», U XOTS ITOT TEPMHH SIBJIAETCS HE BIIOJIHE KOPPEKT-
HBIM, TIOCKOJIBKY Kakgast «u3odopma» 14-3-3 xoaupyercs OTAECIBHBIM I'€HOM, OH MPOYHO
3aKpenuiICs B JIMTEpaType, MOCBsIIeHHOW 14-3-3, u OyaeT HCIOIb30BaH B HACTOSIIEM
0030pe. BriocneacTeun o0HapyKUIM crieninUIHO IKCIpeccupyromuecs n3opopmsl 14-3-3
o u T (unu 0) [3]. He3aBucumble nccienoBaTenbCcKue TPyNbl HECKOIBKO Pa3 MepeoTKPhIBAIN
Oenku 14-3-3 B pa3HbIX OMOJIOTHYECKHX OOBEKTAX, YTO MPUBEIIO K BOSHUKHOBCHHIO aJIbTep-
HaTUBHBIX Ha3BaHWUU OENKOB, Hanpumep, Leonardo y momoBoit Mmymku Drosophila, BMH1
u BMH2 y npoxokeit S. cerevisiae, GRF y pacrenust Arabidopsis v ap. [3]. 14-3-3 pacre-
HUH OBUIM BIEPBBIC OMMCAHBI MOYTH HA TPU JCCATHICTHUS MOPKE WX TOMOJIOTOB M3 MIICKO-
nuTarImx: B 1992 romy BBIILIO Cpa3y HECKOJIbKO paboT O pacTuTeNbHBIX 14-3-3 [4-7].
Ioxamnyit, 6enxu 14-3-3 HU OHOM IPYMIIBI OPraHU3MOB HE UMEIH CTOJIBKO aJIbTEPHATUBHBIX
Ha3BaHMH, CKOJIBKO ObUTO y 14-3-3 pactennii. B pacTeHHAX 3TO M (Qy3NKOKIINH-CBSI3BIBAIOIIUIH
oenok (Fusicoccin-Binding Protein, FCBP) [8], u maBHbIi perynsatopublii ¢pakrop (General
Regulatory Factor, GRF) [9], u daxTop, accouunpoBannsiii ¢ G-6okcom (G-box Factor 14-3-3,
GF14) [5, 7], n uaruburop HuTparpeaykrassl (Nitrate Reductase Inhibitor Protein, NIP) [10],
u TFT (Tomato Fourteen-Three-three) [11, 12], u RCI (Rare Cold-Inducible) [13]. Bce atu
HAa3BaHUS OTHOCSTCA K IPEACTABUTENISIM OJHOTO OEJIKOBOTO CEMEIHCTBA, OMUCHIBAIOT BaXKHbBIE
Ononornyeckue (GyHKINH U CBSI3aHbI C HCTOPHEH nccieaoBanus OenkoB 14-3-3. B Hactosmiee
BpeMsl ITpH Ki1accuukanu 0eiakoB 14-3-3 pa3InyHbIX BUIOB PACTEHUI UCTIONB3YIOTCS 0003-
HaueHust GRF u GF14. Takxe, Mo aHajaoruu ¢ 6eIKaMu MIICKOITUTAIOIINX, H30(OPMBbI MOJICITh-
Horo oOwekTa Arabidopsis thaliana (13 nzopopm) ObLITM Ha3BaHBI IPEUECKUMH OyKBaMH, HO
HauuHas ¢ KoHNa andasura: oMmera (®), icu (y), xu (y), ¢u (¢), uncwioH (v), mu (1), OMHUK-
poH (0), Hio (Vv), Mt0 (W), TssmOaa (L), kanma (k), fota (1), sncwioH (g). M3ohopmbl Apyrux
BUJIOB PACTCHUI, OPTOJIOTHYHBIE ONIPEACTICHHBIM U30(opMaM A. thaliana, MOTYT ObITh TaKkXke
Ha3BaHbI TPEYCCKUMHU OyKBaMH, YTO CO3AACT TPETHIO UCTIONB3YEMYIO CHCTEMY HAUMEHOBAHHS
u Knaccuukanun m3opopMm 14-3-3 pacteHuil. B3auMOOTHOMICHNST CHCTEM HaWMEHOBAHUIMA
i A. thaliana npusenens! B Tabmuue 1.



Bonvwoii 3aeadounsiii mup 6enkos 14-3-3 pacmenuii 5

Ta6auna 1. CucteMbl HauMeHoBaHuH n3opopm 14-3-3 A. thaliana.

Hnentuduxarop B 6aze BykBbI rpedeckoro Homenknatrypa | Homenkiaartypa
aaHHbIX Uniprot andaBuTa GRF GF14
P42643 XU % GRF1 GF 14y
Q01525 omera ® GRF2 GFl4o
P42644 TICH \ GRF3 GF14y
P46077 ¢bu [0) GRF4 GFl4¢
P42645 UTICUJIOH v GRF5 GF14v
P48349 naMoaa A GRF6 GF14\
Q96300 HIO v GRF7 GF14v
P48348 Karma K GRF8 GF14k
Q96299 MIO n GRF9 GF14p
P48347 SIICUIIOH € GRF10 GF1l4¢
Q95978 OMHKPOH o GRF11 GF140
QI9C5W6 nora v GRF12 GF14
F41A59 nu I GRF13 GF14n

[To cpaBHEHMIO ¢ MIJIEKOTHUTAIONUIUMH, U KOTOPBIX XapakTepHbl 7 u3zodopm 14-3-3,
BUJBI PaCTEHUH OTIMYAIOTCS CYIIECTBEHHOM BapHaOeIbHOCTHIO YHCIa H30(opM B Ipenenax
reHoma. Tak, HarpuMep, y 3eMIsIHUKH (Fragaria vesca) 5 nzodopm [14], 8 uzodopm y puca
(Oryza sativa) [15], 8 y kakao (Theobroma cacao) [16], 13 y Tomara (Solanum lycopersicum)
[11], 18 y com (Glycine max) [17], 26 y uaiinoro nepesa (Camellia sinensis) [16], u 36 y
sononu (Malus domestica) [18].

Hanuuue Gonpioro yrcia opToJIOrOB M NapajioroB, a Takke pazHooOpasue 4yucia u3o-
¢dopm 14-3-3 y pacTeHHI pa3HBIX BUIOB CBS3aHO C HECKOJHKUMH MOJHOTCHOMHBIMH U CET-
MEHTapHBIMU TyTUIMKAIUSIMHE, TMPOVCXOAMBIINMH Yy PACTeHHN B Xoje aBoitonuu [18-22].
Cunraercs, 4TO ApeBHEHIIASA TyIITUKALMS IPUBENIa K MOSBICHUIO IBYX OTACIbHBIX KPYITHBIX
(UIOTEHETHYECKNUX BETBEH, MOJNYYHMBIIUX HAa3BaHWsS STCHIOH W HEANCUIIOH Tpymi. MHo-
JKECTBO PabOT MO PHIIOTCHETHYESCKOMY aHaTU3Y IMOJTBEPHKIAI0T ATO pasiesieHue JUTsi H30(hopM
paznu4HbIX BUAOB pactenuii [11, 14, 16, 18, 19, 22]. OTHOCUTENBHO BpEeMEHH 3TOU (uIIo-
TeHETHUYECKOW JIMBEPTECHIINH OTCYTCTBYET YCTOSIBIIIEECS] MHCHUE, BO3ZMOXKHO, OHA MPOU30IILIA
JIo 000COOJICHUST TPYIITBI 3eJeHBIX pacTeHuit [14]. Dto pasznenenue uzopopMm mMeeT (HyH-
JIAMEHTAJIbHBIIA XapakTep, OHO MPOCIEKUBACTCA Y BCEX MCCIEIOBAHHBIX BHJOB CEMEHHBIX
pactenuii (Spermatophyta); y Kax10ro BuJia CEMEHHBIX PACTEHUI €CTh M IICUIIOH-, U HEOII-
cwioH-uzopopmsl [14, 19]. [IpuMedarensHO, YTO SMCUIOH- U HESCHIOH-U30(POPMBI OTIIH-
YarTCsl CTPYKTYpOil TeHa. Y A. thaliana >ncunoH-n30(QOPMBI XapaKTePUIYIOTCS HAIUIAEM
6—7 5K30HOB 1 4—6 UHTPOHOB, B TO BpeMs KaK JUIs HEATICUIIOH-U30(hOPM XapaKTEepHbI 4 SK30HA
u 3—4 untpona [23, 24]. Hecmotps Ha TO, 4TO noApazaenenue napanoros 14-3-3 Ha sncunon-
U HEOTICHIIOH-TPYIIIBI SBISICTCS IIPH3HAHHBIM M KIIACCHYSCKHM, B PSIIE COBPEMEHHBIX paboT
110 3BoutoLIKH 14-3-3 aBTOPHI HE MOAPA3ILIIAIOT U30(OPMBI JaKe Ha ATU JIBE KPYITHBIE TPYIIITbI
[24, 25].

B xome »Bomonuu KpymHbE (QHIOTCHETHYSCKHIE TPYIIIBI Pa3aeisUINCh Ha ITOATPYIIITEI
MeHbIlero pazmepa. Ha ocHOBaHMHM aHanM3a MOCIENOBATENbHOCTEH T'€HOB 3 BUIOB OIHO-
JIOTBHBIX U 9 BUJIOB NIBYNOJBHBIX pacTeHuil Ren et al. Bbimenmmm 11 monrpymm («momace-
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mericTB») 14-3-3, u3 Hux 4 — B anicuiioH-rpyne u 7 — B HeancusoH-rpymnmne [ 18]. Hexotopsie
MOATPYIIIBL B 3TOM aHalu3e ObUIM NPEACTaBICHbl HCKIIOYUTEIbHO TeHamMu 14-3-3 oqHon0b-
HbeIX. B npyrom ananuse, rae uccinenosanu 14-3-3 u3 12 BuioB pacTeHuil, B COCTaBe HEDII-
CHJIOH TPYTITBI OBIIO BBIACTICHO 4 MOATPYIIIHI, @ B SNCHIOH-TPYIIIEC MOATPYIIIH BBIACICHBI
He Obum [19]. B Hambomee oOmmpHOM (HUIOTCHETHYSCKOM HCCICIOBAHUU CEMEHCTBA
14-3-3 ObuIM TpOAHATU3UPOBAHBI M30(OPMEI 46 BUJOB IIBETKOBBIX pPAacTeHUH, M3 HHUX 13
OITHOJONBHBIX, 32 HACTOSAMMNX ABYAONBHBIX, W OAWH TIPEIACTABUTENb 0a3aJbHBIX ITOKPHI-
ToceMeHHBIX [14]. B cocTaBe a1cuioH-rpynIbl OBUIO BBIJIEICHO TPU MOATPYIIIEL: HOTA, MIO
Y STICUJIOH, TP MOATPYIIIBI BBIACIEHBI B COCTaBE HEATICUIIOH TPYMIBI: OMera, TICH U Karra.
Ora xiaccupukanms OCHOBaHA Ha (DUIOTEHETHYECKOM POJCTBE M30popM A. thaliana, a
MOATPYTIIEl HAa3BaHEI B COOTBETCTBHH ¢ 00O3HAUCHHMSIMH HanOOJIee XapaKTePHBIX M30(opM
rpedeckuMu OykBamu. Y A. thaliana n3ohopMbl pactipeesieHbl 10 MOArPpyInaM ClIeyonumM
oOpazom: 5 reHoB B sncwmioH-Tpymme (1 B #ora- (1), 1 B Mto- (i) u 3 B sncwios- (o, 7, €)
MoArpyImmnax) u 8 OeJIKOB B HeaNcIoH-rpymme (3 B omera- (y, @, ®), 3 B ricu- (v, v, y) U 2 B
Karnmna- (K, A) noarpymnmnax) (puc. 1 A). Kak Buano u3 puc. 1 A,y A. thaliana B xaxnoi nonu-
TPyIIIE €CTh XOTsI ObI 07fHA M30(hopMa, UTO IENIACT STOT MOJCIbHBIN 0OBEKT YIOOHBIM /IS CHC-
TEMHOTO HCCIIeIOBAaHMS NIpeIcTaBuTeNel cemelicTBa 14-3-3. Takum oOpaszom, kinaccudukanms,
ocHoBaHHas Ha u3oopmax 14-3-3 u3 A. thaliana, aBnsercs NOIHOLIEHHON 1 Hanboee penpe-
3eHTaTHBHOU. Jlanee B HacTosAIeM 0030pe OyJIeT UCTIOIb30BaHa MMEHHO ATa KIIACCH(HUKAIIUS.

VY psina pacTeHHH MPEACTAaBICHHOCTH H30(hOPM B ITOATPYTIINAX, a TAKKE IPEACTaBICHHOCTh
CaMHX MOATPYIII MOKET CYyIIECTBEHHO pa3nu4iarbes. Tak, HampumMep, y boboseix (Fabaceae)
OTCYTCTBYET SICHJIOH-NIOATPYIINA, a Y MOpKoBU (Daucus carota) OTCyTCTBYIOT HOTa- U 3ICH-
noH-noarpynmel (Tabmuna 2). [lo pacnpenencHuto M30pOpM IO TMOATPYIIAM 0COOESHHO
BBIIICISIIOTCS TIpeacTaBuTens kiacca OnaononbHeIx (Monocotyledoneae). Y Bcex mpoaHa-
JM3UPOBAHHBIX TPEJCTABUTENCH 3TOro Kjacca, 3a UCKIoueHueM OaHaHa (Musa acumi-
nata), OTCyTCTBYIOT 30(OPMBI IOATPYNIIEI HoTa. [I[pumedarenbHo, 4TO y ceMelcTBa 31aKoB
(Poaceae) OTCYTCTBYIOT TakKe MONTIPYIIIBI MIO M KaIllla, OJHAKO YHCIO M30(opM U3 MOA-
TPYMIIbI [ICH CUJIBHO YBEJIMUYEHO, BIUIOTh A0 10 y mmenuust (7riticum aestivum) (Tabnuua 2).
Kpome Toro, u3 He3NCWIOH-TPYMITBl y 371aKOB MPHUCYTCTBYIOT oMera-u30(hopmbl. Takast oco-
OCHHOCTH pacrpeneNeHusT H30(pOpM MPHUBENIA K TOMY, UTO TICH — camasi MHOTOYHMCIICHHAs IO
yrcny uzopopm noarpymnna 14-3-3 cpeau npoaHanu3UpOBaHHBIX PACTEHUH, a camast IIUPOKO
pacrmpocTpaHeHHasi HOArpyIina — 3To omera [ 14].

Bricokast BaprnaOeTbHOCTD OOIIETO YMCIia U (PUIIOTEHETHIEeCKON IPUHAIICKHOCTH TTapa-
noroB 14-3-3 cpeau BUIOB pacTEHHi, B COUETAaHUHM C MEXaHU3MOM SBOJIIOLUHN STUX OEJIKOB
MyTeM MHOXKECTBEHHBIX IYIIJIMKAIUK, CO3AeT OCHOBAHMS JJIS MPEANOIOKEHHNH O BBIPOXK-
JICHHOCTH, TIepeKpbIBaHuK QyHKIMH 14-3-3. Bpicokas cTeneHb (yHKIIMOHAIBHOTO CXO/ICTBA
ObLIa IPOIEMOHCTPUPOBaHa B ombiTe Ha 14-3-3 npoxxeil Saccharomyces cerevisiae. Y 3Tux
JPO>KeW U3BECTHBI TONBKO J1Ba reHa 14-3-3 — BMH1 u BMH2 [29-31]. OnuHOuYHBIE HOKay ThI
10 ATUM TeHaM (PCHOTUIMHICCKH HE3HAYNTEIHHO OTIAMYAIOTCS OT OPTaHM3MOB JTUKOTO THIIA, B
TO BpeMs Kak JBOWMHBIE MyTaHTBI JeTainbHbl [29, 31]. OnHako npu KOMIUIEMEHTAIUK BBeJe-
Hue 14-3-3 u3 pacTeHui CIOCOOHO BOCCTAHABIMBATH KH3HECIIOCOOHBIN (DEHOTHUI Ha (OHE
JIBOMHOTO HOKAyTa, YTO YKa3blBaeT Ha TIOOANBHYIO B3aMMO3aMeHseMOCTh 14-3-3 maxe
3 cucreMarnuecku otnaneHHwsix rpynm [32]. C npyrodl CTOpPOHBI, JaHHBIE BOJIOIMOH-
HOrO aHaju3a JJIs pa3IMYHbIX BUIOB LBETKOBBIX PACTEHUI MOKAa3bIBAIOT AEWCTBUE CTaOu-
nu3upyronero oroopa Ha Oenku 14-3-3, 4TO MOXKET OBITh CBS3aHO C MPUOOPETEHHEM HMHU
cneruduyeckoit pyHkuu win GyHknui [18, 24, 33-35].
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Puc. 1. ®unoreneruka u crpykrypa 14-3-3 pacreHuid.

A. ®unorenernyeckoe aepeBo 13 mzopopm 14-3-3 us A. thaliana, mOCTPOCHHOE C MOMOIIBLIO
MEGA11 meTtomoM MakcHMaibHOTO mHpaspononodus (ML) u yKopeHEHHOE ¢ MOMOIIBI0 H30(OPMEI
14-3-3 { yenoBeka. Hike mokazaHa pa3MepHas Ikaia dBojronnoHHoN aucranimu 0,1. Ha pucynke
OTMEYEHBI (PUITOTEHETHYECKUE TPYIIITBI M IO PYIIITBL.

b. Crpykrypa aumepa 14-3-3 X u3 4. thaliana (PDB xox 8QTS5 [26]). JIeBblit MOHOMED OKpaliieH
B COOTBETCTBUU C aHAJIM30M KOHCepBaTHBHOCTH octarkoB Consurf [27] (HacTpolKu 110 yMOJIYAHHIO),
MyPIYPHBIM IIBETOM 0003HA4Y€HBbI KOHCEPBATHUBHBIC OCTATKH /sl 14-3-3 pa3nuuHbIX BUJOB PACTCHHN,
[[HaHOBBIM — HEKOHCEPBATUBHbIC, HI)KE MPUBEICHA COOTBETCTBYIOIIAS [BeTOBas Ikana. Ab — ampu-
naruveckass 60po3/ika, MeCTo CBsA3bIBaHUS (OCHOPHUIMPOBAHHOTO ydyacTKa Oenka-rapTHepa. [IpaBbiit
MOHOMEp OKpallleH 3eJieHbIM, oTMeueHbl N- 1 C-KOHIIbI, pUMCKHMHU [H(paMu 0003Ha4YEHBI HOMEpa
anbda-crmpanei.

B. AMHHOKHCIIOTHBIE MOCIENOBATENLHOCTH (OCHOPUINPOBAHHBIX MOTHBOB OEIKOB-TIAPTHEPOB
14-3-3. KpacHbiM 11BeTOM 0003Ha4YeHbI (ochopunupyembic octatku. CepbIMH ITUPpaMH OTMEUCHBI
HOMEpa MO3UIHH OTHOCUTEIBHO QochHopriInpoBaHHOTO ocTarka (rmo3unus 0).
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Ta6auna 2. Pacnipenenenue n3odopm 14-3-3 pacTeHni 10 GUIIOTEHETUISCKUM TPYIIIIaM U
MOATpPYIIaM cortacHo uccienoBanuto Mikhaylova et al. [14].

Cucremaruyeckue . OnCcHIoH- Heonen- Oncu- | Heanen- Obmee
Cemeii- . JIOH- YHUCJI0
rpynmnsi no CILCTeMe crBa Buae! pacrenuii rpynmna rpynna | OH-H30- | 10H-H30- W30-
APG IV w ] olv]x ¢opmbl | popmbI dopm**
Bazanbubie | Ambo- | Amborel- |Amborella trichopoda (1)1 ]-f{1]1 2 2 10 (6)
nokpeiTo- |rellales |laceae
CEMEHHbIC
OnHonons- | Zingi- Musaceae | Musa acuminata (banam) 6|1 |1|-[1](1 8 2 10
HbIE berales
Poales |Bromelia- |Ananas comosus (Ananac) | 2 [ - —-]13| 3 |1 2 7 9
ceae
Panicum virgatum (Ilpoco) | — | = [ 3 |1 [ 9 |- 3 10 13
Sorghum bicolor (Copro) - |- 1{1]4]- 1 5 6
Hordeum vulgare (Slumens) | — [ - |1 | 1] 5 | - 1 6 7
Triticum aestivum —|-=1112(10] - 1 12 15(2)
(ITmenuma)
Ranun- |Ranuncu- |Aquilegia coerulea 11211212 4 5 9
culales |laceae (Bonoc6op)
Caryo- |Amaran- |Amaranthus 31-1-1313]|2 3 8 11
phyllales | thaceae | hypochondriacus
» |Lamiales [Phryma- |Mimulus guttatus 112(1(3(2]2 4 7 11
2 ceae
2 |Sola- Solana-  |Solanum tuberosum (Kap- 2 (1111422 4 8 12
£ [nales ceae Tohenn)
= Solanum lycopersicum 212|11(4)2]2 5 8 13
@ (Tomar)
Nicotiana tabacum (Tabax) [ 1 |12 [5] 2|2 4 9 13
Apiales | Apiaceae |Daucus carota (MOpKOBb) 1{-[-]14]1]3 1 8 9
Brassi- | Carica- Carica papaya (Ilanaiia) 2(1 )11 -1]2 4 3 7
cales ceae
Brassica- |Brassica rapa (Pena) 1({3[3]7]4]5 7 16 23
ceae Arabidopsis thaliana 1]11]13]3]3(2 5 8 13
o Arabidopsis lyrata 111 ({1f{3[3]2 3 8 11
S Capsella rubella T[1[1]2[3][2] 3 7 10
g Sapin-  |Rutaceae |Citrus sinensis (Anenscun) (2 (1|1 12] 1 |2 4 5 9
E» dales
= Myrtales | Myrtaceae | Eucalyptus grandis 11|11 1{1 3 3 6
(DBKAJIHIIT)
3z Malvales | Malva- Theobroma cacao (Kakao) 1]1]1[{2]1]1 3 4 7
'z ceae Gossypium raimondii 1]11]2(8(3(2 4 13 17
E (Xu10110K)
& | Cucurbi- | Cucurbi- | Cucumis sativus (Orypen) 112(2(2(1]2 5 5 10
A |tales taceae
Fabales |Fabaceae |Glycine max (Cos) 6 (3] -14[3]2 9 9 18
Trifolium pratense (Knesep) | 4 | 1 | — [ 1 1 5 2 7
Rosales |Rosaceae |Prunus persica (Ilepcuk) 2 (1)1 ]2 -]2 4 4 8
Fragaria vesca(3emmsianka) [ 1 [ — | — |1 [ 1 |2 1 4 5
Malpi- | Salicaceae | Populus trichocarpa 312)12(2]3]2 7 7 14
ghiales (Tormob)
Salix purpurea (VBa) 2(2)12|1]2 6 5 11
Euphor-  |Ricinus communis 11 (1|1|-]1 3 2 5
biaceae [ (KuemeBuna)
Linaceae |Linum usitatissimum (JIén) | 4 [3 [ 1 ]3] 2 | 4 8 9 17

* APG IV (Angiosperm Phylogeny Group) - coBpeMeHHast cucteMa 60TaHH4YeCKOH Kiaccudukaruu [28].

**B ckoOKax yka3aHO YHCIIO HEKIaCCH(PUIUPOBAHHEIX H30(OpM
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OenoTunuYeckuil aHa M3 MYTAHTHBIX PAacTEHHH C HOKAyTHPOBAHHBIMH H30(opMaMu
MOT OBI IPOJIUTH CBET Ha BOMPOC 0 crienupuieckux QyHkuusx uzodopm 14-3-3 in vivo wim
0 BBIPOXKIACHHOCTH UX (DYHKIIMH, OTHAKO JIaHHBIE TAKOTO POJia MCCIIeOBaHUI 4acTO HECHUC-
TEeMHBIC U HenomHbIe. Jlaske Uit MonenbsHOTO 006eKTa A. thaliana B muTepaType OTCYTCTBYET
omnucanrue (hEHOTHIIOB OAWHOYHBIX MYTAaHTOB 1O BceM 13 m3odopmam, 4TO HPUBOAUT K
HeXBaTKe AaHHBIX 10 (QyHKIMAIM n30dopM in vivo. B uccnenoBanusax 4acto (HOKyCHPYIOTCS
Ha OIpeIeNIeHHOM TNpHU3HAKe MYTAaHTHBIX pAcTeHHWH, HE paccMmarpuBas Apyrue. B camoi
MaciuTabHoO# paboTe Mo MyTupoBaHuio u3ohopm 14-3-3 B pacrenusix van Kleeft ef al. Obin
MOJTyYeHbI OTMHOYHBIE, IBOIHBIE, TPOIHbIE U YeTBEPHBIE HOKAyTHBIE MYTaHThI 4. thaliana 1o
nzopopmam 14-3-3 U3 HEINCUIIOH-TPYIIIBL: A, K, V, U, @ U ¥ [36]. B pe3ynbrare onuHOYHbIC
U ake TBOWHBIC MYTAaHTHI HE OTIHYAINCH OT AWKOTO THUIIA MO JJIMHE IJIABHOTO KOPHS, a y
LIECTH TPOMHBIX U TPEX YETBEPHBIX HOKAYTOB IVIaBHbIE KOPHU OBLIM KOpOYE, YeM y pacTeHUi
nukoro tuna [36]. [Ipu HoknayHe cpasy Tpex u3odopm 14-3-3 u3 sncunoH-rpymisl, 14-3-3 ¢,
WL ¥ 0, Y MyTaHTHBIX paCTEHHH OBLTH CephEe3HO HapYIICHBI POCTOBBIE MIPOIIECCH, ObLIA CHIIBHO
CHIDKEHA JITMHA KOpHs U runokoTuiis [37]. Tonbko HokayTHas mytauus 14-3-3 |, a He MyTa-
st 14-3-3 v, mpuBOIMIIa K YMEHBIICHUIO JJIMHBI KOPHEU A. thaliana npu MOCTOSHHOM OCBe-
IICHWH, OJTHAKO, KaK Yy MyTaHTOB 1o 14-3-3 i, Tak u 1o 14-3-3 v HaOIronaim yMeHbIICHUE
JUTMHBI KOpHS IpH pocTe Ha KpacHoM cBeTy [38]. IIpu HokayTtupoBanuu 14-3-3 py A. tha-
liana nnvHa OOKOBBIX KOpHEH yMEHBIIAeTCs, a MPHU CBEpXIKCIpeccuu — Bo3pacTaer [39].
OnuHOoYHBIE HOKAayTHBIE MyTaHTHl Mo 14-3-3 p u 14-3-3 v nemMoHCTpUpOBamM 3a/IEPKKy B
LBETeHUU B ycloBUsX jumHHOro AHA [40]. Ilpu cBepxskcnpeccun uzodopmer 14-3-3 puca
O. sativa GF14c nabmonanach 3ajep)Kka B I[BETCHHUHU, a Npu HokayTupoBanuu GFl4c —
Ooiee paHHHH MTEPEX0/] K [IBETEHUIO TI0 CPABHEHHUIO ¢ TUKUM THIIOM [41]. CBepXaKcmpeccust
uzodopmer 14-3-3 u3 mannoka (Manihot esculenta) Mel4-3-3VIIL B A. thaliana npusonmia
K YBEJIIMUYEHHIO COJIEp’KaHMs KpaxMalla U caXxapoB B MUCThX [42]. OfHAKO CBEPXIKCIPECCHS
npyroit n3odopmsl Mannoka, Mel4-3-311, Ha000poT, MPUBOANIA K YMEHBIIECHHIO KOINIECTBA
Kpaxmalia B MyTaHTHBIX pacTeHusX [43]. AHTHCEHC-0noCpeIoBaHHbIA HOKAayH 14-3-3 e u 1
MIPUBOIMII K YBEJIMYECHUIO KOJIMYECTBA HAKOIUIGHHOTO KpaxMalla B MyTaHTHBIX PAaCTCHHUSX B
2—4 pa3a 1o cpaBHEHHUIO ¢ TUKUM TUIIOM [44]. CBepxakcnpeccus uzodopmbl 14-3-3 3mako-
Boro pactenus Setaria italica SiIGRF1 y A. thaliana BeI3bIBaNa OOJiee paHHUH MEPEXO] K
LBETEHUIO B YCIIOBHUAX COJNEBOTO cTpecca [25]. Cepxakcnpeccus u3zohopmsel 14-3-3 516101
Malus domestica MAGRF13 y A. thaliana npuBoauia K yCUJICHUIO YCTOHUNBOCTH PacTCHUN
K 3acyxe u coieBomy ctpeccy [18]. Ceepxakcnpeccus npyroi nzopopmsl somorn MdGRF6,
HA00OPOT, MPUBOJAMIA K MOBBILICHUIO YyBCTBUTEIBHOCTH PACTEHUH K HK30T€HHON COJH, a
HOK/JIayH 3TOH M30()OPMBI — K yCTOHYHNBOCTH K COJIEBOMY cTpeccy [45].

BunHo, uto ocHOBHBIC 3P dekThl MyTanmii 14-3-3 Ha (QeHOTHTT pacTeHHU 3aTparuBaroT
XapaKTEPUCTHKH POCTa (IIaBHBIM 00pa3oM, KOpHEH), BpeMs Mepexosa K IBETCHUIO, YCTOM-
YHBOCTh K COJIEBOMY CTpPECCYy W HakoIJleHHe kpaxmaia. dDeHOoTHUIbl pacTeHHUH MyTaHTHBIX
1o 14-3-3 00ycIIOBIICHBI BIUSHUEM 3THX OCJIKOB Ha KOHKPETHBIC (PU3U0IOr0-OHOXUMHUYECCKUE
peaknuu, KOTopble OyIyT paCCMOTPEHBI HIDKE B HACTOSIIEM 0030pe.
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I1I. BHOXUMHUYECKUE OCOBEHHOCTH 14-3-3 PACTEHU I
CTPYKTVYPA BEJIKOB 14-3-3

B OGuoxummuueckoM oTHOIIEHUH 14-3-3 mpencTaBisror co0oit kucibie oenku (pl okomo 4-5)
C MOJICKYJISIpDHOUM Maccoi nonunenTtuaHol nenu okono 30 k/la. XapakrepHas dopma 14-3-3
B KJIETKEC — 9TO JMMEp, COCTOSIMINN M3 CyOBEIUHMI] OJMHAKOBOTO (TOMOANMEP) M Pa3iIHd-
HOTO (reTepoauMep) THIa. MOHOMEpPHI CBSI3BIBAIOTCS MEXKIY COOOH aHTUIIapaieNbHO (IICHT-
paNbHO-CUMMETPUYHO) Yepe3 N-KoHIEeBble oOnacTv, o0pasyss W-TOm0OHYIO CTPYKTYpY,
¢ aByms (ochonenTua-cBA3bIBAIOIMMEU (aM(DUIATUYECKUMHI) OOpPO3IKaMU — IO OIHOW B
KoM MoHOoMepe (puc. 1 B). 14-3-3 )KMBOTHBIX M pacTeHUI MOCTPOCHBI U3 9 alb(a-cIiu-
panei, Kaxaas U3 KOTOPBIX PACIIONOXKEHA aHTUIAPAJIEIbHO OTHOCHUTENBHO MPEIbIAYIIEH.
[lepBas, BTOpas, TpeThs U UETBEPTAs CIUPATH MOHOMEPOB (N-KOHIIEBBIE 001aCTH) 00pa3yIoT
MTOBEPXHOCTh MOJICKYJIbI, HEOOXOIUMYIO JIJISl JUMEPH3aIiH, criupaiu 3, 5, 7 1 9 y4acTByIOT
B ()OPMHUPOBAHUH JIUTAH/I-CBS3BIBAIONICH O0pPO3IKH. B 00po31Ky SKCIIOHUPOBAaHBI HanboIEe
KOHCEPBATUBHBIC OCTATKH, B TO BpEMsI Kak IIPOTHUBOIIOJIOKHAS, HAPYKHAS TOBEPXHOCThH MOJIe-
KyJIbl MeHee KoHcepBaTuBHa [46, 47] (puc. 1 b).

C-koHIIeBasi 007acTh 14-3-3 pacTeHuid COACPKUT PSIJT BAXKHBIX (PYHKITHOHATBHBIX JICMEH-
TOB. B mepBylo ouepeiib, CTOUT OTMETUTh KOHCEPBATUBHYIO MOCIEIOBATEIbHOCTh CHTHAJIA
saepHoro skcropta (nuclear export signal, NES), npucyniyro xak 14-3-3 MiIeKONUTAIONIHX,
tak u 14-3-3 pactenuii u rpudoB [48, 49]. Ponp nocienosarenbHoctd NES st pyHKIni
14-3-3 Obuta mokazaHa JJIs KJIETOK APOXkei Schizosaccharomyces pombe. Tlpu myranuu
NES B 6enke Rad24 (mpunamiexut ceMeicTBy 14-3-3) He MOXKET IPOUCXOANTH HOPMAITbHBII
nporiecc skcropta hochoprmposanHoro Cde25 u3 siapa, KOTOPBIA CUTHAIM3HPYET O TMOB-
pexaenusx JJHK [50]. Cxonubim oOpazom 14-3-3 perynmupyroT myTh Nepegayd CUrHaia o
noBpexaeHnax JJHK gepes 6enox COP1 (constitutive photomorphogenic 1), KOTopsrii Ciry>KuT
yOUKBUTHH-JIMTa30M [yt Oenka p53. Tlpu mospexnenusx JJHK COP1 dochopummpyercs,
B3auMozeiicteyer ¢ 14-3-3 ¢ u skcnoprupyetcs ux supa [S1]. Beiio mokasaHo, 4To mpu
MyTanuu NES 'y 14-3-3 6 He MOXKeT IPOUCXOAUTS 3arryckaeMbli noBpexaenusmu JJHK sxcniopt
COP1 w3 sapa [51]. [TocnenoBarenbHocTh NES y 14-3-3 Tarxke cuuTaroT HEOOXOMUMOW IS
perymsiun pabdoThl TPAHCKPUIIIMOHHBIX (DaKTOPOB 3a CYET MX YACPKUBAHUS B IIUTOILIA3ME
(cytoplasmic sequestration) u OJOKMPOBaHUS X MPOHUKHOBEHUsS B AApO. Tak, CBA3bIBAHHE
14-3-3 & ¢ 6enkoM-peryisiTopoM MuTo3a Cdc25 mmopueBoi IATyIku Xenopus Menao mpo-
HUKHOBeHHIO Cdc25 B sIpo U MPHBOIIIIO K MUTOILIA3MATHYCCKOM JIOKAIH3aluH OeIKa, B TOM
yuce 3a cuet NES B cocrase 14-3-3 ¢ [52].

C-xonernt 14-3-3 pasymnopsiiodeH, HEKOHCEPBATHBEH, M y Pa3HBIX OPTaHU3MOB U H30(OpM
XapaKTepU3yeTCs Pa3InIHON UTMHOW W aMHHOKHCIOTHBEIM coctaBoM [53]. B pabore Shen
et al. ObUIM TIONYYEHBI JaHHBIC, YKa3bIBaolue Ha TO, uTo B C-koHIleBOW obOmactu 14-3-3
pacTeHMH MOXKET pacroyararbesi AecsaTtas anbga-crupans. McciemoBaTenn HCIOIb30BATN
METOIB!I OMOMH()OPMATHYESCKOTO MPEACKA3aHUSI BTOPHIHON CTPYKTYPHI H TaHHBIE KPYTOBOTO
nuxpounsma nentuna C-koHreBoro peruona ais 14-3-3 o A. thaliana [54]. Bonpoc o momon-
HUTENbHON C-KOHIICBOH anmb(a-CIMPal OCTACTCS HEPEIICHHBIM, MOCKONBKY 3Ta JecsTas
anb(a-crupanb OTCYTCTBYET Ha KAKOH-THO0 POCTPaHCTBEHHOM CTpYKTYype 14-3-3 pacTeHui.

C-xoHny n3zodopm 14-3-3 mileKONUTAIOMIMX MPUITMCHIBAETCS aBTOMHIHOUTOpHAs (DYHK-
uusi. bpiio mokaszano, uto uzodopma 14-3-3 £, numennas C-koHIIa, MPOSBISiET 001ee BEICOKYIO
adppuHHOCTL K cBoMM OenikaM-niapTHepam Raf-1 m Bad [55]. B mccnenoBanuu Silhan et
al. ¢ momompio metona FRET Oputo mpomeMoHCTpHpOBaHO, yTo C-KOHEIl pacroiaraeTcs B
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aM(pUIaTHICCKON OOPO3/IKEe M YTO OH BBITECHSICTCS M3 HEe NPU CBS3BIBAaHUH (ocdorenTria
[56]. Pan pabor yka3plBaeT Ha BO3MOXKHYIO aBTOMHIMOMTOpHYIO ponb C-koHua y 14-3-3
pactenuii. B pabore Shen et al. nmpu tpankupoBanuu 14-3-3 @ ¢ C-KoHIIA HHTHOMPYOMIAS
CMOCOOHOCTH M30(DOPMBI 110 OTHOIICHHIO K OeNKy-napTHepy HuTparpeaykrase (NR) Bo3pac-
Taja, YTO KOCBEHHO YKa3bIBAJIO Ha aBTOMHTUOUTOPHYIO poib C-koHua 14-3-3 [54]. Ognako B
uccnenosanuu Athwal et al. 6b11a peicTaBIeHA TPOTUBOMIOIOKHASI MH(OPMALUS: TIPH TPaH-
KkupoBaHuM 14-3-3 ® ero HHTHOMpPYIOIIAs CIOCOOHOCTH MO OTHOIICHHIO K NR 3HaunTEeIIEHO
YMEHBIIAIACH M0 CpaBHEHUIO ¢ 14-3-3 mukoro tumna [57]. ABTOMHIHOHTOpHYIO poitk C-KOHIIa
0OHapy>KMUBAJIK TAK)KE B HCCIIEIOBAHUN aKTUBHOCTH KJIACCHUYECKOTo Oenka-maptaepa 14-3-3 —
H*-AT®a3p1 mna3marndeckoir MemOpansl (AHA1). TpankupoBanusie o C-KOHITy BapHaHTHI
14-3-3 o u € cuibHee aktuBupoBanu H-AT®da3y, uem nzodgopmsl nukoro tuma [58]. Ha Genkax
tabaka (Nicotiana tabacum) ObLII0 IOKA3aHO, YTO MpH ynaneHnu C-koHua y uzopopmsi 14-3-3
T14-3c Bospacraer apPuHHOCTH K caxapozodocdarcunTasze (SPS) [59].

Psin nccnenoBanmii ykassiBann Ha criocoOHOCTh 14-3-3 pacTeHHi CBA3BIBATH JIBYyX3apsi/l-
Hble noHbl Ca*" u Mg?" B yuactke, Oiu3koM K C-KOHITY MOJICKYJIbI. Pa3IMIHBIME 3KCTIEPUMEH-
TaJIbHBIMH MTOJIX0/IAMH YAJI0Ch TIOKA3aTh CBSA3bIBAHNE HOHOB KaJbIus U Maruus ¢ 14-3-3 u ux
BIIMSIHUE HA CTPYKTYpY Oeska. B mpucyrcrBun Ca*" pesysbTar TPUITHUSCKOTO PACIISIICHHS
14-3-3 ® oTaMueH OT KOHTPOJs 0e3 KaJIbLUs, YTO MOXET YKa3bIBaTh Ha KOH(OpPMAalKOHHbIE
MEPECTPOUKN MPU CBSI3BIBAHUU NOHOB Kanbius [60]. [Tocie naky6annu MIMMOOHIH30BAaHHOTO
HamMembOpane 14-3-3 o ¢ pagnoakTuBHBIM H30TOIOM “*Ca?*, 14-3-3 m CBsI3aJ1 KaabIUH B OTIHYHE
OT OBIYBETO CBHIBOPOTOYHOIO aJIbOyMHHA, B3STOr0 B KauecTBe KoHTpossd [60]. C momomibio
PaBHOBECHOTO JMan3a ObUIO MTOKa3aHo, uto 14-3-3 @ cBsassiBaet Ca’' B cooTHOIICHUH | HOH
Ha 1 moHOMep 14-3-3 [60]. CBsi3pIBaHHE MHOTO3apsIHBIX KaTHOHOB 14-3-3 ® ObUIO TpOIe-
MOHCTPUPOBAHO IIPU KCCIEAOBAHMK HHAYIUPOBaHHON (uiyopecuieHiu tepous Tb*', mpu
KOTOPOM OOHApYKEHO BO3HHKHOBEHHME XapaKTEPHBIX MUKOB (NIyOPECLEHINH, CBUAETEIbCT-
Byromux o cBs3biBanuu Tb* [61]. CesassiBanne Ca?* ¢ uzopopmamu 14-3-3 K u A mokazainu ¢
OMOTIBI0 TepModopesa [62]. YTBepKAaIoCh, YTO YIACTOK CBI3BIBAHHS HOHOB PACIIOIOKCH
B nemie Mexy 8 u 9 cnupansimu [57, 60]. IIpu cpaBHeHnH nocienoBatensHocTed 14-3-3 o
A. thaliana n kanpMoOmyauHA Bpy4HYI0 Lu ef al. 0OHApYKWIH CXOICTBO OTACITHHBIX aMHHO-
KHCJIOTHBIX OCTaTKOB JIByX OenkoB B jomeHe EF-pykm [60]. OmHako B ucciienoBanuu Day
et al., tne ObuT TIpoBeficH OMouH(pOpMaTHUYeCKull TIOUCK OeNkoB A. thaliana, conepkaniux
nomensl EF-pyxu, y 14-3-3 npu aBTOMaTu3sMpoOBaHHOM TOMCKE 3TH JOMEHBI HE ObLIM OOHa-
pyXxeHbI [63]. MeToioM IMOBEpXHOCTHOTO TNIA3MOHHOTO PE30HaHCa OBLIO TIOKa3aHo, YTO TPH
BO3pacTaHuM KOHIeHTpanuii noHoB Ca’" m Mg?" npoucxoimino ycuiieHue CBsi3biBaHus 10
MpOTeCTUPOBaHHBIX M30popM 14-3-3 u3 A. thaliana (y, K, A, v, ®, ¢, , V, €, 1) C CHHTETH-
geckuMu pochonentuaamu Hutparpeaykrazbl (NR2) u H™-AT®aszwl 1urazmMaTmueckoi
MeMmOpanbl (AHA?2) — GenkoB-nmapTHEPOB 14-3-3 — 4TO MOIIIO KOCBEHHO CBHJIETENILCTBOBATD
00 yCHUJICHHU CBSI3bIBAHHUS 33 CHET B3aWMOJICHCTBHUS ATHUX JIByXBAJICHTHBIX MOHOB C OEIKOM
14-3-3 [64]. Taxke ObUTO OTMEUEHO, uyTO B mpucyTcTBHH Ca’" m Mg?" B cpene MpUBOIIIO
K YCHJICHHUIO WHTHOHUpYyIomeld akTHBHOCTU 14-3-3 ® 1O OTHOIICHHIO K HHUTPATPEIyKTa3e
[57], a Takke K BO3pacTaHHIO CIIOCOOHOCTH K CBsA3bIBaHMIO Qochonentuos [61]. Onucan u
oOparHbIii mpumep, Korna B npucytctBun Ca?' cHikaigach HHruoupyrommas Gpyakius 14-3-3
A ¥ K [0 OTHOIICHUIO K OenkoBoMy maptHepy SOS2 kunaze [62]. CTOUT MOAYEPKHYTH, YTO
Ha JJAHHBI MOMEHT OTCYTCTBYIOT IPAMBIE 9KCIIEPUMEHTAIbHBIE IOATBEPKACHUS CBA3BIBAHUS
JIBYX3apsTHBIX KATHOHOB B 00ACTAX MEXY 8 U 9 criupassiMu, KOTOpbIe ObLTH ObI TOTyYESHBI
Ha OCHOBE IIPOCTPAHCTBEHHBIX CTPYKTYp 14-3-3. Taxxe, mockonbky 14-3-3 sBusitoTCS «KHC-
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JIBIMIDY OCITKaMH, HEIIb35 HCKITIOYUTH BEPOSITHOCTD HECTICIII(PUIESCKOTO CBS3BIBAHMUS KATHOHOB.
Takum 00pa3om, BOpockl 0 (akre crermpuueckoro cesizbiBanus Ca*' u Mg?', Tak xe, Kak u 0
THUIIE U JIOKAJIU3ALIUU CBA3BIBAIOIIETO UX y4acTKa MOJIEKYIbl 14-3-3 ocTatoTcs HEpeleHHbIMU
U TUCKYCCHOHHBIMH.

CpoiictBa auMepoB 14-3-3 manbonee moapoOHO H3ydeHBI i u3odopM 14-3-3 Mieko-
nutatonmx. Jns usopopmer 14-3-3 { uenoBeka MOMydeHbI JaHHBIE O B3auMHOHN addun-
HOCTH CYObCAMHML, M3MEPEHHAs HECKONbKMMH METOJAaMH KOHCTaHTa juccoumaumu (K)
IFMepa coCcTaBmIIa mopsiaka 5 HM [65], 94To ToBOpUT 00 OYeHBb MPOYHOM CBS3BIBaHUH. 130-
¢dopmbl 14-3-3 yenoBeka MCCIIEAOBaHBI TaKXKe HA TPEAMET MPEANOYTeHUH MOHOMEPOB IMPH
nuMepr3anun. Tak, BBIICHEHO, uTo 14-3-3 & ckiIoHHA 00pa30BBIBATH TETEPOTUMEPHI C JIPY-
rumMe u3opopmamu [66, 67], B To BpeMs kKak 14-3-3 6 NpeInOYTUTEIIEHO TOMOJTUMEPHU3YETCS
[68, 69]. BosMoxHOe 00bsICHEHHE 3aKJII0YAeTCs B KOJIMYECTBE U MPEJCTABIEHHOCTH OIpe-
JICIICHHBIX aMUHOKHUCIOTHBIX OCTATKOB M XMMHUYECKHX KOHTAaKTOB B OOJIACTH JMMEPH3AIIHU.
Monomepsl 14-3-3 6 cBsI3aHBI B TOMOJMMEPE TPEMSI TTApaMU COJIEBBIX MOCTOB (TPH CHMMET-
puunbix koHTakTa Argl9-Glu9l, Asp21-Lys87, Lys9-Glu83), a Takyke HECKOINBKUMHU JIOTIOJ-
HUTEILHBIMU KOHTaKTaMHM, YTO 00ECIIeUnBaeT MOBBIIICHHYIO CTAa0MILHOCTL ToMoauMepa. [1o
MIPENONOKEHUIO Yang et al., Mexay cyObenuHuIiaMu romoaumepa 14-3-3 € dopmupyercs
TOJIBKO OJIHA Tapa COJIEBBIX MOCTOB (J1Ba CHMMETPUYHBIX KOHTaKTa Argl9 omHoro MoHomepa
u Glu92 npyroro MoHoMepa), a MpH reTepoAUMEPH3AIINN C APYTUMH H30(opMaMH YeloBeKa
y 14-3-3 & BO3HHMKAeT JOTOJHUTEIBHBIA coieBOM MocT (B cirydae 14-3-3 { ato Glu92(g)-
Argl8(0)), uro nenaer rerepoaumepusanuto 14-3-3 ¢ Gonee mpeanouTurenbHor [67, 69].
HHTepecHo, 4To B HEKOTOPBIX CIyYasiX yaeTcst OOHAPYKUTh CBA3BIBAHHE C OEITKOM-TTAPTHEPOM
MMEHHO reTepoMepHoro 14-3-3, kak ObITO yCTaHOBIICHO P PEIIEHUH MTPOCTPAHCTBEHHON
CTPYKTYpbI KOMIUTIeKca TiceBaokrHasbl PEAK3 yenoBeka ¢ rerepogumepom 14-3-3 &/p [70].
Ierepoaumepsl ¢ yuactuem srcuiion uzopopmsl 14-3-3 yenoseka 3pdexTuBHO 00pazyroTcs
in vitro B HATUBHBIX YCIJIOBHUSX 3a CUYeT 0OMEHA pa3sHBIX TOMOAMMEPOB cyObeanHumamu [71,
72], omHako (pyHKIUH TeTEPOAUMEPOB i ViVO OCTAIOTCS TPEIMETOM TUCKYCCHH.

Cynst o Bcemy, 14-3-3 pacreHuii Taxke criocoOHbI K reTepoaumepusanuu. s uzodopm
14-3-3 u3 A. thaliana nokazaHo, 4TO TETEPOJUMEPBI MOTYT 00Pa30BBIBATLCS B Tapax ¥ + ¢/m/y;
® + e//y; @ +v/y; v+ v [73]. [t map u30popM © ¥ K, A TaKke MoKa3aHa CIioCOOHOCThb K
rerepoauMepusannu [74]. Tem He MeHee dKCIIEPUMEHTHI 110 TeTePOIMMEPU3aLIUHU TPOBOIHUIIH,
rnojBeprasi NONapHo cMellaHHble 14-3-3 neHaTypaluu B NPUCYTCTBUM T'yaHUIUH XJIOpHUIA
[73] wmm nmezokcuxonara [74], 3areM O€NKH pEeHATYPHUPOBAIM M aHAJIM3HPOBAIU COCTAB
00pa30BaBIIMXCS B XOJI€ peHAaTypali rOMO- U reTepoanMepoB. TakuMm oOpa3oM, ycIOBHS
MIPOBE/ICHUS OMBITOB OBUIH JAJIEKH OT HATUBHBIX M MO3BOJISUTN CIEJIaTh BBIBOJ JIMIIH O TOTEH-
[IUAFHON BO3MOXXHOCTH 0Opa30BaHMS TEX WM WHBIX JTUMEPOB B PACTHTEIBHBIX KIICTKAX.
OpHako ecTh JaHHBIE O TOM, YTO rerepomumepu3arust 14-3-3 MoXeT MPOUCXOAUTH in Vivo,
XOTS M HEW3BECTHO, KaKHMe€ MMEHHO Mapbl M30OpM 3aTparmBaeT STOT mpouecc [73, 75,
76]. Ba)kHO OTMETHTB, YTO OMOXMMHUYECCKHE UCCIIEIOBaHHS TeTepoaumepoB 14-3-3 mpose-
JICHBI HA PACTUTEIBHBIX N30(hOpMaxX TOJIBKO U3 (PHIIOTEHETHUECKOM TPYIITBI HESIICHIIOH, B TO
BpeMs KaKk O reTeporMEepHU3ally SMCUIOH-U30(OpM TIpSIMble JaHHBIE OTCYTCTBYIOT. B TO
e BpPEeMs, HHTEPECHBIC TaHHBIC OBLJIM MOIYYEHBI C TTOMOIIBIO JIPOXKIKEBOTO JBYTHOPUHOTO
MeToa TPH HCCICIOBAaHNH MOMAPHON AMMEpHU3aIMy Ha mectd m3opopmax 14-3-3 xiomka
(Gossypium hirsutum), TpA U3 KOTOPBIX U3 AICUIOH-TPYIIIBI U TPU — U3 HEANICUIOH-TPYTIIHL.
Br110 IpOAEMOHCTPUPOBAHO, YTO JaHHBIC H30(OPMBI 00Pa3yIOT TOIBKO ONIPEACICHHBIC I'eTe-
pomnmepsr (Gh14-3-3L u Gh14-3-3e, Gh14-3-3L u Gh14-3-3g, Gh14-3-3a u Gh14-3-3e,
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Gh14-3-3a u Gh14-3-3g, Gh14-3-3g u Gh14-3-3h), a romoauMepoB He oOpasyrot [77]. Ipo-
BEpKa TaKMX JaHHBIX C TOMOIIBIO IPAMBIX OMOXMMUYECKUX METOJIOB IpeAcTaBIsiiia Ol 00Jb-
LIIOW MHTEpEC.

benku 14-3-3 Moryt monseprarbest GpochoprmmupoBaHuio, U 3Ta MOIU(DUKAIUSI MOXKET
perymmpoBaTh AUCCONHanuio auMepoB. s 14-3-3 gemoBeka mokaszano, 4to (ocdopmiu-
poBaHue ceprHa B o0nacTu JumMepHoro uatepdetrica (SerS8 mist 14-3-3 {) mpuBonuT k nectabdbu-
TU3aIK TuMepa 1 MoHoMepu3anuu [ 78]. J{yst 6enkoB pacTeHui ObLIO OIMCAHO, YTO OCTATKH,
TOMOJIOTHYHBIE Ser58 MIICKOMUTAIONINX, MOTYT OABEPraThes (ochOopUINpOBaHUIO in VIVO.
bruto mpopeMoHcTpHpoBaHO, 4TO (hochonmutupyromas MoaudUKaus SKBUBAJIECHTHOTO
octarka cepuHa Ser62 y 14-3-3 ® Takxke ciocodcTBoBasia MoHOMepu3anuu [79, 80]. Dddext
Icconranuy AuMepoB 14-3-3 o ycwmimBajcs mpu BHECCHHUH OTHOBPEMEHHO IBYX (hocdo-
MMUTHPYIOILINX 3aMeH B monioxkeHusx Ser62 u Ser67 [79]. Kpome Toro, ObII0 10Ka3aHo, 4TO
bochonmuTHpyomas 3amMeHa B mo3umu Ser62 y 14-3-3 @ BbI3bIBaJIa HAPYIICHUS B MIPEA-
MOYTECHUAX K rerepoaumMepusanuu 14-3-3 pacreHuil, a Takke CHUXKEHHE a((GUHHOCTH K
muranaam 14-3-3: nentuay audonenny u N-koHLEBOMY (parMEeHTY HUTpaTpeayKTassl [74].
WutepecHo, uto ¢ochopumuposanue 14-3-3 ¢ mo nojaoxeHuio Ser72, aHatoruaHoMy Ser67
y 14-3-3 ®, IpuBeJIO K CHWKEHUIO HHTHOUPYIONIeH criocoOHoCTH 14-3-3 10 OTHOIICHUIO K
HuTpatpeaykrase [81]. bbuio nokazaHo, 4To MpoUCXosLIee MPH KIETOUHOHM rudenu gocdo-
puiupoBanue 14-3-3 pacTeHuil 110 NOJI0KEHUIO, TOMOJIOTUYHOMY Ser58, MPUBOAUT K IUCCO-
muaru 6enka CPK3 (calcium-dependent protein kinase 3) ot 14-3-3 u aerpamammu CPK3
[82]. Takum obpazom, perymsmus 14-3-3 mon neiictBueM (GochHopHIHpoBaHs B 00IaCTH
JUMEpHOro uHTep(eiica MOXET CyIIECTBEHHO MEepecTpanBaTh OHOJIOTHUYCCKUE (DyHKIUH
3THX OCITKOB Yepe3 BIUSHHUE Ha JUMEpP-MOHOMEpHOE paBHOBecHe. B coctaBe OenkoB 14-3-3
pacTeHui 0OHapyKeHbI U Ipyrue ydactku [46, 83], moasepratomniuecs GpochopruinpoBaHuIio,
OJTHAKO TOCJICACTBHS TaKUX MOAU(DUKAIMNA [Isl CTPYKTYphI U QyHKINU OenkoB 14-3-3 uzy-
YeHBI B MEHBIIICH CTEIEHHN.

[MPUHIUIIBI CBA3BIBAHU A 14-3-3 C BEJIKAMU-ITAPTHEPAMU

Jns 14-3-3 xapakTepHO cBA3bIBaHHE OEIKOB-MIAPTHEPOB, (HOCHOPHUIMPOBAHHBIX 10 OCTATKaM,
PAacIOIOKECHHBIM NIPEUMYIIIECTBCHHO B CTPYKTYPHO Pa3ylopsA0uCHHBIX o0nacTsx [84]. Tomsr
HCCIICOBAaHUN M HAKOIUIEHHE TOCTATOYHO OOJIBIIOTO KOJIMIECTBA SKCIIEPUMEHTATBHBIX J1aH-
HBIX TIO3BOJIMIM TIOHSTH, YTO, KaK mpaBmiio, 14-3-3 cBs3weiBatoT octatku Gocdocepuna (pS)
wn pochorpeonnna (pT) B cerudruaeckoM aMHUHOKHUCIOTHOM KOHTEKCTE, KOHCEHCYCHOM
MOTHBE, U JINIIb B OUYCHb PEIKUX CIyYasx B3aMMOICHUCTBYIOT ¢ HE(pOCHOPHIHPOBAHHBIMU
naptaepami [85]. 3BectHbI pochopunupyembie 14-3-3-CBSI3bIBAIONINE MOTUBBI TPEX THIIOB:
I tun RXXp(S/T)X(P/G), Il tun RX(Y/F)Xp(S/T)X(P/G) u Il tun (C-xonuesoit) p(S/T)
X, ,~COOH, rzme p(S/T) — ocrarok docdocepun umm pocporpeonnna, a X — mo00H amu-
HOKHCJIOTHBIN ocTatok [48, 86]. ViMeroTcs maHHbBIE, yKa3bIBAIONINE HA OCOOCHHOCTH MOTHBA
I y GenkoB-naptHepoB 14-3-3 pactenuii. CortacHo padore Johnson ef al. 1 mpoBeaeHHOMY
B Hell OMOMH(pOPMATHYECKOMY aHAJIM3y MOCIeNOBaTeIbHOCTEH y3HaBaHus 14-3-3 y Oen-
KOB-TIAPTHEPOB, MPEOOIaNAIOIIUM BHIOM MOTHBA | y pacTeHH SIBISCTCS YIJIHHEHHBIH C
N-konna motuB LX(R/K)SX(pS/pT)XP [87]. ABTOpBI CBA3BIBAIM JaHHYI0 0COOEHHOCThH CO
CBETO3aBHCUMOI PETYISIMEH MHOTHX ITPOIIECCOB Y PACTEHUH CIEIIU(PHICCKIMHI TPOTEHHKH-
Ha3aMH, [ KOTOPBIX BayKHO HAIMYKME OCTaTKa JIellinHa B cocTaBe MoTHBa . OHaKo B JTaHHOM
WCCIIeIOBAaHUH BEIOOPKA CaliTOB y3HaBaHMA 14-3-3 pacTeHuil Obu1a OTHOCUTEIBHO HEOOBIIOMN
1 OblJIa CHIIBHO MEHbIIIE, YeM JJIsl MIIeKOMUTarIuX (14 mocnenoBaTeIbHOCTE! ISl pacTeHU
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u 201 s maexonmratonux) [87]. B 310 CcBSI3M, TPaBOMEPHOCTH SKCTPATIOISIUN JTAHHBIX
BBIBOJIOB Ha Bce OenKu-napTHepbl 14-3-3 pacTeHuil BbI3bIBAET COMHEHHUS.

B amdunarugeckoii 6opo3ake docdonenTu yaepKUBaeTCs Ha BCEM NPOTSHKCHUN
MOJIIPHBIMH KOHTAaKTaMH U THIPOPOOHBIMU B3auMOeHCTBUSIMEI. OCHOBHBIC OCTAaTKU 14-3-3,
o0pa3yrolire NOISIPHbIC KOHTAKTHI ¢ (pocdarHOl rpynmoi 1 octoBoM (ocdomnentuna, 3To
Lys53, Arg60, Arg64, Argl33, Tyr134, Asnl79, Asn230, Trp234 [88] (Hymepalus 0CTaTKOB
npuBeneHa 1iist 14-3-3-m) (puc. 2 A). YV 14-3-3 pacTeHHid ¥ )KUBOTHBIX 9TH OCTaTKH BEICOKOKOH-
CepBaTUBHEI.

N3odopmbr 14-3-3 obnamaroT pasnuuHoi apPUHHOCTRIO K (ochonentuaaM OenKoB-
naptHepoB. s u3odopm 14-3-3 yenoBeka B psjie UCCIICAOBAHMIA OBUTH MOTyYeHbBI JTAHHBIC
o addpuHHOCTIM Beex 7 mzodopm 14-3-3 k pocdonentumaam, momydeHHbM ot O6ekoB CTFR
[89], USP8[90], LRRK2 [91] u np. B 3TuX ncciaenoBaHusX caMbIMU BRICOKOA(D(PUHHBIMU OBLITH
Y U M, a caMbIMU HU3K0a()h(OUHHBIMU — G | €, OCTAIIbHBIE N30(OPMBI UMEITU TTPOMEIKYTOUHOE
cpoIcTBO K (ocdonentuaam. BriocieactBun Juisi HeCKoIbKUX (Gocdornentunop oenka E6
nanwuioMaBupyca, a take 6eiaxkoB RSK1 u HSPB6 Gogl ef al. moka3zanu, 4to it KaXkKaoro
tdocdonentuna uzopopmbl 14-3-3 UMEOT OMpENENCHHYI0, CXOMHYI0 uepapxuto adduH-
HOCTEH, cO3/1aBasi CIEAYIOIINN Ps CHIDKEHHS CPOJICTBA K abcTpakTHOMY (ochomentumy:
v>n>C>1>B>e>0, uro cobrogaeTcs Takke Ha OONBIIMX BRIOOPKAX CaMbIX Pa3HbIX MENTHAO0B
OT pa3NU4YHBIX OeNKoB-apTHEPOB [92]. BromHe BeposTHO, uTo OT 14-3-3 pacTeHuii MOKHO
OXKHMATh TIPHHIIUITHATEHO CXOAHOTO SBICHHS PAHKUPOBAHNUS H30(OPM ITO CPOICTBY K pocho-
PHITUPOBAHHBIM MIEITUAAM, WIHA HePAPXUH U30(OPM IT0 CHIIC CBS3BIBAHUS.

UccnenoBanue ahdunaHoctn 9 uzodopm A. thaliana (M3 13 U3BECTHBIX K HACTOSAIIEMY
BpeMeHH) K (ochopuimpoBaHHoMy MOTHBY C-KOHIIEBOTO IenTHaa NpoToHHOH ATdasb
IUTa3MaTHIECKON MeMOpaHbI ¢ IOMOIIIBI0 METOIAa TOBEPXHOCTHOTO TIa3MOHHOTO PE30HAHCa
MTO3BOJIMIIO 3aKITIOUUTh, 4TO H30(hOpMBI 00J1a1at0T pa3nuyHoi ahGUHHOCTBIO K STOMY MOTHBY
[47]. IlomyueHHBIN P yMEHBIIEHHUS ahGUHHOCTH IMEIN BU: O>Y>V>Y>0>e>0>K>A. OTHAKO
TaKoe pamKHpOBaHHE M30()OpM IO CPOICTBY HE COINIACYETCS C JAHHBIMH HCCIICTOBAHUS,
rae Obu1o m3yueHo BiusiHMe u3odopm 14-3-3 A. thaliana (uccnepoBano 7 uzodopm u3
M3BECTHHIX 13) Ha aKTHBHOCTH TOTO ke Oenka — mpoToHHOW ATdasbl mimazMaTHIecKOH
MeMOpanbl [58], rme psa ocnabnenus 3ddekra umen BUA: y>O>K>A>U>€>0. Paznuuus
B aKTMBHOCTSX HeckolnbKuxX m3odopm 14-3-3 u3 A. thaliana mo OTHOUIEHHIO K OelKaM-
naptHepaM ObUIM TPOJEMOHCTPUPOBAHBI JUIi HUTPATPEAYKTa3bl JIMCTHEB IIIMUHATA; P
ocnabneHus d¢pdexTa Mmox ACUCTBHEM paszauuHbIX H30(opM 14-3-3 OBUT CIIEIYIONITHIA:
®>@>y>v [93]. ComnacHO MpoBeACHHOMY Ha Oenkax A. thaliana wccnemoBanuio Lambeck
et al., Tne Taxxe aHATH3UpOoBANU 3(PdekT u30hopM Ha AKTUBHOCTH HUTPATPEIYKTa3bl, PSA
yeunieHus: dpdexra 14-3-3 BIVISIIET CICAYIONIMM 00pa3oM: W>A>K>V>y>y>>¢ (B cilydae
14-3-3 & addekr ObUT CTONH HE3HAYUTEICH, YTO HCCICHOBATENM HE CMOIIH YHCICHHO
OMpeNeNUTh KOHCTaHTy MONyMHruoupoBanus) [94]. B mpyrom HemaBHEM HCCIIECAOBAaHUH
ObLTO M3y4deHo 7 uzodopm A. thaliana (|, €, 0 U3 SNCHIOH-TPYIIIBL, A, V, \J, (¢ U3 HEITICHUIIOH-
rpymmsl). MccnenoBanbl adpduHHOCTH CcBs3bIBaHHA € (OC(OMENTHIOM, MOTYICHHBIM OT
oenka FD — TpaHCKpUNIIMOHHOTO (hakTopa, BXOJSIIEr0 B COCTaB KOMIUIEKca (rIopureHa
(KoMILIeKCa aKTUBAIIMK TPAHCKPHUIIIIHMH, 3aIyCKaoNero 1eeTenne). ConacHo MoJTy4YeHHBIM
TaHHBIM, P yBeImdeHNsT ap(OUHHOCTH BBIILAUT CIEAYIOMUM 00pazoM: Y>U>A>V>(>0>¢
[95]. Takum obpazom, nanubie 1o adpduunoctam 14-3-3 k pochonentugam OenIKOB-MaAPT-
HEPOB HEMHOTOYMCIICHHBI M JOCTAaTOYHO MPOTHUBOPEUUBHI, a Koppersiinus ahOUHHOCTH K
OenkaM-TiapTHepaM ¢ IPHHAIICKHOCTHIO K STICHIOH- HITH HEATICUIIOH-TPYIIIIaM OTCYTCTBYET.
OueBUIHO, YTO IS KAKUX-TTHOO YBEPCHHBIX YTBEPIKACHUHN O HAMYNH U IPUPOJIC UEPAPXHUU
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A

At 14-3-3 w Nt 14-3-3 C

Puc. 2. B3aumogneiicteue 14-3-3 ¢ ¢pocdonentupamu.

A. IlpuHnmms! cBs3bIBaHMs hoconentuia TpaHCKpUIInoHHoro Gakropa BZR1 (mortus II Tuma) B
ampunaruyeckoit 6oposake 14-3-3 o A. thaliana (PDB kon 8QTF [26]). OTMe4YeHbI aMUHOKHCIIOTHBIC
OCTaTKH, 00pa3yIolye MONsApPHbIC KOHTAKTHI (YepHBIH MyHKTHP) ¢ (ochaTHON TPyNIoi U OCTOBOM
MenTHA.

B. B3anmogeiicteue 14-3-3 ¢ dhoconentunom 6e3 pysuxokunna (pocponenrun BZR1, motus 11,
PDB xon 8QTF [26]). ®ocdonentua 0003HaUCH OpaHKeBbIM, 0CTaTOK (hochoceprHa OTMEUEH Kpac-
HBIM.

B. BzaumopeiictBue 14-3-3 ¢ pocdonentunom ¢ moruBom y3uaBauwust 11 u ¢py3ukokuunom (poc-
donentun PMA2, motus 111, PDB kon 109F [88]). @ocdonentua 0003HaueH CHHUM, 0CTaToK (ocdo-
TPEOHHHA OTMEYEH KPAaCHBIM, MOJIEKyIIa (Dy3UKOKIIMHA 0003HaueHa PO30BbIM. M300paxkeHus caeaHbl B
nporpamme PyMol.
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pactuTenbHbIX H30hopM 14-3-3 10 cuite cBI3bIBaHUS TPEOYIOTCS HOBBIC, 00JIee CHCTEMHBIC
UCCIICIOBAHMS C WCIIOJIb30BAHUEM KaK MHUHHMYM BCEX M30(OpM M3 OIHOTO OpraHu3Ma, a
HE Hayraj BHIOPaHHBIX HECKOJIbKUX H30(opM. Panu cripaBeaMBOCTH CTOUT 3aMETUTh, UTO
Jake 11 OTHOCHUTENIFHO KOHCEPBAaTUBHBIX 7 M30(hOpM UeTOBEKa, HECMOTpPS Ha JOKa3aHHOE
HaJIM4YUe MepapXuM MO OTHOLICHUIO K CBA3bIBaHMIO (ocdorentuioB [92], nmpupona Taxoit
HepapXuu OCTAETCS HE BIOJHE MOHATHOM, 0COOCHHO C YY€TOM TOro0, 4TO Bce 7 u3odopm 6e3
HCKITIOYEHHSI IMCIOT OAMHAKOBOE CTPOCHUE IEPBUYHOTO KapMaHa IS CBA3BIBaHUS (ochopu-
JUPOBAHHOTO OCTATKa B aM(pHIIaTHIeCKON OOpO3IKe. DTO 03HAYALT, UTO Ha CHIIY CBSI3BIBAHUS
MOTYT BJIUSTh HE N3BECTHBIC HA JAHHBIH MOMEHT aJUIoCTepuyecKue dPPEKThl WK dPPEKThI
JaJILHETO JIEHCTBHS.

[TommMo B3anMOAEHCTBYS B IEPBUYHOM YUIACTKE CBSI3BIBAHUS, TO €CTh B aM(UITaTHICCKOU
Ooposzzke, OenKu-mapTHEPbl MOTYT KOHTAakTUpoBarh ¢ 14-3-3 3a ee mpenenamu, Kak 3TO
HabOIromaeTcs B CTpyKType Komruiekca (iopurena Hd3a, aktuBupyromniero nerenue [96], 94ro
BHUJIHO Ha pHC. 7, MpUBEAEHHOM Ha cTp. 26. [Tockonbky BHeNIHHE 00IacTH JuMepoB 14-3-3
SIBISIFOTCSl HAUMEHEE KOHCCPBAaTUBHBIMHE, B3aHMMOJICHCTBHE B HUX MOXKET OBITH CICIIU(PHIHO
JUTSL OTIPENICIICHHBIX H30(opM.

IV. OCHOBHBIE ®YHKIINUHU 14-3-3 PACTEHU

OBIIME ITPUHIOUIIBI ®YHKIIMOHWPOBAHM A BEJIKOB 14-3-3

Benku 14-3-3 pacTeHuid, Tak e Kak KX OPTOJIOTH U3 )KHUBOTHBIX U TPHOOB, HE 001a1at0T cOOCT-
BEHHOW KaTaJIMTUYECKOW aKTUBHOCTBHIO, OHU (DYHKLMOHHUPYIOT 32 CYET HEMOCPEACTBEHHOTO
B3aMMOAICHCTBUS ¢ OelKaMH-TIapTHEpaMH, y3HaBast uX (ochopuanpoBanubie GpopMel. Kax
MIPaBUIIO, PE3YJBTAT JAHHOTO B3aMMOACHCTBUS — 3TO M3MEHEHHUs B paboTe Oenka-mapTHepa,
CKa3bIBAIOLIMECS HA €r0 OMOJOrMYeckoi GPyHKIMH. MexaHu3Mbl, IPUBOASALINE K TOT00HBIM
U3MEHEHHSIM, MOXKHO YCIIOBHO Pa3/JeIUTh Ha CJIEAYIONNE KaTerOPHH.

Hneubuposanue ghepmenma. B HEKOTOPBIX CiTydasx cBs3bIBaHUE 14-3-3 MOXKET IPUBOIUTH
K MHTHOMpOBaHMIO (epMeHTa. KitlaccmaeckuM mpuMepoM CIyKuT HuTparpeaykraza (NR),
cBsi3bIBaHME 14-3-3 ¢ KOTOpOH, NMPENON0KUTEIBHO, BbI3bIBACT KOH(OPMAIMOHHBIE Tepe-
CTPOHKH, MPUBOASAIINE K MPEKpaIeHuto padoTsl hepmenta [97] (puc. 3 A). Bzanmoneiicteue
14-3-3 ¢ caxaposodocdarcunrazoii (SPS) Takxe NMPUBOAUT K WHTHOMPOBAHUIO (hepMEHTA
[98]. K coxaseHuto, OTCYTCTBHE CTPYKTYPHBIX JaHHBIX 3aTPYIHSET MOHUMaHHE MEXaHH3Ma
uHrHONpyromero aeiictus 14-3-3 Ha monoOHBIC (HEPMECHTHI.

Axmusayus pepmenma. I3BeCTEH psiJi MPUMEPOB, KOT/a cBsi3biBanue 14-3-3 ¢ hepMeHTOM
MIPUBOJUT K YBEIMUYEHHIO €r0 aKTUBHOCTH. Tak, B3aumopeiicteue 14-3-3 ¢ H-AT®a30ii nna3-
MaTHYCCKOM MeMOpaHbI paCTEHUH TPUBOANT K YAAJICHNIO ABTOMHIMONTOPHOTO yUacTKa N3 KaTa-
JIUTHYECKOTO IIeHTpa (pepMeHTa 1 K ero aktuammu [58]. OnHoM 13 nepBhIX OblIa OTpe/IecHa
MIPOCTPAHCTBEHHAs CTPYKTypa Komiuiekca 14-3-3 ¢ pparmenrom AT®a3bl ruia3mMaieMMbl, U
OBLIO MMOKa3aHO, YTO CBA3bIBaHUE 3 AuMepoB 14-3-3 mpuBOAUT K 00pa30BaHUIO TEKCAMEPOB
AT®da3s1 [99] (puc. 3 B). beuto nmokazaHo, uro B3auMozeiicteue 14-3-3 ¢ IIMTO30IbHBIM (ep-
MeHTOM IiyTamMuHCHHTa30i GS1 Takke cmocoOocTByeT akTuBanuu dpepmenta [100].

Hsmenenue noxanusayuu Oenxa. CBA3bIBasCh ¢ OenkoM-mapTHepoM, 14-3-3 moryT
MEHATb €r0 BHYTPHUKIIETOUHYIO JIoKanu3auuto. [IpumMepoM MOXKET MOCIYKUTh BHYTpPHKJIE-
TOYHBII MyTh Tepelauyd CHUrHalla PaCTUTENIbHBIX TOPMOHOB OpacCHMHOCTEPOUIOB, B
kotopoM (ochopuimpoBanHbie TpaHcKpumniuonueie (akroper BZR1 (BRASSINAZOLE
RESISTANT1) u BES1 (BRI1 EMS SUPPRESSORI1), cBsizbiBasics ¢ 14-3-3 B muroruiasme,
HE CITOCOOHBI IPOHUKHYTH B SAPO U OCYIIECTBIIATEH PETYJISIHIO SKcpeccuu reHoB [101, 102]
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Puc. 3. Cxema, WwiutrocTpupyroas MEXaHH3MbI, C IIOMOLIBIO KOTOPBIX 14-3-3 MOTYT peryinupoBarh QyHK-
1K OSITKOB-TTAPTHEPOB Y PACTEHUH.

A. Vlarubuposanue Hutparpenykrassl (NR) mocine cs3piBanus 14-3-3.

b. AxruBanust H'-AT®a3bl miazmarudeckoit MemOpanbl PMA?2 nocite cBsizpiBanust 14-3-3.

B. 14-3-3-onocpenoBaHHOE W3MEHEHHE BHYTPHUKJICTOUHOW JIOKATHM3alMK (LUTOIIA3MATHUECKOE
yAepKUBAaHHE) TPAHCKPUIIOHHOTO pakTopa BZR1.

T". Umnopt npeamecTBeHHUKa Maoii cyobequaniibl PybucKO (preSSU) B xmopomnact npu coseii-
ctBuu 14-3-3 u HSP70.

J1. ®ochopunrpoBanue u aktupanus nporeuHkrHa3bi MAPKKKS ¢ momoIbpio mpoTenHKUHA3BI
PBL19 B xomrutekce ¢ 14-3-3.

E. IpensitcTBHe ferpananuu TpaHckpunimoHHoro ¢akropa WRI nocne cBsa3biBanus ¢ 14-3-3.
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(puc. 3 B). [Toxoxxum o0Opa3om, depe3 ylaepKUBaHHE B ITUTOILIA3ME, CYIs MO BCEMY, pery-
JTUPYIOTCS U Apyrue TpaHcKpunuiuoHHble (akrtopsl — Hanpumep, RSG (REPRESSION OF
SHOOT GROWTH) [103] u PIF7 (PHY TOCHROME-INTERACTING FACTOR 7) [104].

Tpancnopm 6enkos 6 xaoponiacmol u MumoxoHopuu. Ps paHHUX WCCIeNTOBaHUN yKa-
3bIBAlOT Ha poib 14-3-3 B cucreme TpaHcmopra OelKoB B XJIOpOIUIAcThl. Bbulo mokaszaHo,
yto 14-3-3 B xommuiekce ¢ HSP70 ciocoOcTBytoT nMnopty Majoi cyobenuaniibl RuBisCO
(preSSU) [105] (puc. 3 I'). U3BecTHO Takxke, 4to 14-3-3 B3aUMOJICHCTBYIOT C CUTHAJIBHOM
MOCJIeI0BATEIbHOCTRI0 UMIOpTa N-cyobeaunuibl Gorocuctemsr 1 (PSI-N) B xytoporiactsl
[106]. BrnocnenctBun aiast 11 XJIOpPOIUIACTHBIX OENKOB OBUIO MPOAEMOHCTPUPOBAHO, UYTO
14-3-3 cocoOCTBYIOT HX UMIIOPTY B Xyoporutact [107]. 14-3-3 Taxke NpHHUMAIOT y9acTHE B
TpaHCIIOpPTe OEJIKOB B MUTOXOHJPHUHU. BBIJIO IOKa3aHO, YTO CUTHAJIBHBIE [TOCIIEA0BATEIbHOCTH
MHOTHUX OEITKOB, UMIIOPTUPYEMBIX B MUTOXOHApUH, Ppochopumnupyrores [108]. [Ipu sTom, ponb
CBSI3BIBAHMS 14-3-3 [T TpaHCIIOPTHPYEMBIX OCJIKOB B TJAHHOM CIIydae OblIa OXapaKTepH30BaHa
CKOpee Kak HeraTHBHAs: B3anMoJieiicTBre Komruiekca 14-3-3 ¢ nuro3onsaeiM HSP70 n Genka
MORF3 (Multiple Organellar RNA editing Factor) ¢ docdopunupoBanHoil cUTHAIBHOMN
M0CJIeI0BATENbHOCTHIO 3aMEIISIIIO UMIIOPT MocieqHero B Mutoxouapuu [ 109]. Jleranu mexa-
HHU3Ma, 32 CUET KOTOPOTo 14-3-3 BIMSIFOT Ha TPAHCIIOPT OCJIKOB B IByMEMOpaHHbIC OPTaHeIIIbI,
OCTalOTCS HEUCCIIeIOBAHHBIMU.

Cbopka akmuenoeo 6enkosozo komniexca. 14-3-3 MOTYT y4acTBOBaTh B cOOpKe (DyHK-
IIHOHAJFHOTO KOMITIEKCA M3 HECKONBKUX OCJIKOB, BRIITOTHSS POJIH aIanTepoB, Kak OBLIO Mpo-
JIEMOHCTPUPOBAHO IUTS TPAHCKPHIIIHOHHOTO KoMIuiekca 6enkoB 14-3-3, VP1 (Viviparusl) u
EmBP1 (Em promoter binding protein), akTuBupyto1ero sxcnpeccuto resa EM [110]. B co6-
panHOM c yyacTueM 14-3-3 KoMIuIeKce MOKET IPOUCXOTUTh AKTHBAITHS BXOJSIINX B €r0 COC-
TaB 0EJIKOB, Kak ObLIO MpoaeMOHCTpUpoBaHo ais akTiuBanmd MAPKKKS kunazoit PBL19 B
komruiekce ¢ 14-3-3 A [111] (puc. 3 ). 14-3-3 € 1 A B3aUMOACHCTBYIOT C TPAHCKPUIIIIMOHHBIM
¢daxropom PIF3 (PHYTOCHROME-INTERACTING FACTOR3) u (hoToaKTHBHPOBaHHBIM
¢uroxpomom phyB, crabmim3upyss KOMIDIEKC THX IBYX OCIKOB B SIpE, YTO B KOHEYHOM
cuete MpUBOAMT K aerpagauuu PIF3 u 3amycky nponeccoB ¢poromopdorenesa [112].

Brusnue na epems owcuznu berxa. 14-3-3 MOTYT peryaupoBarh CTaOWJIBHOCTH Oelka-
MapTHEpa, MEHSS €ro IMOABEP)KEHHOCTh BHYTPUKJICTOYHOW Aerpaxanud. Hampumep, Obu1o
MOKa3aHo, 4To CBA3bIBaHUE 14-3-3 ¢ KiIroueBbIM epMEHTOM OMOCHHTE3a dTHIIEHa |-aMUHO-
LUKIONponan- 1 -kapbokcunarcunTazoit (ACS) yBennunBaeT cTabMIBHOCTh JAHHOTO OelTKa, a
cs3biBanne 14-3-3 ¢ komnoneHntamu E3 youksutrH-urasel ETO1/EOL, HaoGopor, nmpuBo-
IIMT K YCKOPSHHOU Aerpanaiuu 3Tux 6enkoB [113]. CBA3BIBasCh C TPAHCKPUIIIMOHHBIM (haK-
TopoM WRII, 14-3-3 npensTcTBYIOT AETpaalliy 3TOro Oelka 3a CueT SKPaHHPOBAHHUS yUacTKa
cBsi3bIBaHUs yOUKBUTHH-THMrasel E3 [114] (puc. 3 E).

Ipensmcmesue Oeghocgpopunuposanuio. CszpiBanue 14-3-3 MOXKET MPEISTCTBOBATH
nedochoprIHpoBaHUI0 OCIKOB-MIAPTHEPOB, IKPAHUPYS (HOCPATHYIO TPYHIy OT JEHCTBHS
¢docdaras. JlanHoe sBIeHHE TOKa3aHO s u3opopm 14-3-3 demopeka. Hampumep, mpu
B3aumMoneicteun 14-3-3 1 ¢ pocharuammmuosuron-4-kunazou-1113 (PI4KIIIB) noselmaeTcs
koiu4ecTBo (pochopunupoBanHoii u aktuBHOM PI4KIIIP [115] (puc. 4 A). beio mpogeMoHCT-
pPHpOBaHO, YTO CBs3bIBaHME 14-3-3 mpemsaTcTBYeT AehOCHOPUINPOBAHUIO W JIETPagalii
TPaHCKpUIIHOHHOTO (pakTopa FoxO3, KOHTPOIUPYIOMIETo MPOIIeCChl KICTOYHOH mponudepa-
nuu u anonto3a [116]. J{ns 14-3-3 pacrenuii npenstctBue aedochopruiinpoBanuio He ObLIO
MIOKa3aHO, OHAKO BBUIY CTPYKTYpPHOTO M (DYHKIIHOHAJIBHOTO cXoacTBa 14-3-3 y pacTeHuii u
MJIEKOITUTAIOIINX MOYKHO OXKHIIAaTh OOHAPYKECHHUS 3TOH (PYHKINH U Y paCTCHHH.
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Puc. 4. Cxema, WUTFOCTPUPYFOLIAst MEXaHH3MBI, C TIOMOIIBIO KOTOPBIX 14-3-3 MOTyT peryinupoBarh QyHK-
UK OCJIKOB-TIAPTHEPOB, OIMCAHHBIC Y JKMBOTHBIX M HA HACTOSIIMY MOMEHT HE BBISIBIICHHBIC Y PACTCHHH.

A. 3amura ot nedochopunnporanus Gocharnaunrnao3uton-4-kunase-1113 (PI4KIIP) npu crsi3bi-
BaHuu ¢ 14-3-3 1.

b. PacTBOopeH#Me arperatoB arnoiuToXpoMa ¢ 3a CUeT IarnepoHo-mogo0HoH akTuBHOCTH 14-3-3 (.

B. Paznenenue a3 xuakoctb-xuakocts (LLPS), npoucxoasiiee nocie p3aumoseiicteus 14-3-3
u Genka Tau AUKOTO THIIA.

Lllanepono-nooodonas axmuenocme. Y 0OenkoB 14-3-3 miexonuraronmx Obuia oOHa-
py)keHa TaK Ha3plBacMas IAePOHO-TION00HAss akTUBHOCTH (AT®-He3aBucHMas aHTHU-
arperalMoHHasi aKTHBHOCTbH 110 OTHOIICHHUIO K CyOCTpaTHBIM OeikaMm). /1 vitro mokazaHo, 4To
n3zodopma mirekonuTaromux 14-3-3 £ criocoOHa MPersTCTBOBATh arperaiui MOJICIIbHBIX Oell-
KOB, TAaKWX KaK WHCYJIMH, aJKOTOJbACTHAPOreHasa, kuHa3a (ochopuiassl [117], a 14-3-3 {
u3 Drosophila mpensiTcTByeT arperaiiuy nuTpar-cuntassl [ 118]. In vivo Ob110 MoKa3aHo, 4TO
14-3-3  u3 Drosophila ciocoOHa NPENsATCTBOBATh arperalyy | JIaxe pacTBOPSTh arperarbl
anoruToxpoma ¢ [118] (puc. 4 b). Dta (hyHKIHMSA, IO BCEH BUAMMOCTH, HE 3aBUCHT OT Gocdo-
PIIHPOBaHMS OEIKOB-IAPTHEPOB, U €€ MOXKHO CUUTATH TOMIOJHUTEIHLHOM M (PyHKIUEH «I10
COBMeCTUTENLCTBY» (moonlighting) [53]. EcTs ocHOBaHMS moiarark, 4To MAIEPOHO-TI0A00-
Hasi aKTUBHOCTh MOYKET OBITh CBOICTBEeHHA 1 JUIsl 14-3-3 pacTeHui, 0COOSHHO C y4eTOM ITOTEH-
[IUAJILHO OOJIBIICH MOABEPIKEHHOCTH KJIETOK PACTEHHN K IIUPOKOMY U3MEHEHHIO TapaMeTPOB
BHEIITHEH CPEIIbl, HATIPUMEP, TEMIICPATyPhI.

Pecynayua pazoenenusn ¢hpaz srcuoxocmu-scuokocms. HoBble JTaHHBIC, IMONyYCHHBIC HA
0eJKax MIICKOIUTAIOIINX, CBHICTEIBCTBYIOT B MOJIB3Y TOTO, YTO, B3AUMOJCHCTBYSI C HEKOTO-



20 U .A.Ceonos, H H.Cnyuanko

peIMHU OenkaMu-niapTHepamu, 14-3-3 mMoryT BiIusaTh Ha pasuencaue ¢a3 LLPS (liquid-liquid
phase separation). Tak, moka3zano, 4to 14-3-3 { cBsi3pIBacTCs C HEMOAU(DHUIMPOBAHHBIM OSIIKOM
Tau, cioco6cTBYs hopMupoBaHHIO B cTaOMIU3UPYs Karu ¢assl 6enka Tau mpu LLPS [119]
(puc. 4 B). 1o aHanoruu Henb3sl UCKIIOYATh, 4TO 14-3-3 pacTeHUH BBIMOJHSIOT TTOXOXKYHO
GyHKIHIO perymsTopos mpomecca LLPS.

14-3-3 KAK PETVJIATOPbl METABOJIM3MA PACTEHUM

14-3-3 pacTeHHl peTyaUpYOT MIEPBUYHBIN METa00IH3M, B3AUMOICHCTBYS C PSJIOM KITFOUEBBIX
(epMEHTOB | BIUSSA HA HX aKTHBHOCTB. Peryssinust co ctoponsl 14-3-3 onmcana st HEKO-
TOPBIX (PEPMEHTOB META00IN3Ma a30Ta, YITIEBOJOB U CEPHI.

Peeynayus memabonusma azoma. B myTH aCCUMHIISIIIAY a30Ta Y PACTCHUH KIACCHUCCKUM
¥ HauOoJiee U3yYCHHBIM MpUMepoM Oelka-rapTHepa 14-3-3 cirysxut HuTparpenykrasa (NR).
OTo HMTONIA3MaTHUECKH (PePMEHT, KaTaTU3UPYIOLIUI TepBhIid 3Tall aCCUMUIISIIMU a30Ta y
pacrennii: HA/IH-3aBucuMoOE IpeBpalieHue HUTPAT-HOHA B HUTPUT-HOH (puc. 5). Hutput
3aTe€M BOCCTAHABIMBAETCS B XJIOPOIIACTAX O MOHA aMMOHHS, KOTOPBIH Jajiee BKIIIOUAeTCs
B aMUHOKUCIOTHI [120, 121]. NR — kpymnHbIid Oe10K, MOJIEKy/IsipHAs Macca TuMepa COCTaB-
nsiet oxoito 200 x/la [122]. N-KkoHIIEBOIT TOMEH COAEP>KUT MONUOICHOBBIIN KOo(hakTop, 32 HUM
pacronaraercsi TOMEH IUMEPH3aIliH, JUIIECHHBIH KO(aKTOpOB, Jajee MO TONUIETITHIHON
LMK CIIENYET UEHTPAIbHbIN JOMEH, coiepxKamui reM b, a C-KOHIEBOH JIOMEH CONEPIKUT
cBsizanHbli DAL, a Takxke yuyactok Juis cBsasbiBanust HAJIH [122] (puc. 5). Beuay cBoei
Ba)KHOW OMOIIOTHYECKOI POITH M 3aBUCHMOCTH OT BOCCTAaHOBHUTEIBHBIX SKBUBAJICHTOB (aKTHB-
HO€ MOCTYIUIEHHE KOTOPBIX Y pacTeHHid mpoucxoaut aHeM) NR TOHKO peryiaupyercs 3a cuer
MHOTHX (haKTOpPOB, B TOM UHCJIE C MOMoIbio OenkoB 14-3-3 [121]. M3BecTHO, 4TO (hepMEHT
¢dochoprmpyeTcst 0 OCTaTKy CEpHHA, PACIONIOKEHHOMY IPHUMEpPHO IMOCEPEINHE ITOJIH-
nenTuHOU tenu (ug NR mmnunara 3To Ser543), a ero aMMHOKHCIIOTHOE OKPYKEHHE COOTBET-
ctByeT MOTHBY | y3HaBanusi 14-3-3 [61]. Belo mokazaHo, YTO 3TOT Y4acTOK JCHCTBUTEILHO
y3Haetcs Oenmkamu 14-3-3 [61] u 9TO B3auMoJieiicTBHE IPUBOIUT K HHTHOUpoBaHuio NR [93,
94, 123]. [lokazano, 4to cBsi3biBaHuE 14-3-3 MPUBOIUT K 3aTPYAHECHUIO TTEpEAady dJIEKTPOHA
oT reMa K MonubaeHoBomy kodakropy [97]. [lo-Bugumomy, cBs3eiBanue 14-3-3 B oOnactu
MEXIy JByMs KO(PaKTOpaMH BBI3BIBACT KOH(OPMAIIMOHHBIC IMEPECTPOUKH, MPUBOISIINE
K OTHAJCHUIO KO(PAKTOPOB JAPYT OT Ipyra W NPUHATHIO KOH(OPMAIUH, MPETSTCTBYIOIICH
ANeKTpoHHOMY TpaHcnopty [97] (puc. 5). B padore Chi ef al. mpuBoaUTCS AOMOIHEHUE JaH-
Horo MexaHusMa [ 124]. ABTopsl mokaszasnu, uto 14-3-3 cBsA3bIBAIOT HE TOJIBKO MOTHUB | B 0KpecT-
HOCTH (OC(OPHIMPOBAHHOTO CEpUHA, HO W KOHCEPBATHUBHBIM KUCIBI N-KOHIIEBOW MOTHB
NR A. thaliana, npuyuem g nonHoro uHruOupoBanus NR HeoOXoauMo CBsI3bIBaHHE 000MX
rocienoBareabHoCcTe cpaszy [124]. MHTepecHO, UTO CBS3BIBAHME KHCJIOTO N-KOHIIEBOTO
MOTHBA, BEPOSITHO, MPOUCXOAUT BHE (ochonentua-cesspiBaromield 6oposaku 14-3-3 [124].
dochopunupoBanue KirodeBoro ceprHa NR B yuactke y3HaBanus 14-3-3 npoucxonut Onaro-
naps aktuBHOCTH nporenHkrHa3bl SnRK1 (SNF1-related kinase 1) [125]. U3BectHO, 4TO
9Ta MPOTCHHKMHA3a TIOABISCT aHAOOIMUECKUE TIPOIIECCHl M AKTHBHUPYET KaTaOOIMICCKHE B
CJTydae HeXBaTKU DHEPreTHUECKHUX DKBUBAJICHTOB B KJieTKax [126, 127]. Takum oopasom, doc-
¢opunuposanue NR ¢ nomomipto SnRK 1 B ycinoBusix HeXBaTku SHEPTrUH B TEMHOTE IPUBOUT
K CBSI3BIBaHUIO 14-3-3 1 KOH(pOpMATMOHHBIM ITEPECTPOIKaM, IPHBOIIIINM K HHIHOHNPOBAHHIO
¢depmenTa. HecMOTpsl Ha M3AIIHOCTH OMMCAHHOTO MEXaHW3Ma, €T0 JETall OCTAIOTCS HE J0
KOHILIa BBISICHEHHBIMU BBHJLy OTCYTCTBHUS MH(POPMALMU O CTPYKTypEe PETYISTOPHOIO KOMII-
nekca NR ¢ 6enkamu 14-3-3.
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Puc. 5. Cxema perynsuuu akTHBHOCTH HUTparpenykrasbl (NR) ¢ momorpro 14-3-3.

B ocBelieHHOM COCTOSIHUM O1arojapsi akTUBHOMY (DOTOCUHTE3Y JOCTYIHbI BOCCTAHOBUTEIBHBIE U
JHEPreTUYECcKue SKBUBaJIEHThl. AKTHBHAas NR B LUTONIa3Me BOCCTAHABIMBAET HUTPAT-UOH 0 MOHA
HUTpUTA. B mpouecce karanusa BO3HUKAET OTOK 1eKTpoHoB oT HAJTH na ®AJI-conepskanuii 1oMeH
(o6o3nauenne FAD), ¢ KOTOPOro OHM NEPEXOAAT Ha reM b -copepxamuid joMen (o6o3Hadenue b)), ¢
KOTOPOTO OHU MUIPHPYIOT Ha MOIUOAEHCOAepKalluii foMeH (0603HaueHue Mo), B KOTOPOM IIPOUCXO-
JIIT BOCCTAHOBJICHUE HUTpATa 0 HUTpHUTA. HUTpUT najee BoccTaHABIMBAETCS 10 aMMOHHUS U MOMKET
ObITh BKJIIOUEH B OPraHUUECKUE COCAUHEHUS (HAaIpUMEDP, B AMUHOKHUCIIOThI) B IPOLIECCE IIACTUYECKOTO
oOMeHa. B ycrioBIAX TEMHOTHI KOTHIECTBO BOCCTAHOBHTEIBHBIX 9KBHBAJICHTOB I14/1a€T, BOCCTAHOBIICHUE
HUTpaTa npekpamaercs, ¥ NR nomkHa ObITh MHrHOMpoBaHa. OT Hu3Koro coorHomeHuss ATO/AJID
akTuBUpYyeTcs npoTenHkrHaza SnRK 1, koropast pochopunmpyer NR 1o motuBy y3naBanus 14-3-3, pac-
TIOJIOKEHHOMY Mex Ty omMeHamu Mo u b, (y NR mmunara oo Ser543). CesaspiBanue 14-3-3 ¢ a1um yyact-
KOM BBI3BIBAaCT KOH(OPMAITHOHHBIE TIEPECTPOHKH (pepMeHTa, MPUBONAIINE K OTAAICHHUIO APYT OT JIpyTa
JOMEHOB MO U b, UTO 3aTPyIHAET NEPEHOC SIEKTPOHOB MEXKIy HUMH U IPUBOIUT K MHAKTHBALMK NR.
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PacnonioxxkeHHBIN galiee B METa0OIMUECKOM Iy TH aCCUMUIISIIIAN a30Ta ITUTO30JIbHBIN (hep-
MeHT riryramuHcuHTeTaza GS1 taioke perynupyerca Oenkamu 14-3-3. ImyramMuHCHHTETa3a
npeoOpa3yeT IyTaMHHOBYIO KHCJIOTY B IIIyTaMWH, TEM CaMbIM OHA BKIIOUAET aMMOHHM B
COCTaB OPTaHUYECKHX coeNMHeHMI (puc. 6 A). Ha Mozenu ctaperonux TucTheB parca Brassica
napus Finnemann et al. mokasanu, 4to mocie cBs3bBanus 14-3-3 ¢ GpochoprminpoBaHHBIM
¢epmentom GS1 ero axruBHOCTH Bo3pactaeT [100]. Yuactok ¢ochopunuposanus GS1
HEHM3BECTEH, Kak U KnHa3a 1 (ocdarasza, yyacTBYIOMINE B PETYISIIUN pepMeHTa. AKTHBAIHS
GS1 B cTaperonyx JUCThIX HEOOXOMMMa IJIs BHIBEICHHS W3 TKaHEH a30Ta B Gopme opra-
Huuecknx coenuHenwuii [100]. bruto mokazaHo taxke, 4ro 14-3-3 B3aumoaelcTByIOT ¢ doc-
dbopwmmposanHoit GS1 uz Chlamydomonas reinhardtii [128)]. ®ochopunupyer GS1 B aTOM
ciydae, BeposiTHO, Ca*'/kambMOIyIMH-3aBUCHMasi TIPOTEHHKNHA3a, OTHAKO HU (OoCHOpUITH-
poBaHue, HU cBs3bIBaHMe 14-3-3 He oka3biBaiu BIUsHUA Ha akTuBHOCTH GS1 [128]. Imyra-
muHcHHTeTa3a GS2 — m3odopma GS1, nokanusyromasics B xioporiactax. C IOMOIIbIO
BBIJICNICHHUST HATHBHBIX OMMroMepoB (GS2 W3 XIJIOPOIUIACTOB TOMAaTa M IMOCIEIYIOIIEro Bec-
TEpH-OJOTTUHTa OBUIO MPOAEMOHCTPUPOBAHO, YTO B COCTaBe (hEPMEHTATUBHO-AaKTUBHOTO
oktamepa GS2 npucytctBytor 14-3-3 [129]. [Ipeanonaraercs, uto aquccounanus 14-3-3 u3
KOMIUIEKCa IPUBOUT K TioTepe akTHBHOCTH GS2 [129]. DT0 HeoObIYHBIE IAHHBIE, TOCKOJIBKY
Jutst 14-3-3 xapakTepHa J0KalIu3alus B IMTO30J1€ WK B sijipe. Borpoc o nokanuzanuu 14-3-3
B XJIOpOIIJIacTax, OYEBHIHO, TpeOyeT NalbHEUIINX HCCIeI0BaHu. JleTaabHOe HeciaeJoBaHne
addexra pochopuIMpOBaHUS TITyTAMHHCHHTETA3bI TI0 PA3JIMYHBIM OCTaTKaM Ha B3aUMOJICH-
crBue ¢ 14-3-3 U ec QpepMEHTATHBHYIO aKTUBHOCTbH i1 Vitro TIO3BOJHIO OBl JIydIlle TIOHSIThH
PETYIAIUIO 3TOTO BaXKHOTO (pepMeHTa.

Pecynayus memabonusma yene6ooos. 14-3-3 perynmupyroT MeTa0OolIHM3M YIJICBOIIOB Ha
Pa3INYHBIX YPOBHSX. B HECKONBKHX WHTEPAKTOMHBIX HCCIICIOBAHUSIX OBLTH OOHAPY)KEHBI
JIECSATKH B3auMojieicTByonmx ¢ 14-3-3 ¢epMenToB yrneBoaHoro Metadonusma [130-133].

Caxapo3sodocdarcunraza (SPS) — pepmeHT, KaTanu3upyonmi npespaiieHne GpyKro3o-
6-pocara u YD-mroko3sl B caxapo3odocdar — HEMOCPEACTBCHHBIH MPEANICCTBCHHUK
caxapossl (puc. 6 b). SPS mmunara Spinacia oleracea perynupyercst ooparumbiM ochopu-
JIMpoBaHHEM ocTarka Serl58 B 3aBHCHMMOCTH OT BpEMEHHU CYTOK M ocBelieHHOCTH [134]. B
TEMHOTE, Korjia OTOCHHTE3 HEe MMPOUCXOJINT, M MOTOK aCCUMHUIIATOB CHUXaercs, SPS docdo-
PHITUPYETCS ¥ MEPEXONUT B HHAKTHBUPOBAHHYIO (OpPMY, a Ha CBETY Ipoucxomut aedocdo-
pwimpoBanue u aktuBanus Gepmenta [134, 135]. [Tokazano, uro SPS, Tak xe kak u NR,
dbochopmmpyercs nporennknHazoit SnNRK1 (perynstopoMm mMeTadoin3mMa, HHTHOUPYOIM
aHaOonmuueckue peakuuu), mo ocrarky SerlS8 [125]. @ocdopunupoBannas SPS cBs3bI-
Baetcs ¢ 14-3-3 [98, 136]. CornacHo nanHbIM paboTel Toroser et al., ¢ TIOMOIIBIO TIOBEPX-
HOCTHOTO TJIA3MOHHOTO pe30HaHca ObIIO IMOKa3aHo, 4To cBs3biBanue 14-3-3 ¢ SPS u3 mmu-
HaTa MPOUCXOAUT Mo ocTatky Ser229 [98]. OxnHako nanpHeHIINK aHanu3 apUHHOCTH K
(dbocdomnenTrnam nokaszan, yTO HU OJHA U3 UCCIeNOoBaHHbIX 7 uzodopm 14-3-3 A. thaliana
He cBszbiBania Gocdornentun SPS w3 A. thaliana, roMOIOTHYHBINA TIO MTOCIICAOBATEIHLHOCTH
Ser229 u ero OKpy)XEHHIO U3 IIIIHHATA, B TO BpeMs Kak (ocdonentun SPS uz A. thaliana,
romonoruyHbeiil Serl58 u ero okpyxeHuto, B3aumoneicTBoBai ¢ 14-3-3 [58]. Cs3siBanue
14-3-3 ¢ caxapo3odocarcunrazoit Tabaka o GpochopuIMpoBaHHOMY Y4acTKY, TOMOJIOTHY-
HOMy Ser229 u3 SPS mmuHaTa, He y1a10Ch MOATBEPIUTE MPU HAIIPABICHHOM MyTarcHese B
JIpOXKEeBOM ABYTHOpuaHOM aHanuse [59]. K Tomy ke, octatok Ser229 MeHee KOHCEpBaTUBEH
y SPS paznununbix BunoB, ueM SerlS58 [137]. OTu nanHbIe BEIHYKAAIOT COMHEBATHCS B I0CTO-
BEPHOCTH OINpENENICHUs] yJacTKa cBs3biBaHus 14-3-3 B pabote Toroser et al. Takxke ObUIO
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Puc. 6. 'unoreTnyeckast cxema peryasiiuy MeTadboau3Ma pacTeHuii ¢ yuactueM 14-3-3.
Ha cxeme mpuBeICHEI caMbIe TOCTOBEPHBIC IT0 MHCHUIO aBTOPOB 0030pa gaHHbIe 00 dddexre 14-3-3
Ha OCJIKU-TIapPTHEPBI.

A. CxeMa perymsnuy MeTaboIn3Ma a30Ta.
b. Cxema perymsiuuy MeTaboau3Ma yIiaeBo0B.

MOKa3aHo, 4TO CBs3biBaHMEe 14-3-3 mpermsitcrByet aerpanammu SPS in vitro [138]. Dddexr
14-3-3 na aktuBHOCTH SPS HeonHo3HaueH. CornacHo pabote Toroser ef al., Ipu CBSI3bIBAHUN
14-3-3 npoucxoauno uaruOupoBanue SPS [98]. Ognako B uccienoBanuu Moorhead et al.
npu paboTe Ha KICTOYHBIX DKCTPAKTAX IOMYYEHBI APYTUe NaHHBIC: OBUIO OTMEYCHO, UTO
docdonentun or Raf-1 (6enka-mapruepa 14-3-3 w3 muiekonuTarouux) odianaeTr ciadbiM
MHTHONPYIONTNM ASHCTBHEM Ha caxapo30(ochaTCHHTA3HYI0 aKTUBHOCTB, YTO MOXKET CBH/IC-
TeNbCTBOBATH 00 akTHBanuu SPS Oenkamu 14-3-3 [136]. K coxaseHuto, Hajaudue mpoTHBOPe-
YUBBIX JAHHBIX U OTCYTCTBUE HH(POPMALIUU O CTPOCHUH KOMIUTIEKCOB 14-3-3 ¢ SPS ocrasmnseT
MHO)KECTBO BOTIPOCOB U TpeOyeT AaTbHEHIINX HCCICAOBAHMUI.

HuBepraza CINV1 (Alkaline/neutral invertase), KoTopas KaTaJu3upyeT pacliCIICHHE
caxapo3bl JI0 IIIOKO3BI B (PPYKTO3BI, TAKXKE SBIsiCTCs: OenmkoM-apTaepoM 14-3-3 (puc. 6 B).
C moMomIbIo IPOXOKEBON ABYTHOPUAHON CHCTEMBI OBLIO MPOJEMOHCTpUPOBaHo, uTo CINV1
u3 A. thaliana cs3piBaercs ¢ 14-3-3 uzodopmamu €, K, A, v, @, ¥, ¥, © ¥ HE CBA3BIBACTCS C L
[139]. 3a cs3pIBaHHEE, TO-BUANMOMY, OTBEYAET OCTATOK Ser547, KoTopbIii MoXkeT OBITH pocdo-
puwiMpoBaH Kaibluii-3aBucuMbiMu nipoTerHkrHazamMu (CPK) [139]. Tlocne cBsi3biBaHus ¢
14-3-3 aktuBHOCTH CINV1 BO3pactaer [139]. [ns maHHOTO OenKa-mapTHEpa CTPYKTypHast
nHpopmanus 00 yCTpOHCTBe KOMIUIEKCOB ¢ 14-3-3 Takke OTCYTCTBYET B JIUTEparype.



24 U .A.Ceonos, H H.Cnyuanko

Cpenu GpepMEHTOB YIIIEBOIHOTO MeTa0oM3Ma B3auMojieiicterue ¢ 14-3-3 ommcano s
Hedochopunupyromern muuepanpaerunpocdarneruaporenassl (GAPN) nmennmsr [140].
OTOT (epMEHT MPOBOAUT HEOOPATUMYIO PEAKIUIO OKHUCICHHS IIHLepaIbaerua-3-pocdara
cpaszy B 3-docdormiepar ¢ BoccraHoBieaneM HAJID™ (puc. 6 b). Cuuraercs, 94To poib
(depMeHTa 0COOCHHO BayKHA B HE()OTOCHHTE3UPYIOIIUX TKAHX s cHaOxkenus ux HAJIOH
[140, 141]. Ilpu uccnenoBanuu BIUAHUS (GoconenTuaoB Ha aKTUBHOCTh KoMiutekca GAPN
¢ 14-3-3 Ob110 MOKa3aHo, uTo B3aumojeicteue 14-3-3 ¢ GAPN npuBOIUT K MHTHOUPOBAHUIO
(bepMeHTa, BTpOe CHIKAsT MAKCUMAJIBHYIO CKOpOCTh Kartanusupyemoid GAPN peakunu [140].
OnHako Kak y4acTok y3HaBaHusi 14-3-3, tak u (ocdopunupyromas ero KuHa3a OCTarTCs
HEU3BECTHBIMU.

14-3-3 B3aMMOICHCTBYIOT C IIUTO30JIFHON TIHIEpabIeruadocharaeruaporeHa3on
GAPCI1 u3 4. thaliana [138] (puc. 6 b). Cxopee Bcero, B CBA3bIBAHHH IPUHUMAET y4acTHe OCTa-
ToK Ser126 B coctaBe nentuga KV VIpSEP (mocienoBarenbHOCTS CX0IHA C MOTHBOM y3HaBa-
Hus 14-3-3 11 tuma) [58, 142], oqHako 3¢ ekt B3auMOACHCTBUS 0CTACTCS HEOTTHCAHHBIM.

14-3-3 pacteHuil MOTYT CBS3BIBaThCS U BIUATH Ha (PYHKIUHU OEIKOB-PEryasiTOPOB yIiie-
BOJHOTO MeTabonmu3ma. beiio mokazaHo, uto 14-3-3 cBsasbiBaioT Tperano3odocdarcunTaszy
TPSS5 B A. thaliana [143]. D10 hepMeHT, KaTaIU3UPYIONIMKA 00pa3oBaHue Tperano3o-6-doc-
(ara — CHUTHAJIBHON MOJCKYJBI, PETYIUPYIONICH METa00NIN3M YIIEBOAOB. 3a CBSA3BIBAHHE,
MO-BUJUMOMY, OTBeTCTBeHHBI ocTtarku Ser22 and Thr49, pacmonaratomuecst Ommxe K
N-koHITy Oejka; MOTHBBI y3HaBaHUs 14-3-3 B 000MX cilydasix CXOAHBI ¢ MOTHBamH | THIia, HO
OTJINYAIOTCA OT KAHOHUYECKUX OTCYTCTBHEM MPOJIMHA B rojoxkeHuu +2 [58, 143]. In vitro atu
octatku MoxeT (ochopunuposars nporenHkuHaza SnRK 1 [143]. JIpyroii BaxHbIi peryiis-
TOPHBINA (PEPMEHT YIIIEBOJTHOTO MeTaboIm3Ma, 6-pochodpykro-2-kuHaza/Gppykro30-2,6-0uc-
¢docdaraza (F2KP), Taxxe B3aumoneiictByer ¢ 14-3-3. F2KP o6pasyer curHaibHbIH MeTa-
601Ut — (pyKT030-2,6-0uchochar, KOTOPHIi, IPEANOTOKUTENBHO, PETYIUPYET HAPaBICHUE
MeTabosim3Ma caxapoB Ju00 B CTOPOHY 00pa3oBaHMs Caxaposbl, JTHOO B CTOPOHY Kpaxmalia
[144]. Kulma et al. moka3zanu ¢ momortipio Metona pull-down, utro F2KP A. thaliana cnenu-
¢uuecku BzaumonencTByer ¢ 14-3-3 u cBs3biBaeT 14-3-3 U3 KJIETOUYHBIX HKCTpakToB [145].
3a cBsI3bIBAHUE, MPEANOIOKUTENBHO, oTBeyatoT octarku Ser220 u Ser303 [145]. Ognako B
WCCIICZIOBAHUSIX [N Vitro WCCIENOBAaTeIM He OOHAPYXWIHM CYIICCTBEHHOTO BIMsSHUS 14-3-3
Ha akTuBHOCTH F2KP, BO3MOXKHO, TOTOMY, 4TO ObUIH BBIOpaHbI yCIOBHA, HE IPUTOAHBIC TS
aHaJii3a 3TOr0 B3aUMOJACUCTBUA in vitro [145].

B WHTEpaKTOMHBIX HCCIICIOBAHHIX B KauecTBe OCIKOB-MapTHEpoB 14-3-3 wuumeHTH(H-
LUPOBaHbI TAK)Ke MHOTHE OCJKH ITIMKOIU3a M CBA3aHHBIX ¢ HUM METa0OIMYECKHX peakuuil
oOMeHa yTiIeBoJIoB. DTo, Hampumep, GocdoeHoIMHpyBaTKapOOKCHIa3a U TIHK030-6-(oc-
¢darnernaporenaza [133], ¢ochonmnepaTn3omepasza, NMUpyBaTKWHA3a, TPAHCKETONA3a H
caxapo3odocarcunrasa [130], Tpuo3odocdarmzomepasa, eHomaza u Gpykro3o-oucdocdar-
anpaonasza [132]. K coxanenuio, 3Ta BaxkHast ”HpOpManus Moka He MOATBEPKICHA MPSIMbIMU
WCCIICZIOBAaHUSIMH B3aUMOJICHCTBUS YKa3aHHBIX (epMeHTOB ¢ 14-3-3, 4To MOTIIO OBl CTaTh
HMHTEPECHBIM HalpaBICHHEM paOOTHI B TAIbHEHIIIEM.

Pecynayus memabonuszma cepul. B uccnenosanuu Shin et al. B kauecTse O€JIKOB-TIAPTHEPOB
14-3-3 6611 HAeHTHUINPOBAH PsIT (PEPMEHTOB META0ONNIECKOTO IyTH ACCHMMIISIIH CEpPBI
[146]. Cpenn HEX Haubosiee MOAPOOHO OBUTM M3YYeHBbI (PepMEHTHI OMOCHHTE3a IHUCTCHHA!
o-aneruicepuH(tuon)nuaza (OASTL) u cepunaueruntpancepasza (SAT). Mx B3aumonei-
ctBue ¢ 14-3-3 y OBUIO HMOATBEPKICHO METOAOM KOMMMYyHompeuunurammu [146]. Omgnako
JIeTaly B3aumoaencTBus 14-3-3 ¢ 6enmkamMu MeTaboJIM3Ma Cepbl OCTAFOTCS 3araJIOYHBIMU.
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Takum 06pa3oM, HAKOTUIEH OTPOMHBIHN TIACT JJAHHBIX O TOM, 4TO 14-3-3 BOBJICUCHBI B pETy-
JISLMIO 1IeTIOT0 psijia KIIFYEeBBIX (PepMEHTOB MeTadoIM3Ma a30Ta, YIIIeBOJOB U cepbl. OTHaKO
Ha JIaHHOM 3Tarie YeTKoe MOHMUMaHue To0aibHON ponu 14-3-3 B 9THX BaKHBIX Ipolieccax
orcytcTByeT. Kpome Toro, CTpyKTypHO-(DYHKIIMOHAIIBHBIE JITalTN B3auMojeicTus 14-3-3 ¢
(dbepMeHTaMH MeTa0OIM3Ma YaCTO HEM3BECTHBI, a PSJ] UCCICIOBAHUHN COAEpIKAT IPOTUBOpEYa-
1ye Apyr Apyry JaHHBIE.

14-3-3 PACTEHU KAK PEI'YJIITOPBI MEMBPAHHOI'O TPAHCIIOPTA

14-3-3 — pacTBOpHMBIE IIUTO30JILHBIC OCIIKH, OHAKO OHU MOTYT PETYIUPOBATH pabOTy MeM-
OpaHHBIX TPAHCTIOPTEPOB U PEPMEHTOB, CBA3BIBASACH C HUMU C IIUTO30JILHOM CTOPOHBI. B psine
WCCIIeIOBaHMIA OTMeueHa JIokanu3anus 14-3-3 pacteHuil BOU3M M1a3MaTuieckoil MeMOpaHbl
[37, 76, 81, 147].

Pezynayus mpancnopma uepes naazmamuyeckyto memopary. BeposiTHO, OTHUM U3 CaMbIX
W3BECTHBIX M OXapaKTEPU30BaHHBIX OEIOK-OCIKOBBIX B3amMojeicTBUi 14-3-3 pacreHuit
sBIsieTcst B3aumoyeiictpue 14-3-3 u H'-AT®da3b1 mnazmarudeckoit Memopanbl (PMA (Plasma
Membrane ATPase) unu AHA (Arabidopsis H'-ATPase/autoinhibited H'-ATPase)). PMA
OTHOCHTCA K CEMENUCTBY KaTHOH-TpaHcnoprupyomux ATda3 P-tuna u nepeHoCUT NpOTOHBI
U3 KIETKH HapyXKy C 3aTpaToi PHEPrHH. DT0O (PEpMEHT, OTBETCTBCHHBIH 3a CO3JaHNe HA IIIa3-
MaTU4ecKoil MeMOpaHe TpaHCMeMOPaHHOrO MPOTOHHOTO IpajJueHTa, KOTOPBIH HEOOXO0IUM
JUTSL YKM3HEJISSITETIbHOCTH PACTEHUS B KAUECTBE MCTOUHUKA YHEPTHH /ISl BTOPUYHO-aKTUBHOTO
tparcropra [148]. Ha C-konme PMA pacronaraercss aBTOMHIMOMTOPHBIH MOTHB [149].
BsanmopnetictBue ¢ 14-3-3 nponcxoaut 3a GocdopunrpoBannbiii C-koHIeBoi Mot YpT V-
COOH (morus III Tuna), y PMA2 u3 Nicotiana plumbaginifolia hbochopunupyercst Thro48
[150, 151]. OroT C-KOHIIEBOH MOTHB SIBJIIETCSl YaCThIO0 aBTOMHTHOMTOPHOTO JIoMeHa [152].
[Tocne cBsa3piBanust 14-3-3 ¢ PMA aBTOMHTHOMpOBaHWE CHUMAETCS, M IPOUCXOTUT aKTHBALIHS
depmenta [58, 151] (puc. 3 b). B pesynsrare B3aumoseiictBus PMA akTUBUpPYeTCS U OJIUTO-
Mepu3syeTcs, GOpMUPYETCs] aKTUBHBIN KOMITIEKC U3 EeCTH CyObeAuHUI] PMA 1 Tpex MoeKyI
14-3-3, xak OBUTO MMOKa3aHO C IMOMOIIBI0 KOMOMHAIIMH METOJIOB KPUCTAIUIOTpapur U KPHO-
ANeKTpOoHHON Mukpockonuu [99] (puc. 7 A). AktuBHocTh PMA npuBoaut K cHuxeHuto pH
B amnoriacTe M MOAJEPKAHUIO TPAHCMEMOPAHHOTO TIPOTOHHOTO I'PaJIMeHTa, YTO HE0OXOAUMO
IUTST HOPMAITBHBIX MIPOIIECCOB POCTA U PA3BUTHS PACTCHUH, TAKMX KaK YUTMHEHUE THITOKOTHIICH
1 KopHei [153], aBMkeHUs! yCThbUYHBIX KIeToK [99, 154] u pocT nmbeuiblieBbIX TpyOOK [155].
B3aumoneiictBue 14-3-3 ¢ PMA sBisieTCsl MUIIEHBIO PACTUTENBHOIO 1aTOI€HA — ACKOMULIET-
Horo rpubda Phomopsis amygdali (Fusicoccum amygdali). ITOT Tpu0 CHHTE3UPYET U BBIJCIISACT
TOKCHH (DY3UKOKIIMH, KOTOPBIH CUIIbHO NOBBIIAET cpoAcTBO 14-3-3 k moTuBy I1I Tuna AT®a3s
PMA, 3aanmasi cBo60/1HO€ MECTO B aM(punaTHIecKoit 00po3ke koMruiekca 14-3-3 1 KOpoTKoro
C-xonreBoro docgonentuna [88] (puc. 2 b, B). @y3ukokmuH cam 1o cede J0BOIBHO c1abo
cBsi3biBaeTcs ¢ 14-3-3 (kOHCTaHTa JUCCOIHAIIH (Kn) nopsiika 66 MKM), ISl TIOBBIIICHUS
CHJIBI CBSI3BIBAHUS BAXKHO OIHOBPEMEHHOE MpUCYTCTBUE (hocdomnenTuaa u TokcuHa 88, 156].
MexaHu3M eiicTBUS (Dy3UKOKITIHA OBLT BELIBIICH ITOCIIC TIOTy YCHHS ITPOCTPAHCTBEHHOU CTPYK-
TypsI ero komruiekca ¢ 14-3-3 u ¢pocdonentuaom PMA2, 4To mpuaaio UMIYJIEC Pa3BUTHIO
LIEJIOTO HampaBieHusl uccieqoBannii. Ha naHHBIE MOMEHT NPOCTPAHCTBEHHBIE CTPYKTYPbI
koMIutekcoB 14-3-3 Nicotiana tabacum ¢ pparmenramu PMA2 Nicotiana plumbaginifolia
SIBJSTFOTCST CAMBIMU TIPEICTABICHHBIMU CPEIU CTPYKTYpP PACTUTEIBHBIX 14-3-3, HOCTYIHBIX
B Protein Data Bank (7 u3 19 u3BecTHBIX CTPYKTYyp, U3 HUX 3 — ¢ docdonenTtuaom [88, 157]
u 4 — ¢ 6onee npotrskeHHBIM C-KoHIIEBBIM (pparmenToM PMA?2 [99, 158, 159]) (Tabnuua 3).
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Os GF14C

Puc. 7. VI3BecTHBIC HA JaHHBII MOMEHT HPOCTPAHCTBEHHBIC CTPYKTYPHI 14-3-3 1 Oe/IKOB-IapTHEPOB.
A. Crpykrypa xomiuiekca nzodopmer 14-3-3 C u3 N. tabacum (3enensiii) ¢ qBymsi C-KOHIIEBBIMH
¢parmentamu PMA2 u3 N. plumbaginifolia (cunuii u rony6oii) u ¢y3ukoxiuaoM (kpachslii) (PDB kox
2098 [99)).
B. Crpykrypa xomruiekca uzopopmsl 14-3-3 GF14C u3 puca O. sativa (3eneHsblii) ¢ GuopureHom
Hd3a (opamkeBslif) 1 poconentiaoM oT TpaHCKpUIIHOHHOTO (hakTopa OsFD1 (po30BEIit IIBET, OCTaTOK
(docdoceprna o603nadeH kpacHbiM) (PDB ko 3AXY [96]). M300paxeHus cienansl B iporpammve PyMol.

Bosnukaromias B pe3ynsrare upe3MepHast aktuBanusi PMA nNpuBOIUT K TUICPIIONSPU3ALIUH
MeMOpaHbl ¥ MMOCTOSTHHOMY OTKPBITHIO YCTBUIl M HEKOHTPOJIUpYyeMOoi Tpancrupanuu [160].
HeBo3MOXXHOCTB peryaupoBaTh BOAHBI OOMEH IPHBOIUT K MATOJIOTHIESCKOMY (PCHOTHILY C
MOXKENTEBIIMMHU M BBICHIXAIOIMMHU JHCThAMU [160]. [IpuMeuarenbHO, 4TO OJHO M3 MEPBBIX
HazBaHu# 14-3-3 pactenuii — Gy3UKOKIMH-CBsi3bIBaroni 6enok (FCBP) — O6bu10 1aHO B CBSI3N
¢ oOHapyxxeHHeM 14-3-3 B cocTaBe MeMOpaHO-CBSI3aHHOTO OEIKOBOTO KomIuiekca ¢ PMA,
coxepxkaniero (y3ukokuut [8, 161-163]. BrocnenctBuu cTao sicHO, 9T0 (y3UKOKIMH CTa-
OMITM3UPYET HE TONBKO B3aumopercTBue 14-3-3 u PMA, HO U psijg APYTHX B3aUMOJICHCTBHIMA
14-3-3 ¢ OeyikaMu-IApTHEPAMH PACTEHUH M JKUBOTHBIX, UMEHHO 4Yepe3 MotuBbl [II Thma
[164, 165]. HexoTopble CTPYKTypHBIE UCCIIEIOBaHMS MOCBSIICHBI TOMCKY MaJIbIX MOJIEKYII,
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Taoauna 3. [IpocTpaHCTBEHHBIC CTPYKTYPhI* KOMIUIEKCOB 14-3-3 pacTeHUil, IpUBEACHHBIC

B O6paTHOM XPOHOJOTHYECCKOM MOPAAKE MO AaTe O6HapOI[0BaHI/I$I.

Tun
Wnentu- Ton obna-
N MOTHB2
Ne | pukarop Benok 14-3-3 Benok-nmaptHep winu WHOM TUraH ponoBanus | Ccpuika
y3HaBaHUsI
B PDB 14.3.3 | CTPYKTYpBI
1 8QTC |14-3-3 @ A. thaliana | ®ocdonentua TpaHCKPUILHOH- 1T 2023 [26]
Horo dakropa BZR1 A. thaliana
2 8QTF [14-3-3 © A. thaliana | ®ocdonentua TpaHCKPUIIHOH- 1T
Horo dakropa BZR1 A. thaliana
3 8QTS [14-3-3 A A. thaliana | DochonenTtuy TpaHCKPHUITIIUOH- I
Horo dakropa BZR1 A. thaliana
4 8QTT |14-3-3 @ A. thaliana | Pocdonentua HHrHOUTOpPa -
kuHa3bl BRI 4. thaliana
5 8HEW [St14fS. tuberosum |®ocdonentun StFDLI1 S. tube- I 2023 [182]
rosum
6 7XBQ |Stl14fS. tuberosum - - 2022 [183]
7 SNWI |14-3-3 C Nicotiana |C-KOHUEBOI NMENTH]] KAJIHEBOTO 11 2017 [165]
tabacum kxanana KAT1 4. thaliana
8 SNWIJ |14-3-3 C Nicotiana |C-KOHLIEBOM MENTH] KAIUEBOIO
tabacum kxanana KAT1 4. thaliana
9 SNWK [14-3-3 C Nicotiana |C-KOHIIEBOH ITENTH]I KAJIUEBOTO
tabacum kxanana KAT1 A. thaliana n
(hY3UKOKIIMH
10 4DX0 |14-3-3 E Nicotiana |C-xoHueBoii ¢pparmentT ATDa3b1 I 2012 [159]
tabacum PMAZ2 Nicotiana plumbaginifolia
W IIPOHM3BOJIHOE ITHPA30JIa
11 3AXY |GF14-C Oryza Onopuren Hd3a Oryza sativa, 1 2011 [96]
sativa MIENTU TPAHCKPUIIIIMOHHOTO
¢axropa OsFD1 Oryza sativa
12 3M51 [14-3-3 C Nicotiana |C-xonueoit pparmenT ATDa3b 1 2010 [158]
tabacum PMAZ2 Nicotiana plumbaginifolia
u pyrrolidonel
13 3MS50 |[14-3-3 C Nicotiana |C-xonueBoii pparment ATPa3s
tabacum PMAZ2 Nicotiana plumbaginifolia
u epibestatin
14 3E6Y |14-3-3 C Nicotiana |C-xonuesoi nernrug ATdasel 111 2009 [157]
tabacum PMAZ2 Nicotiana plumbaginifolia
u cotylenin A
15 2098 |14-3-3 C Nicotiana |C-xonueBoii ¢pparmenT ATPa3s I 2007 [99]
tabacum PMAZ2 Nicotiana plumbaginifolia
U (QY3UKOKIMH
16 109E |14-3-3 C Nicotiana |®y3uKOKINH - 2003 [88]
tabacum
17 109C |14-3-3 C Nicotiana - -
tabacum
18 109D |14-3-3 C Nicotiana |C-xonuesoi nentug ATdazer II1
tabacum PMAZ2 Nicotiana plumbaginifolia
19 109F [14-3-3 C Nicotiana |C-xoHueBoi nentua AT®a3bl II1

tabacum

PMAZ2 Nicotiana plumbaginifolia
1 (Qy3HUKOKIMH

* naHHbIe Ha uronb 2024 rona.
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cTabmnm3upyromux B3auMoneiicteue 14-3-3 u PMA2 anajormyHo (y3WKOKIUHY. bbu1o
00HapY)KEHO, YTO CTAOMIM3HUPYIOIIUI d(PEKT 0Ka3bIBAIOT: coenuHeHue cotylenin A [157],
npousBoHOe mupponarHoHa pyrrolidonel [158], munmentux epibestatin [158] u npousBoaHoe
nupazona [159]. C aTuMu Tpems coeNMHEHUSIMUA OBUTH TIOJTYYEHBI TPOCTPAHCTBEHHBIC CTPYK-
TYpPBI, MECTa UX CBs3bIBaHUS ¢ 14-3-3 ananorudnsl ¢y3ukokuuny (Tadmmma 3).

Hecmotps Ha oOmienpru3HaHHy0 (PYHKIUIO (Dy3UKOKIIMHA KaK COCTUHEHUSI, aKTUBUPYIO-
mero PMA, HakarimBaroTCs JaHHBIE O CTOPOHHUX (PU3UOJIOTHUYECKUX dPPeKTax 3TON Manoi
MOJIEKYJIbI, TAKUX KaK M3MEHEHHMsS B MOHHBIX TOKaX Kallusl, BIMSHHME Ha aKTUBHOCTb psJa
(hepMeHTOB, PUTOTOPMOHOB M MTPOTEHMHKUHA3HBIX CUTHAJIBHBIX KaCKaJl0B. BrICKa3aHbl MBICITH
0 CYIIECTBOBaHMH SHIOTCHHOW PAaCTUTEIHHOM MOJIEKYJIbI, aHAJIOTHIHOHN 10 (QyHKIHAM (y3H-
KOKIIMHY, 32 CYCT CBOUX CBOWCTB 3aITyCKAIOUICH OINpPEIeTICHHBINH COMIACOBAaHHBIA (hH3MOIIO-
THYECKHI OTBET C BOBJICUCHHUEM IIEJIOTO Psifa OEIKOB, TO €CTh, OCYLIECTRISIONIEH (DYHKIHIO
¢uToropmona [166]. Takum oO6pa3oM, B Borpoce (hPU3HOIOTHIESCKOTO NSHCTBHSI (Dy3UKOKITHHA
OCTaeTCsl MHOI'O HesICHOro. Bo3MOkHO, Hccie10BaHus, HallpaBJIeHHbIE 110l HOBBIM PaKypcoM,
MIOMOTYT JIETaJIbHO ONKCATh U3BECTHBIE SBJICHUSI.

TpaHCHOPT HOHOB Kanus yepe3 MeMOpaHy Takxe perynupyercs 14-3-3. bpito mokasano,
yT10o 14-3-3 ycunmBaOT MOHHBIA TOK Yepe3 MOTEHIHANI-3aBUCUMbIe KanueBble kKaHambl KAT1
(K*-channel in Arabidopsis thaliana 1), npoBomsiine Kajauid uepe3 MeMOpaHy BHYTPb KICTKA
[167, 168] (puc. 8). B pabdote Saponaro et al. 6p110 TTOKa3aHO, YTO B3auMoaencTeue 14-3-3 n
KAT1 npoucxoaut uepe3 C-konneBoid motuB 111 tuna YFSpSN-COOH (y A. thaliana doc-
(dopuupyetcst octarok cepuHa Ser676) [165]. MccaenoBarenu MOMydYIN MPOCTPAHCTBEH-
HBIE CTPYKTYpHI 14-3-3 Nicotiana tabacum B xomiiekce ¢ pocgonentunom motusa Il Tuna
or KAT1 B mpucyrctBum u B orcyTcTBUe (y3uKokiuHa [165]. [lomyueHHbIE JaHHBIC 1MO3-
BOJISIIOT Ipejnojarars BiusHue 14-3-3 Ha mpolecc OTKpbIBaHUS YCTBULL IByMs MapaJljiesib-
HBIMH ITyTSIMU: C OAHOH CTOPOHBL, AeiicTBue uepe3 PMA AT®a3y nis renepanuu IpoTOHHOIO
TpaJiieHTa ¥ THIICPIOISIPH3ANUN MEMOPAHBI JJIsl YCHICHUSI HOHHOTO TOKA B KIETKH WIIH, C
JIpyroi CTOpoHbl, BiusHue Ha KaHanbl KAT1 g HenmocpencTBeHHOro ycuieHus Bxoma K*
B Ki1eTKy [165]. Oba mporecca B KOHEUHOM UTOTe MPUBOIAT K MOCTYIUICHUIO BOJABI B 3aMbl-
KaloI1e KJICTKH YCTBUIl U UX YCTOWIMBOMY pacKpbIThio. Poip Oenkos 14-3-3 B perymsmun
JIBIYKCHUH 3aMBIKAIOIINX KJIIETOK YCTBHIL JIeTalbHO pazoOpana B 0030pe Cotelle ef al. [147].

B pa6ote van Kleeff u ef al. 6p110 uccnenosano s3aumoneiictaue 14-3-3 u K*-kananon
GORK (Guard Cell Outward Rectifier K*-channel) u3 A. thaliana [169] (puc. 8). DTu xaHaIbI
BBIBOJST MOHBI Kajusl U3 KJIETOK M TEM CaMbIM YYacTBYIOT B Ba)KHBIX IIpoLEccax 3aKpbl-
THSI YCTBHI[ U TIoanepkanus romeoctasa K B kinerkax xopus [170]. C momorusto pull-down
aHallM3a MCCIIeI0BaTeNN MOKa3aIn, YTO 9TH KaHAJIbl B3aUMOJIEHCTBYIOT ¢ n3ogopmamu 14-3-3
A, v 1 . OJTHaKoO aBTOpaM He yIaIOoCh TIOATBEPIUTH MpsiMoe B3anmonekicTere 14-3-3 ¢ kaHa-
namu GORK ¢ moMomipio IpoxxKeBOi JBYTHOPUIHON SKCIpeccuu. bbijio ycTaHOBIIEHO, YTO
14-3-3 B3anMoeNCTBYIOT € KaJlblinii-3aBrcuMoi knHa3oi CPK21, moBsIaroT ee akTUBHOCTb,
a CPK21, B cBoro ovepenp, dpochopunupyer U B3aumopaencTryet ¢ kaHaiom GORK [169].
CPK21 dochopumupyer GORK mo ocrarkam Thr344, Ser518 u Ser649 [169]. C nomoribio
UCCIIeIOBaHNS HOKAyTHBIX MYTaHTHBIX pacTeHuil mo CPK21, 14-3-3 y u ¢ ObUI10 MOKa3aHo,
YTO ATH OENKH HEOOXOAMMBI ISl MOIJICPKAHNS HOPMAIBHBIX MOHHBIX TOKOB KaJWs 4depe3
kanaia GORK [169].

14-3-3 MOryT B3aMMOJEHMCTBOBATH C aKBAIOPUHAMH U OCYIIECTBJISTH ONPEACICHHYIO
POTb B peryssiiuu uxX GyHKIHN. B0 BRISCHEHO, 9TO aKBallOPUHBI pacTeHUH U3 rpynisl PIP
(Plasma membrane Intrinsic Protein) moryT B3aumoneiictBoBars ¢ 14-3-3 [171, 172]. AxBaro-
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MnasmaTmyecKas
membpaHa

UnTo3onb

MembpaHa
BaKyoU
(ToHonnacr)

&— - akTMBauNA

= - nHrMbuposaHue

Cd - 1433

Puc. 8. Cxema Brusiaust 14-3-3 Ha QyHKIIMH MEMOpPaHHBIX OCJIKOB.

B3aumoneiictBue 14-3-3 ¢ HUTO30JbHBIMU YACTSMU UHTEIPATIbHBIX OCIIKOB IIa3MaTHUECKOM
MeMOpaHbI peryinupyer ux QyHKIun: cBsi3biBanue 14-3-3 ¢ PMA2 npuBOAMT K akTUBALUU (HEpMEHTa,
B3aumozeicraue 14-3-3 ¢ xanueBbiMu kaHamamMu KAT1 u GORK BbI3bIBa€T yCHIEHUE HOHHBIX TOKOB
yepe3 KaHasbl, cBs3biBaHue c akBamopumHamu PIP2;1 mommepskuBaeT mx OTKpbITOE cocTostHME. B
MeMOpaHe Bakyoud B3auMozeiictaue 14-3-3 ¢ kanueBbiM kaHanoM TPK 1 npuBoaut k ocnabiaeHHIo Toka
gepes KaHaJ, CBA3bIBaHME C KaHAnaMHu SV BBI3BIBACT 3aMeICHNE TOKa KaTHOHOB Yepe3 HUX, a MPEATo-
naraemoe B3aumozeiictaue 14-3-3 ¢ V-AT®a30ii IpuBOIUT K €€ aKTUBALUH.

PHHBI OCYIIECTBIISIIOT OOJIETYCHHBIN TPAHCIOPT BOABI uepe3 MeMOpaHy, B uactHoctH, PIP2;1
y A. thaliana ocymecTBISIET CyTOUYHYIO PETYISAINIO0 TTOTOKOB XKHUIKOCTH B MUCThsX [173]. C
MTOMOIIBIO HOKAYTHBIX 10 14-3-3 JIMHU#T OBbIIIO TPOIEMOHCTPUPOBAHO, UTO 14-3-3 HEOOXOAMMBI
JUIs ofiepskaHus HopManbHbIX (yHKiuil PIP2;1 [172]. Bo3MoXxkHO, BO B3aUMOACHCTBUE C
14-3-3 BOBJIEYCHBI pacrojoKeHHbIe Onmmke Kk C-KoHIy ocTarku cepuHOB Ser280 u Ser283
akBaropuna PIP2;1 [172], ochoprnupoBaHuio KOTOPBIX IPUCBAUBACTCS PETYASTOPHAS POJIb
[173]. DTo HampaBieHHE TaK)Ke XapaKTepHU3yeTcs HEXBATKOH CTPYKTYpHOU HHbopMaiuw,
KOTOpasi Moryia Obl ITPOJIUTH CBET HA MEXaHU3M PEryISiiy (PyHKITMH aKBAIIOPUHOB MO JCHCT-
BHEM (OCHOPHITUPOBAHUS U CBSI3bIBAHUS OCJIKOB 14-3-3.

Peeynsiyusi mpancnopma uepez memopany eaxyonu. 14-3-3 perynupyroTr He TOJIBKO TPaHC-
MOPT Yepes Ta3MaTuIecKyro MeMOpaHy, HO ¥ 4yepe3 MeMOpaHy Bakyos (ToHoriact). 14-3-3
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MOTYT PEryIHpOoBaTh TPAHCIIOPT HOHOB KaJsl B IPOCBET BAaKYOJIH Yepe3 KaHAIIBI ceMecTBa
TPK/KCO (tandem-pore K* channels/K, -like channels) (puc. 8). ®yHKimu 5THX KaHAJIOB
y pacTeHU BO MHOTOM IUIOXO M3YY€HBL. DTH KaHaJbl C IUTO30JbHOW CTOPOHBI COAEpIKAT
motuB | pacrio3naBanus 14-3-3 Ha N-koie (pochopumupyemsiit octarok TPK1 A. thaliana
910 Ser42) u nomen EF-pyku Ha C-xonue [174]. Bzaumoneiicteue 14-3-3 A u TPK1 u3 4.
thaliana OBUIO MOKA3aHO C MOMOMIBIO MeTOAOB pull-down W OBEPXHOCTHOTO TUIA3MOHHOTO
pesonanca [175]. BzaumoneiictBue Tpex uzodopm 14-3-3 suamenst Hordeum vulgare (14-3-3
A, B u C) u xanaia HvKCO1, romonora TPK1 4. thaliana, Obii0 MoOKa3aHO ¢ MOMOIIBIO
MMOBEPXHOCTHOTO IJ1a3MOHHOTO pe3oHanca [176]. CasbiBasich ¢ TPK1, 14-3-3 aktuBupyrot
aToT Kanan [175]. UnrtepecHo, uro mpu uccienoBannu TPK1 w3 H. vulgare momydens
MPOTUBOPEUYMBHIC JaHHBIC: JIBE M3 TpeX HccienoBaHHBIX m3ohopMm, 14-3-3 B u C, uHru-
ouposanu kanan HvVKCOI1, a 14-3-3 A npu 5ToM He okasbiBaia d¢¢exra Ha MOHHBIA TOK
[176]. Latz et al. mokaszanu, 94To OCTAaTOK cepruHa B MoTHBE y3HaBauus 14-3-3 y TPK1 A. tha-
liana dochopunmupyeT Kanmbluii-3aBucumasi nporerHkuraza CPK3 [177]. IMo-Buaumomy,
aktuBHOcTh TPK1 BakHa A5 mojaep kaHusi HOHHOTO TOMeOCTasa Ipu OTBETE pacTeHUs Ha
conesoii crpecc [177].

I'pymma MemmeHHBIX KaTHOHHBIX KaHaJoB (SV) Takke SBISETCS MHUIICHBIO AEHCTBHS
14-3-3 (puc. 8). Dtu kaHanbl mpoBomsT kKarrousl Ca*', K u Na', akTHBHPYSICh B MOMEHTBI
MOBBIIICHUS BHYTPHKJIETOUHOM KoHIeHTpariu Ca?” [170]. C mOMOIbIO0 PErUCTPpaIiii HOHHBIX
TOKOB OBUIO BBISICHEHO, 4TO 14-3-3 3aMeIUIsIFOT TOK Yepe3 3T KaHaibl [175, 178]. Jeramm
B3aMMOJICHCTBHSI OCTAIOTCS HEU3BECTHBIMHU.

V-AT®a3a taxxe B3aumopaenctyet ¢ 14-3-3 [179] (puc. 8). V-ATDaza BbINOIHSIET Psij
BaXXHBIX PYHKITUI Ha MeMOpaHe BaKyOJIH: TIEPEHOCS MPOTOHBI Yepe3 MeMOpaHy, JaHHBIH (ep-
MEHT OCYIIECTBISICT (DOPMHPOBAHUE DICKTPOXUMHUYECCKOTO MOTEHIMANA, KOHTPOIb Typrop-
HOTO JaBjieHus, crabunuzanuio pH muromnnasmer [180, 181]. 14-3-3, BeposATHO, B3aUMOCH-
CTBYIOT ¢ cyObenununeit A V-AT®a3b1 [179], oHAKO TOUHBINA y4acTOK y3HaBaHus 14-3-3
HeunsBecTeH. KomnuecTBo cBsa3aHHbIX ¢ V-AT®da30i 6enkoB 14-3-3 Bo3pacTaet mpu 00IyIeHUN
CHUHUM CBETOM, KaK U aKTUBHOCTh V-AT®da3bl, ojjHaKo HenocpeAcTBeHHbIN A dekT 14-3-3 Ha
aKTMBHOCTH (pepMEHTa HEe oxapakTepu3oBaH [179].

W3 mepeunciieHHBIX PUMEPOB BHHO, 4TO Oenku 14-3-3 pacTeHuil 3a7eiiCTBOBaHbI B
peryasiuu GyHKIUN MHOXKECTBa MeMOpaHHBIX 0esikoB. Cpeu HUX He TOJIBKO MTPOTOH-TPaHC-
noptupyone AT®assl, HO TaKXKe HOHHBIC KAHAIBI M aKBAaIIOPHUHBL. MHOTHE U3 TaKHUX OCIIKOB-
napTaepoB 14-3-3 3aneiicTBOBaHBI B PETYISINANA JABM)KCHUN 3aMBIKAIONIUX KIETOK YCTBHHIL.
TakuM 00pa3oM, OTKPBITHE/3aKPBITUE YCTHUI] KOHTpoIupyeTcs 14-3-3 He ToJbKO Ha JTare
MONTyYEeHHSI M TIepejadll CUTHAlIa CHHETO CBeTa 4epe3 (POTOTPOIUHBI, HO U HEMOCPEICTBEHHO
Yepe3 peryIsIiio HOHHBIX TOKOB.

14-3-3 KAK PET'VJIATOPBI CUT'HAJIBHBIX KACKAZIOB

O0pa3 *KHU3HU pacTeHUI 63 BO3SMOKHOCTH yOexaTh OT CTPECCOBOrO (pakTopa MOAPa3yMeBaeT
MOZICTpanBaHNe OMOXMMHUUYECKUX XapaKTEPHCTHK KJIETKU MOJl KOHKPETHBIE YCIOBHS, K KOTO-
PBIM DKCHIOHHPOBAHO pacTeHue. PasHooOpasme BHEIIHUX (h)aKTOPOB MPUBEIIO K 00pa30BaHUIO
Pa3BETBICHHOI CHI'HAIBHOM CETH, NPU3BAaHHOW TOHKO HACTpaWBaTh aJalTUBHBIE OHOXH-
Muueckue mporeccel. CessbiBas ¢ochopuimpoBanHble ocTaTku B Oenkax, 14-3-3 moryT
SBIIATHCS YYACTHUKAMH TaKUX CHTHAIBHBIX KacKaJOB WM CO3/1aBaTh JOIOIHUTEIBHBIN ypo-
BEHb PETYJISAIMU CUTHAJIBHBIX KACKa/I0B IIPOTENHKHWHA3 U MTpoTerH(pocdaras.
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Cuenanvuvie nymu omeema Ha ouomuueckuii cmpecc. Kackaapt MAP npoTenHKrHA3
(Mitogen-Activated Protein kinases) — onHU U3 camMbIX U3BECTHBIX y PaCTeHUNA. DTO JIMHEH-
HBI KackaJ W3 TIOCJIEAOBATENbHO (HOCHOPMINPYIOMNX KHHA3: KHHA3a KuHa3el MAP
kuHa3el (MAPKKK) dochopmmupyer kunasy MAP kunazsl (MAPKK), koropas docdo-
puiupyer tepMuHanbHyro MAP kunazy (MAPK), akruBupys ee [184]. AKTUBHOCTH 3TOTrO
CUTHAJIBHOTO IMyTH MOXET MPUBOIUTH K KIIETOYHOMY JEICHUI0 U IU(p( EpEeHIIUPOBKE, K
KJICTOUYHOW THOEN, OTBeTaM Ha a0uoTHYeckue W Omormueckue crpecchl [184]. Oh et al.
obHapyxwmm, yto MAPKKKa u3 tomara Solanum lycopersicum pu3ndecku B3anMOICHCT-
ByeT ¢ u3oopmoit 14-3-3 TFT7, u 4ro 3T0 B3aUMOACHCTBHE MPOUCXOAUT B 0O1acTH (hoc-
¢domenTua-cesa3piBaromeit 6opo3nku 14-3-3 [185]. Bo3MOXKHBII OCTarok CBS3bIBAHHUS B
npenenax MAPKKKoa — »sto Ser535, aMHHOKHCIOTHOE OKpPY)KEHHE KOTOPOTO COOTBET-
ctByeT MoTuBy Il y3naBanus 14-3-3 [185]. MccnenoBarenu Takke Mmokasalid, 4TO HPUCYT-
cteue 14-3-3 yBenmmumBaer ctabmiabHOCTh Oenka MAPKKKo B kieTkax, a Takke yBelH-
YUBACT KOJIMYECTBO (DochHOpMIMPOBaHHBIX ATOH KHHA30i OenkoB-mumeHei [185]. Tlpu
ceepxokcnpeccun TFT7 naOmiomanoch yBenuueHue 3¢ddexra maroreH-uHAYIUPOBAHHOMN
IporpaMMHpyeMoi kieTouHoi rudenu, Be3siBacMoro MAPKKKa [185]. B npyroit pabote
Oh et al. nokazanu, uto TFT7 (u3odopma 14-3-3 u3 S. lycopersicum) cBs3piBacT u30hpopmy
MAPKK u3 S. lycopersicum, SIMKK?2 (xotopas siBisercsa mumiensto MAPKKKa) [75]. Bos-
MOYKHBIH y4acTOK y3HaBaHUs 14-3-3 HaxomuTcsi B okpyxeHuu pochopunupyemoro Thr33 u
cooTBeTcTBYeT MOTHBY 11 THma [75]. B 3TOM citydae uccienoBarel, olHaKo, He 00HAPYKHITH
npsiMbIx apdextoB TFT7 Ha akTuBHOCTH M cTabuiabHOCTE SIMKK?2 [75]. Bbuto BicKkazaHo
IpeAnojaokeHne 06 amantepHoi ¢yHKIMK 14-3-3: HMOCKONBKY TUMEpPHBINH OOk coaep-
KHT J1Ba caiiTa y3HaBaHHs (OCHOPMINPOBAHHBIX MOTHBOB, TI0 OXHOMY M3 HUX MOXKET CBSI-
3atbest SIMKK?2, a mo npyromy — MAPKKKaoa (410 OBIIO TIOKa3aHO paHee), ITO MPHBOIUT
K CONMMKEHUIO JIByX KWHA3 U3 CUTHAIBHOTO KackaJa U yCKOPEHWIO mepenauu curHana [75].
Kapruny perymsunn MAP kunaznoro xackaga 14-3-3 momonHsieT HeJaBHEE HCCIIEIOBAHUE
Dong et al. [111]. B atoit paboTe ObLIO MPOAEMOHCTPUPOBAHO, uTO 14-3-3 K U A B3aMMO-
neiictByror ¢ MAPKKKS u PBL19 A. thaliana. PBL19 — 3T0 npoTeMHKMHA3a U3 ceMeicTBa
RLCK, xotopas moxet pochopmmnposars C-konerrt MAPKKKS n akTnBHpoBath ee, 0qHaKO
nmoctyn PBL19 k pochopumupyeMpIM ocTaTKaM OTpaHUYeH aBTOMHTHOUTOPHBEIM N-KOHIIOM
MAPKKKS. HccaenoBarenu mokasanu, 4to 14-3-3 A, csa3piBasgch ¢ C-kornriom MAPKKKS,
CHMMAaeT MHIHOMpOBaHKE U OTKpBIBaeT noctyn PBL19 nis ¢pocdopunupoanus u akTHBAINH
MAPKKKS5 [111] (puc. 3 ). Takum o6pazom, 14-3-3 A BeinonHseT QyHKIUIO cKaddoia,
cnoco6ctyronero akruBaun MAPKKKS [111]. Axktusnocts MAPKKKS nanee npuonut
K 3aIlyCKy IMMYHHOTO OTBETa pacTeHui mpoTuB natoreHos [111]. Ognako, Kak 1 BO MHOTHX
JIpYTUX clydasx, nmonmHoe nonumanue perymsaunn MAPK-kackama mon neiictBuem 14-3-3
3aTPYIHEHO BBUILY OTCYTCTBUSI CTPYKTYPHOU HH(POPMAIIMU O COOTBETCTBYFOIIMX KOMILICKCAX.

Onpenenenue ponu 14-3-3 B perynsiuu MAPK-kackana nox neiicreuem 14-3-3 o0bsc-
HSET 3HAYMMYIO pojib 14-3-3 B perymsiund MMMYHHOTO OTBETa PACTEHHMH Ha TAaTOTEHBI.
Bbruto obHapyxeHo, 4To 3(hdhexkTopHble OeNKH pAAa MAaTOreHHBIX MPO- U IYKAPHOT, a TaKKe
BUPYCOB, MOT'YT HETIIOCPEACTBEHHO B3aUMOJECTBOBATh ¢ 14-3-3 pacrenus-xo3suHa. Tak, 1
oenka oboouku CP (coat protein) Bupyca u€pHoro oxora cBekibl (beet black scorch virus
(BBSV), (+)PHK Bupyc) 6bi10 nmokasaHo B3aumoneicTue ¢ 14-3-3a N. benthamiana [186].
BbI1 npeoskeH MeXaHu3M, IIpH KOTOpoM pekpyTupoBanue 14-3-3 6enxom CP mpuBoauio k
CHIDKCHHUIO aKTUBHOCTH JIpyToro Oenka-mapTaepa 14-3-3 — kuna3st MAPKKKa, uto mpemsit-
CTBOBAJIO 3aITyCKy KJIETOYHOW THOEIH M COCOOCTBOBAIO pa3MHOXKEeHHIO Bupyca [186]. Jlist
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Oenka-maptHepa 14-3-3 XopQ u3 duronarorenHoit bakrepun Xanthomonas euvesicatoria ObuT
MOKAa3aH CXOAHBIN AP PEKT, TP KOTOPOM pekpyTupoBanue 14-3-3 XopQ BRI3bIBAJIO TOAABICHUE
KIIeTouHOM Tubenu, onocpeaosanHod MAPKKKa, mo-BuanMomy, u3-3a HapyieHus: OeIoK-
OenKoBBIX B3aumozelicTuil 14-3-3, B Tom uncie, c MAPKKKa [187]. bakrepuu cekpeTupyroT
Takke u apyrue d¢dexropHble 6enku, B3aumoeicTpyomue ¢ 14-3-3, takue kak XopX [188]
u XopN1 [189] Gakrepuii u3 poga Xanthomonas, a Taxxxe HopM1 [190] u HopQ1 [191] u3
Pseudomonas syringae. Bzaumoneiicteue 14-3-3 ¢ yka3aHHbIMH 3(QQEKTOPHBIMU OeIKaMu
CHIDKAJI0O MIMMYHHBIH OTBET PACTEHHUI HA MATOT€HBI U CIIOCOOCTBOBAIO MPOTEKAHUIO HH(EK-
uuu. [latoren pactenuid, oomuuer Phytophthora palmivora, BBHI3BIBAIOIIMN THUIOCTHBIE
3a00JIeBaHUsI MHOTHX TPOITMUECKHUX KYJIBTYPHBIX PACTEHHI, CEKPETUPYET B KIETKY PacTEHUS
oenok FIRE. beuto nokaszano, uro FIRE B3ammoneiictBoBas ¢ Oenkamu 14-3-3 pacteHus-
X03s5MHa 3a CY€T MOTMBA y3HaBaHusa 14-3-3 | Tuma, 4To MPUBOIMIO K yCIEUIHON WH(DEKIUN
OpraHu3Ma OOMHIIETOM. MOJEKYJISIPHBI MEXaHU3M JJAHHOTO MPOIIecca OCTACTCS MOHSITHBIM
He 110 koH1a [ 192]. Kak Mo>KHO MpenoIoKUTh U3 TPUBEACHHBIX TaHHBIX, MEXaHU3M PEKPYTH-
poBaHus Ki1eTouHbIX 14-3-3 3a cyer cBs3bIBaHus € 3(h(HEeKTOPHBIMU OeNTKaMU ITUPOKO UCTIONb-
3yeTcs MaToreHaMH PAcTeHWH JJis TOAaBJICHHUS WMMYHHOTO OTBETAa, YTO XapakTepU3yeT
14-3-3 kax BaKHBIN JEMEHT Peryssiiiuu IMMyHUTeTa pacteHuit [193]. Ognako kak geranu
B3aMMOJICHCTBHIA, TAaK ¥ MOJIEKYJISIPHbIE MEXaHU3Mbl (DyHKIIMOHUPOBaHUs 14-3-3 B UMMYHHOM
OTBETE Y PACTCHUI OCTAIOTCSl HEOCBEIICHHBIMU.

Cuenanvuvie nymu omeema va abuomuueckuti cmpecc. 14-3-3 y4acTBYIOT B CHTHAJIBHOM
kackane SOS (Salt Overly Sensitive pathway), peryaupyromnemM oTBET pacTeHHS Ha COJICBOM
ctpecc. OCHOBHBIE YYaCTHHUKHU Kackana SOS —3To cepuH/TPEOHHHOBBIEC TPOTEUHKHHA3EI SOS2
n PKS5 (SOS2-LIKE PROTEIN KINASE 5), Na*/H"™-00MeHHHUK TI1a3MaTHYeCKO MeMOpaHbI
SOS1 un kanbumii-cBs3piBaromuii 6enok SOS3 [194]. B HOpManbHBIX YCIOBHUAX aKTUBHOCTD
SOS2 u SOSI1 uuskas. [Ipu coneBoM crpecce KoHmeHTparms Ca>" B KJIETKaxX MOBBIIMIAETCS,
470 BBI3BIBaeT B3ammojeiicteue SOS3 u SOS2, akruBammio SOS2 u dochopunupoBanue
SOS1. ®ochopmmmpoBanubiii SOS1 aKTHBHPYETCS U BHIKAUMBACT MOHBI HATPHUS U3 KIICTKH,
KOHTPOJIMPYS coneBoii romeocTas [195]. Ponp 14-3-3 B xackane SOS npopeMoHCTpUpOBaHa B
WCCIIeIoBaHNM Yang et al., Tje ObUIO MOKAa3aHo, YTO B HOPMAJIbHBIX YCIOBUSIX POTEHHKUHA3A
PKSS5 dbochopmmupyer SOS2 1o ocrarky Ser294, 4To NPUBOAMT K B3aUMOJIeHCTBHIO 14-3-3 A
¢ SOS2, Bb3bIBas cHmkeHUe akTUBHOCTH SOS2 [62]. [IpumMedaTensHO, 0JJHAKO, YTO OCTATOK
Ser294 He COOTBETCTBYET KAHOHMYECCKMM MOTHBaM y3HaBaHHs 14-3-3 (OKpy)XeHHE ocTaTka
nmeet Bua DGIEGS?*YVAENYV). C nomoripio Metona TepModopesa HCCIIeaoBaTen MoKa-
3anu, uto 14-3-3 « u A criocoOHsI cBs3biBath Ca’* [62]. ITpu noesiennu koHueHTparmu Ca®*
pu conesoM crpecce 14-3-3 nucconuupyror or SOS2, U aKTUBHOCTbH [IPOTEMHKHHA3BI BO3-
pactaer, yTo puBOANT K akTuBan SOS| 1 BBEIKAUMBAHWIO MOHOB HATPUS U3 KIETOK [62].
WnTepecHo, 4To aBTOPHI IOKa3aiu Takxke, uto 14-3-3 A B3aumoneiictyer ¢ PKSS u unrudu-
pyer ee [62].

Cuenanvuvie nymu pomomponuros. Baxknas poinb 14-3-3 pacTeHHi COCTOUT BO B3aUMO-
neiicteun ¢ pororpormHamMu PHOT1 u PHOT2. ®oToponnHbl —MeMOpaHO-acCONUUPOBAHHEIC
pelenTopsl CHHETO CBETa, MPOTEUHKUHA3bI, 3alyCKAIOIIMe BHYTPUKICTOYHBIH CUTHAJIMHT,
3aJIcHCTBOBAHHBI B OTKPBIBAHUHU YCTHHII, (OTOTPOIU3ME, IBIDKCHHUAX XJIOporutacTos [196,
197]. ®oroTponuHbl cocTosIT 13 IBYyX LOV-I0MEHOB, pacroioKeHHbBIX OJMke K N-KOHITY H
OTBEYAIOLINX 32 yJaBIMBaHHE KBAaHTOB cBeTa, U C-KOHIEBOTO KMHA3HOTO JOMEHa, obecrie-
YUBAKOIIETro TNepenady curHana [196, 198]. B nporecce aktuBanuu ¢oroperentopa KBaHT
CUHEro cBeTa (MaKCUMyM TOIJIONICHUS NTpH 447 HM) HENIOCPEICTBCHHO YiIaBIMBaeT (IaBUH-
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moHonykieotus (FMN) B cocrae LOV-nomena, mocne vero FMN KkoBajeHTHO TpHCOean-
HSETCS 32 OCTATOK LIMCTEHMHA, YTO BBI3BIBAET KOH()OPMAIMOHHBIE MEPECTPOMKH, MPUBOIS-
mye K aBTopochopHINpOoBaHUIO (POTOTPONMHA U 3aIlyCKy CHTHAJIBHOTO Kackazna [196, 198].
B pa6ore Sullivan et al. PHOT1 u PHOT2 u3 A. thaliana Oblnu NpoaHAIM3UPOBAaHbI Ha
IpeaMeT B3aUMOJEHCTBHS C 1ecTbio n3odopmamu 14-3-3, yeTsipe U3 KOTOPHIX OTHOCSTCS
K HE3ICWIOH Tpynme (K, A, v, ¢), a IBe — K dncuioH-rpymrme (g, 0) [199]. C nomomsio dap-
BeCTepH-OJI0TTHHTA ObllIa TTOKa3aHa crielupuaHocTh B3aumoeiicTeuss PHOT1 ¢ HexoTopbiMu
U3 UCCIICIOBAaHHBIX HEIICHIOH U30(OpM: K, A, @, B TO BpeMs KaK SIICUIOH H30(pOPMEI (€, 0)
HUKaK HE B3auMOJieicTBOBaM ¢ OeikoM Ha MemOpane [199]. MccnenoBarenu moxkasaniu, 4To
3a B3aumoyeiicteue ¢ 14-3-3 oreuator ocratku Ser350, Ser376 u Ser410, pacronoxeHHbIe
Mexay aeymst LOV-gomenamu [199]. B To sxe Bpemsi, PHOT2 e B3aumoneiictBoBai ¢ 14-3-3
A u K [199]. B Gornee no3nHem uccienoBanun Tseng et al. ¢ momolibio (ap-BecTepH-0II0T-
THUHTA U JPOXCKEBON IBYTHOpHIHOI cucTemsl mokaszamu, yto PHOT2 BzaumoneiicTByer c
14-3-3 A [200]. C moMonibro ApOXkIKEBOU TBYTHOPUTHON CUCTEMBI M (PYHKITHOHAIBHBIX UCCIIe-
JIOBaHUH MYTAHTHBIX PAacTeHMU OBUIO TaKkke MPOJEMOHCTPUPOBAHO, YTO OCTaTOK Ser747,
pacrnoJyioKeHHBIH B KMHA3HOM JIOMEHE, OTBETCTBEHEH 3a B3ammojeincteue ¢ 14-3-3 [200].
HccrenoBareny mpoaeMOHCTPHPOBAIH, UTO Ha pacTeHUsX A. thaliana 3pdekt oTkpbIBaHUS
ycTbul, 3anyckaemblii PHOT2, napymaercs npu mytupoBanuu 14-3-3 A, HO He 14-3-3 «
[200]. OTu uHTEepecHbIe MaHHBIE YKA3bIBAIOT Ha Y3KyI0 H30()OPMEHHYIO CHENHU(UYHOCTH
neiictBus 14-3-3 A, 9TO B OTCYTCTBHE HEOOXOAMMOTO YHCIIAa CTPOTMX KOHTPOJICH HE MOXKET
HE BBI3BIBATH HEKOTOPOE YOWBICHHE, MOCKOIBKY (DMIOTCHETHUSCKU ONHM3KUE M30(OPMBI A
Y K WJICHTUYHBI 110 aMMHOKHUCJIOTHOM mocnenoBareabHocTd Ha 93% [200]. MccnenoBanus
Sullivan et al. u Tseng et al. pakTHYeCKH MPOTUBOPEYAT JIPYT IPYTYy OTHOCUTEIHHO BBIBOIA
o B3aumonericteun 14-3-3 u 6enka PHOT2 u pacxomsTcst KacareabHO ydacTKa CBS3bIBAHUS
14-3-3 mst cxomubix 6enkoB PHOT1 u PHOT?2. JleTanbHOE MCCIIEIOBAaHUE B3aUMOICHCTBUS
¢oTtoTpormHOB ¢ 14-3-3 ¢ mpUBICUCHUEM METOIOB CTPYKTYPHOI OHOIOTHH MOTIIO OBI Iposic-
HUTDH HAKOITUBIIIAECS BOTIPOCHI U YTOUHHUTH HAOTIOICHUS.

Cuenanvuvie kackaowvl ¢umozopmonos. CUTHAIBHBIM Kackaa ra3oo0pa3HOro (uUTorop-
MOHA 3THJICHA TAKXe PEryaupyeTcs co cToponsl 14-3-3. Ha pactenusix A. thaliana 6v110 TIOKa-
3aHO, 4TO 14-3-3 B3aUMOJICHCTBYIOT C KIIFOYEBBIM (PepPMEHTOM OMOCHHTE3a ATHIICHA — 1-aMu-
HOLIMKJIIOMNpoIaH- 1 -kapookcmiarcunTazoil (ACS). B pabote Yoon ef al. 310 B3aumMoaencTBre
OBUTO MOKA3aHO TP KOUMMYHONpermnuTanuy ¢ 14-3-3 ®, a Takxke in vivo ¢ TOMOIIBIO METOIa
OMMOJIEKYISIPHOH (ITyOpEeCIIEHTHOH KOMIUIEMEHTAITUH ISl BCEX YETHIPEX IPOTECTUPOBAHHBIX
nzodpopm 14-3-3 1, 0, x, ¢ [113]. MccnenoBarenu nokasajiu, YTO IIPU CBEPXIKCIPECCHH B KIIET-
kax 14-3-3 o crabwisHOCTE ACS yBenuuuBaeTcs, a Mpu 00paboTKe pacTeHUH MENTHAOM
R18 (uHrnOupyronmm cesizbiBanue 14-3-3 ¢ IpyruMU MENTHAaMHU 32 CYET OJOKHPOBAHUS
am¢unarnueckoil 0opo3nku) cHmwkenue ooduiero konuyectBa ACS yckopsieTcs, BEpOsSTHO,
n3-3a jAerpajanud. ABTOPBI TakXke Mokazayid, uyTo 14-3-3 « B3auMOJCHCTBYET ¢ OenKamu
ETOI1-Like (EOL) — xomnoHeHTamMu yOUKBUTHH-TUra3bl E3 — KOTOpBIE OTIPaBIISIOT HA My Th
nerpaganun Hekotopbie nzodopmer ACS [113, 201]. B 6omnee mo3mueii padore Catala et al.
TaKkke MpoaeMoHcTpupoBanu B3aumoneicteue 14-3-3 y (RARE COLD INDUCIBLE 1A
(RCITA)) u ACS ¢ moMOIIbI0 METO0B KOUMMYHOTIPEITUITUTAIIMN 1 OUMOJIEKYIIPHOH (ryo-
pecuienTHOM KomIuieMeHnTanuu [202]. OqHako ucciaeoBareny moKa3ai, 4TO B IPUCYTCTBUH
B KJIeTKax 14-3-3 y crabunbHoCTb Oenka ACS He yBenuuuBaercs (Kak B ciaydae ¢ 14-3-3 o), a
CHW)XAETCsl, U OOBSICHUIHM PACXOXKACHUE C MPEIBITYITIMH JAHHBIMH 33 CUYET CIeIU(UIHOCTH
B3aumMojieiicTBus 14-3-3 © u 14-3-3 y ¢ Genkamu-naptaepamu [202]. Ha Hann B3misiz, 3T0
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0eccropHO HHTEPECHOE HaNpaBICHUE TPEOyeT CHCTEMAaTH3ANH UMCIONINXCS TAaHHBIX U TIPO-
BEJICHHSI HOBBIX HCCIICIOBAHUIA, HAIPABICHHBIX HA OOBSCHCHUE HAKOMHMBIIMXCS PACXOXKIIC-
HUH, HE B MOCJIETHION O4Yepe/lb C MPUBICUEHUEM METOIOB CTPYKTYPHOU OHOIIOTHH.

14-3-3 PACTEHUI KAK PEI'YJIITOPBI DKCITIPECCUU TEHOB

OnHo w3 mepBbIX HazBaHui 14-3-3 pacteHuil — Qakropa, acconuupoBaHHOrO ¢ G-O00KCOM
(GF14) — Obu1o maHo >TUM OenKaM B CBS3HM C OOHapy)KEHHEM UX B KOMIUIEKCE C COOTBETCT-
ByromuM ydactkoM JIHK [7], 9To MOXXeT yKa3bIBaTh Ha y4acTHE 3TUX OCIKOB B PETYIISAIIUU
TPAHCKPHUIILIMU T'€HOB.

Ha pacrenusix A. thaliana 6bpu10 IPOJEMOHCTPUPOBAHO, 4TO 14-3-3 perynupyror TpaHc-
KpuniuoHHbIe (hakTopsl BZR1 1 BES1: KOMIOHEHTHI CHTHAIBHOTO ITYTH PACTHTENBHBIX TOP-
MOHOB — OpaccHHOCTEpOUIOB. B oTCyTCTBHE OpaccHHOCTEpOUIOB 3TH OelKu hochopummpo-
BaHbl iporenHknHa3oi GSK3-cemelictBa BIN2: BZR1 dhocdopunuposan o ocrarky Serl73
[102], a BES1 — mo Ser171 [101], dochopunupoBanHble OCTaTKH HAXOAATCS B OKPY>KCHUH
motuBa I Tuma. dochoprimpoBanre MPUBOIUT K cBs3bIBaHMIO ¢ 14-3-3 (st BZR1 mnoka-
3aHO cBA3bIBaHUE ¢ M30hopmamu A U ® [26, 102], a s BES1 —c A [101]), u3-3a uero 6enku-
napTHepsl 14-3-3 yaepkuBaroTcs B IIUTOIIA3ME U HE MOTYT IPOHUKHYTH B spo (puc. 3 B). B
MPUCYTCTBUU OPacCHHOCTEPOUIOB CHTHABHBIN Kackaja OT perentopHoro komruiekca (BRI1
(BRASSINOSTEROID INSENSITIVE-1) u BAK1 (BRI1-ASSOCIATED KINASE-1)) npu-
BOJIUT K MHTHOUpOBaHMIO poTenHKuHa3bl BIN2 docdarazoit BSUI [203]. D10 npuBoauT K
nedochopunupoBanno BZR1 u BES1, mucconuanmy ux xomruiekcoB ¢ 14-3-3 u uMmnopty
¢daxropos BZR1 u BES1 B sapo, rme oHH OCYIIECTBISIIOT 3allyCK TPAHCKPHITIUOHHBIX
IporpaMM, HEOOXOJUMBIX MpH oTBeTe Ha OpaccuHocTepouas! [101, 102]. Takum obpaszom,
14-3-3 y9acTBYIOT B IMTOIUIA3MaTHUECKOM YIepKUBaHUH (cytoplasmic sequestration) TpaHc-
KPHUIIMOHHBIX (DAaKTOPOB, BO3MOXKHO, Onaromapst Haimndyuio B C-koHIeBOW oOmactu 14-3-3
MOCIIEI0BATEIBHOCTH sijiepHOro 3kcropTa (NES), kak ObUI0 MoKa3aHo /sl OeTKOB-TIapTHEPOB
14-3-3 yenoBeka u npoxokei [50, 52].

14-3-3 MOTYT HETTOCPEACTBEHHO YIACTBOBATE B COOPKE TPAHCKPHUITIIMOHHBIX KOMITJICKCOB.
Ha mozensx cycneH3noHHol KyasTypsl Oryza sativa 1 SMOPUOHOB Zea mays ObLIO IOKa3aHo,
410 14-3-3 BXOJAT B COCTAB OSJIKOBOI'0 KOMILIEKCA, CBSI3BIBAIOIIIETO MoceoBareabHoCcTh JJTHK
perymsropraoro anementa EMla B cocraBe mpomoropa reHa EM, TpaHCKPHUMIHS KOTOPOTO
AKTUBUPYETCS NpU CUTHAIMHTE (uToropmona abdcumzoBod kucioTsl [110]. B xommiekc
BXOISIT TaKkke OelKH-peryasTops! Tpanckpuniun Viviparusl (VP1) u EmBP1 (¢paxrop b-ZIP
cemeiictea) [110]. BriocnencTBuu Ha SMOPHUOHATIBHON KYIbType KIETOK A. thaliana Owina
rokasana accormanust 14-3-3 ¢ mocie0BaTenbHOCTBIO poMoTopa reHa AtEm i [204].

Baxmnas ponb 14-3-3 cOCTOUT B peryssiiuy I[BETEHUS Ha dTarne (GOopMUPOBAHUS (IOPH-
TeH-aKTUBHUPYIOIIEro OenkoBoro komruiekca. Ha monenu puca Oryza sativa ObUTO TIOKa3aHo,
yto nzodpopma 14-3-3 nox nazsauuem GF14c kak in vitro, Tak u in vivo B3aUMOAEUCTBYET C
Tak Ha3biBaeMbIM ¢riopureHom — Oenkom Hd3a (Heading date 3a) (romonor Hd3a y A. tha-
liana xomupyercs reHoM FLOWERING LOCUS T (FT)) [41, 96]. ®nopureH cuHTE3UpyeTCs
B JIUCTHSAX U TPAHCHOPTUPYETCS K alMKAIBHONW MEpHCTeMe 1modera, rIe IPOHUKACT B IUTO-
mia3My kietku u cBsszbiBaercs ¢ GF14c. [lociie 3Toro KOMILIEKC MPOHUKAET B AP0, TIE C
HUM CBSI3bIBacTCS TpaHcKpunuuoHHbI paktop OsFD1 (romonor OsFD1 y A. thaliana na3er-
Baetcsi FD) [96]. O6pa3syercs opuren-aktupupyromuii kommieke (FAC), cocrosmmii u3
mumepa GF14c, numepa OsFD1 u nByx 6enko Hd3a; komIiekc akTUBUPYET TPAHCKPUIILIHIO
OsMADSIS5 (romouor y A. thaliana nazeiBaetrcs APETALAI (AP1)), 9T0 IPUBOAMT K HaYaITy
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userenus [96]. [lpocrpancreennas crpykrypa yactu FAC moirydena ¢ moMoImso peHTIeHOB-
CKOH KpucTaymiorpaduu U MpeacTaBisieT COOOH eMHCTBEHHYIO CTPYKTYpY 14-3-3 pacTeHuii
MOJTHOPa3MEPHBIM OeITKOM-TTAPTHEPOM B 0ase TaHHBIX OEIKOBBIX CTPYKTYp PDB (B cTpykType
3AXY paspernieHsl 164 aMHHOKUCIOTHBIX ocTarka m3 179 y Hd3a) [96]. MHTepecHO, 4TO
yuacTok cBsizbiBaHMss Hd3a mHaxomurtcss BHe Iuranua-ces3biBaromiein Ooposaxu GFl4c —
3a cBsi3piBaHUe oTBedaroT 8 U 9 anbda-cnmpanu Ha C-xonue GF14c [96]. OsFD1 docdo-
pwimpoBan 1o Ser192 (MotuB y3HaBanus 14-3-3 | Tuma) u cBsizan B Ooposake 14-3-3 (pu
MOJTYYEHHUH CTPYKTYPBI ObLI UCTIONB30BaH 9-uneHHbd Goconentun OsFD1) [96]. Briocnen-
CTBHUHU Ha Mojienu A. thaliana ObI70 MOKa3aHO, YTO (OCHOPUINPOBAHNE TPAHCKPHUIIIIHOHHOTO
¢daxropa FD no ocrarky Thr282, romonornanomy Ser192 y OsFD1, ocymiecTBiIsSIOT KaiblIni-
3aBucumbie mporenHknHasbl (CDPK), Takue kak CPK6 u CPK33 [205].

14-3-3 MOTYT OHNOCPEAOBAHHO PErYIHPOBATh AKCIPECCHIO I'€HOB, BIUSS HA CTAOWIIb-
HOCTB (DAKTOPOB TPAHCKPHUIIIUK. TaKoi MEXaHW3M PETYNSIUU ObUI MTOKa3aH JUIsl TPAaHCKPHII-
rmonHoro ¢gaktopa WRINKLED1 (WRI1) — ocHOBHOTO peryistopa OMOCHHTE3a TpHALHII-
ruuepunoB [114]. WRI1, BeposatHo, B3aumoneicTByeT ¢ 14-3-3 3a yuacToK, B KOTOPOM TaKKe
npeanonaraercs cps3piBanue E3 youksutuH-murassl [114]. Takum ciocobom 14-3-3 MoxeT
3anIAIIaTh OENOK OT MPOTEACOMHOM JIeTpajaliiil M CII0COOCTBOBATH SKCIPECCHU TeHOB OHO-
CHHTE3a PaCTUTENbHBIX TPUIIHLEPUIO0B, perynmupyembix WRII [114] (puc. 3 E).

B pabore Guo et al. Obi10 TIOKa3aHo, uTo 14-3-3 reBen Hevea brasiliensis (n3opopma
HbGF14a) perynupyer akTHBHOCTB TpaHCKpuInoHHOTO aktopa HODRZFP1 (H. brasiliensis
RING zinc finger protein) [206]. HbRZFP1 cs3biBaeTcst ¢ IpOMOTOPOM M HHTHOHPYET
9KCTIpeccuio reHa Tpancepassl kayuyka HRT2 (Hevea rubber transferase), kotopas npucoe-
JIMHSIET U30TPEHOBBIE 3BEHBS K pacTylieMy noinuMmepy kaydyka. Kak in vivo, Tak u in vitro
(MeTombl OMMOIIEKYISIPHOH (PITyOPECHCHTHON KOMILIEMEHTAIIUH, POXCKEBOM ABYTHOPUIHOM
skcnpeccun u pull-down) 6si10 mpogemoncTpuposano, uro HbGF14a Bzaumoneiicteyer ¢
HbRZFP1 [206]. bbul npeniokeH MeXaHWU3M PETYJNSIUH, COITIACHO KOTOPOMY CBSI3bIBAHHE
HbGF14a ¢ TpanckpumnimonssiM (pakropom HbRZFP1 npuBoauT K HapylmieHUIO B3aUMOICH-
ctBust HbRZFP1 ¢ IHK npomotopa HRT2, B pe3ynbrare sxcnpeccus TpaHcdepasbl Bo3pac-
taetT [206]. Heckompko paboT Takxke ObuH cPOKYCHPOBaHBI HAa UCCICAOBAaHUN poin 14-3-3 B
mporecce OMOCHHTE3a Kaydyka. beio nokaszano, uro HbGF14¢ (u3odopma 14-3-3 us H. bra-
siliensis) B3aumopeiictByeT ¢ 6enkom SRPP (Small Rubber Particle Protein), koTopslii npen-
CTaBJICH B Kay4yKOBBIX YaCTHUIIAX U BOBJICYEH B OnocuHTe3 Kyuyka [207, 208]. OqHako getanu
B3aNMOJICHCTBUS H MEXaHU3M PETYILIINNA HEU3BECTHEI.

Kak BuaHO M3 mepeuncieHHOro, 14-3-3 y4acTBYIOT B PEryisluu paboThl MHOXECTBA
TpaHCKpUNIMOHHBIX (pakTopoB U JIHK-OenmkoBbiX koMmIuiekcoB. OnHAKO MeEXaHU3MbI U
3 (EKTHI PEryssIInH 3a9aCTyIO TI0X0 H3YUEHBI, a ICTaN 0eTOK-0CIKOBBIX B3aNMOICHCTBHH
OCTalOTCA 3araJoYHbIMU. BO3MOXXHO, NPUBJIEUEHHE COBPEMEHHBIX METOIOB CTPYKTYPHOI
Ouosornuy M HMCCICAOBAHUE IIPOIECCOB HAa OENKOBOM YPOBHE IOMOXKET B HCCIICTOBAHHU
MOOOHBIX HEPEIICHHBIX BOIIPOCOB.

V. 3AKJIIOYEHHE.
«BEJIBIE ISITHA» B UCCJIEJOBAHUUN PACTUTEJIBHBIX 14-3-3

Kak BUIIHO M3 TIpeACTaBICHHBIX B HACTOSILEM 0030pe JaHHbIX, 14-3-3 BOBIICUEHBI B peryJs-
[IUI0 MHO)KECTBA BKHBIX OMOXMMHYECKUX UM (DU3HOJOTHUSCKUX MPOILECCOB PACTCHUH, MPH
3TOM (haKT BOBJICUCHHOCTH 14-3-3 B 3TH mpoliecchl He BBI3bIBACT HUKAKHX COMHEHUH. cce-
noBaHusAM (pyHKIMA OenkoB 14-3-3 pacTeHUi MOCBALICHBI COTHU MCCIIEI0BATEIbCKUX PadOT
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U JecaTku 0030pHBIX cTareil. OgHako, HECMOTpSI Ha Oojiee YeM TPUANATHICTHIOI UCTOPHIO
uzyueHus 14-3-3 pacTeHuid, pssi BOOPOCOB O CTPYKTYpe U (DYyHKIMAX ITHX OCIKOB OCTAETCs
HeucclnenoBaHHbIM. O0IIas yepTa MHOTHUX U3 DTUX (yHIaMEHTAIbHBIX TPOOIEM — OTCYTCTBUE
CHCTEMHOTO TO/IXOJa B MCCIICIOBAHIX M, KaK CIEACTBHUE, (hParMEHTAPHOCTDH MOTYYIECHHBIX
JIaHHBIX. 14-3-3 — MyNIBTUTEHHOE CEMEHCTBO, MIPEACTABICHHOE CPa3y HECKOIBKHMHU H30(hop-
MaMH B IIpeJiesiaX OHOTO BU/IA pacTeHui. J{i1s momyyeHus MOJIHOTO MPEACTaBICHNs 000 BCEM
CeMEWCTBE B OJTHOM BHJIE PACTEHUI HEOOXOMMO HCCIIeIOBaHKE JTHOO BCEX MPENCTaBUTEICH
ceMeicTBa, OO0 HEKOTOPOH 3aBEIOMO PENpEe3CHTATHBHOW BHIOOpKH M30(opM. B mepom
cilydae 3a/iaua CTaHOBHUTCA KpaiiHe TPYIOEMKOH Jjake I TaKUX BUIOB PACTEHUH, B KOTOPBIX
MIPUCYTCTBYET CPAaBHUTEIBHO HeOONbIIOe 9Hcino m3opopM. Bo BTOopoMm cimydae, omHaxo,
HETIOHSTHO, KaKue KPUTEPHUH HCIIONB30BaTh IPH 0TOOpe m3odopMm st aHamuza. [losTomy
B OOJIBIIMHCTBE HCCICAOBAHUM HM30(OPMBI HEPEAKO BBIOMPAIOT Hayraj, YTO emie Ooblie
3aTpyAHICT UHTEPIPETAIMIO JAaHHBIX U JIeNaeT HEBO3MOXHBIM II0OaNbHbIE 0000IICHHUSI.
Hwxe MBI puBeieM HEKOTOpbIE HaNOO0JIee HHTEPECHBIE HEPEIIEHHEBIE BOIIPOCHI — CBOETO PoJa
«OeJtble MATHa» B 00JaCTH UCCIIENOBAHUA PACTUTENBHBIX 14-3-3.

Cx00Hbl unu paznuyHvl medicoy cobotl comooumepwvl 14-3-3 pacmenui no GUOXUMULECKUM
ceoticmeam? OnuH U3 GyHIaMEHTAIFHBIX BOIIPOCOB KAaCAETCs ONOXMMHUIECKUX XapaKTEPUCTHK
6enkoB 14-3-3. benku 14-3-3 10BOJIBHO KOHCEPBATHBHBI, IPOLEHT MONAPHON HACHTUYHOCTH
MIEPBUYHBIX CTPYKTYp u30hopm 14-3-3u3 4. thaliana B cpenaem coctanisiet 60%, B HECKOIBKUX
cirydasx — 80-90%. OxHako 10 cuX mOp He OBIIO IKCIIEPUMEHTAIFHO TIPOBEPEHO, HACKOIBKO
9TH OCIIKU JEHCTBUTEIHHO CXOMHBI Ja)ke M0 0a30BBIM OMOXUMHYCCKHM XapaKTEPUCTHUKAM.
Hauas nccnmenoBaTb 3TOT BOHPOC, MBI C yAUBIEHHEM OOHApyKuiau, 4rto Oenxu 14-3-3 u3
A. thaliana cyiecTBEHHO pa3iUYaloOTCsS Ha yPOBHE SIICHIIOH- M HEATICHIIOH TPYIII IO IEJIOMY
psimy OHOXMMUYECKHX apaMeTPOB, XapaKTePUIYIOMINX CTA0MILHOCTh TOMOAUMEPOB, THAPO-
(hoOHOCTh MX MOBEPXHOCTH, TEPMUUYECKYIO M MPOTEOTUTHYECKYIO CTaOMIBHOCTh U APYTHE
croiicta [209]. 30 0opMBI 3MCHITOH-TPYTIIBI, B OTIUYHE OT HECHIOH-U30(OPM, CKIIOHHBI
K IUICCOLMAIINU Ha MOHOMEPHI, XapaKTePU3YIOTCS CHIDKEHHOM TEMITEpaTypoi MOIyIepexoaa
(HanOosblee OTIMYUE OT HEANCUIOH-U30(hopM cocTasisieT uenbix 20 °C) u Oomblueit nosu-
BEPKCHHOCTBIO OTpaHHUCHHOMY MpoTeonn3y [209]. Takum oOpa3oM, yke Ha ypOBHE TOMO-
JuMepoB Oenku 14-3-3 pacTeHHMd MOTYT pasUTENbHO pa3inyarbcss Mexay coboit. [Towuck
TaKUX OTIMYUTEIBHBIX YepPT U OMOXMMHUECKHX OCOOCHHOCTEH HMMEET MPUHLUITHAIBHYIO
BOXHOCTb, MMOCKOJIBKY 3TH XapaKTEPUCTUKU MOTYT OKa3bIBaTh OOJBIIOE BIUSHUE Ha BPEMS
KU3HU (CTAOMIIBHOCTH) U OWojormueckne QyHKIUH nzopopm 14-3-3 y pacrenuit. Kpome
TOT0, TOHUMaHHUE OTIUYUTENLHBIX CBOWCTB M30(OPM PA3HBIX MOATPYIII MOXKET IIOMOYb MPH
(bMIOTeHEeTHYECKOM aHalu3e W MPHU TNPOCHUPOBAHUN OOHAPYKEHHBIX CBOHCTB, MPHUCYIIUX
MOATPYTITIE FIIH OTACITBHBIM H30(OpMaM B OHUX PACTCHUSX, Ha IPyTHE, MCHEE U3yUeHHEIC.
B orcyrcrBue Takoi mH(MOpPMAIME MHOTOYHCICHHBIC HAKOIUICHHBIC (DaKThl HE ITOIAIOTCS
Ha/UIeXaled CUCTeMaTH3aIK U OCMBICIICHUIO.

Kaxue eemepooumepwi 14-3-3 pacmernutimoeym ¢hopmuposamucs? Cyuecmayrom.iu npeo-
noumenus uzoghopm npu 0bpazosanuu cemepooumepog? I'erepoqruMepru3aIisi paCTHTEIbHBIX
14-3-3 Obl1a MoKa3aHa B HECKOIBKUX paboTax — Kak in vitro, Tak u in vivo. [y 13 uzodpopm
A. thaliana 14-3-3 TeopeTndeckn COCOOHBI 00pa30BaThCs 78 Pa3IHMUYHBIX TETCPOANMEPOB,
OIHAKO JaHHBIC O MPAKTUIECKONH BO3SMOXXHOCTH O00pa30BaHUs MPEICTABICHBI B JINTEPATYpPe
nuib i 11 U3 HUX, IpuyeM Bce OHU MPUHAJIekKAT K PUIOTeHETUYECKOH IpyIIe HEATICHIIOH.
Bonee Toro, B muTeparype He XBaraeT MHPOPMAINU O CIIOCOOHOCTH PACTUTENBHBIX 14-3-3
reTepOIMMEPHU30BaThCsl B HATHBHOM (popMe, Oe3 IPUMEHEeHUs CTaAnil AeHaTypalnud U peHa-
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Typanun. OcTaeTcsi HEU3BECTHBIM, T€TEPOIMMEPU3YIOTCS JIH ATICHIIOH-H30(OPMBI PACTCHHUI
JpYT € IPYrOM, U POUCXOAMT JIM TE€TEPOIUMEPU3ALIUS C YHaCTUEM IPEACTaBUTENICH STICUIIOH-
U HesncuwioH-u3odopm. Taxke HEM3BECTHO, KAKOW OMOJIOTMYECKHH CMBICI UMEET CIOCO0-
HOCTB K (POPMHPOBAHHIO TETEPOANMEPOB, U JACT JIM OHA KaKHe-TO IPEUMYIIECTBA.

Cywecmsyem nuy pacmumenvhvix 14-3-3 uepapxus no cpoocmsy k pocgpopunuposanivim
nenmudam? Kaxosa npuuuna paznuuui 6 cpoocmee oas mex uzogopm 14-3-3, ons komopwvix
amu paznuuus npodemorcmpuposarvt? J{ist 14-3-3 )KUBOTHBIX OBLIO MTOKA3aHO, YTO BHE 3aBU-
CHMOCTH OT THIIa OeJKa-IIapTHEepa MPAKTHIECKA B HEU3MCHHOM BHJIC COXPAHSCTCS HePapXHs
CPOIICTBA — psJl BO3pACTaHMs MPOYHOCTH KOMIUIEKCOB C JMrangamu y usodopm 14-3-3 [92].
Jomst 14-3-3 pacreHnii HEM3BECTHO, CYIIECTBYET JIM Takash 3aKOHOMEPHOCTh. B HECKONBbKUX
paborax ObuTO TIOKa3zaHoO, 4T0 14-3-3 u3 A. thaliana ¢ pa3nUUHBIM CPOACTBOM CBSI3BIBAIOT
tdocdonentunpl (nnu Oenku-napTHEpHI). s BbIBeIEeHUS 3aKOHOMEPHOCTEH O CpPOICTBE
HEOOXOIMM CHUCTEMHBIN MOIXO0J, OJHAKO HH B OJJHOM W3 YKa3aHHBIX Pa0OT HE HCCIEIOBaH
MOJTHBINA HA0OP M30(OPM Jlake [Tt MOJICITLHOTO pacTeHus A. thaliana. MakcuMaibHOE YHCIIO
MIPOAHAIM3UPOBAHHBIX B OHOM HcclienoBaHuU u30(opMm — 310 9 u3 13. Oxupaer pemeHus
Takke (PyHIaMEHTAIBHBIN BOIPOC O MPUYHMHE pa3nuuuii B apGuHHOCTIX y m30popm 14-3-3.
OcTarku, 3KCITIOHUPOBAHHBIC B JINTAH/I-CBSA3BIBAIOIIYI0 00p03/Ky 14-3-3 1 OTBETCTBEHHEBIC 32
cBsi3pIBaHME ¢ (hocdonentunamu, abCONMIOTHO KOHCEPBATHBHBI, II03TOMY HE OYECBHHO, YEM
C TOYKHU 3pEHHUsI CTPYKTYphI Oellka MOTYT 0OeclednBaThCcs Pa3lindMs B CHIIEC CBSI3bIBAHUS.
JlanHbIil Bonpoc akTyaneH kKak st 14-3-3 pactenwid, Tak v s 14-3-3 MIIEKOMUTAIONIHX.

Hackonvko pacnpocmpanena u ynusepcaibHa pezynayus pacmumenvhvix 14-3-3 ¢
nomouvio gocghopunruposanun? Kakoswvl ¢pynxyuonanvuvie sgpghexmol pocghopunuposanus?
benku 14-3-3 cammu MOTyT mojBeprarbcsi crenupuieckomy (pocHOprITUpOBaHHIO, U ITOH
MOIU(UKAIIMK TTPUITUCHIBACTCS BAKHAS POJIb B PETYJSIMK CB3bIBaHUs 14-3-3 ¢ Oenkamu-
MapTHEPAMU U B MOJICPKAHUU CTPYKTYphl qumMepa 14-3-3 [74, §2]. B macmrtabHbIX (hocdo-
MIPOTEOMHBIX HCCIICIOBAHUSX OOHAPYKEHBI JeCATKH (hochoprmmpyemMbix ocTaTkoB y 14-3-3
pactenuii [83, 210]. OnHako GYHKIMOHATBLHO OXapaKTePU30BAHBI JIUIIIb JBE MTO3UITUH, HAXO0-
Jsecs: B oonactu qumepHoro uatepderica 14-3-3. Takke ocTaeTcsl HESICHBIM, HACKOJIBKO
KOHCEPBATUBHBI 1 YHHBEPCATIBHBI MEXaHU3MBI peryisinuu 14-3-3 mox aefictBuem dochopu-
JMPOBAHUS JJIsI ©30(OPM paCcTEHHI Pa3IHIHBIX BHIIOB.

Cneyugpuunocmes unu u306lmouHocms  QyHKYull pacmumenvbiulx uzopopm 14-3-3?
JlaHHBII BONPOC yXKe MOJHUMAJICS B HECKOJIBKUX 0030pax o 14-3-3 pacrenwmii [46, 211, 212].
AccorurpoBana v Kaxaast u3ohopma 14-3-3 ¢ onpeieieHHbIMU OeIKaMH-TIapTHEpaMH FITH
Bce 14-3-3 MOryT CBA3BIBaTh BCE MOAXOSAIINE 10 (POPMaTbHBIM MTPU3HAKAM OCJIKU-TTaPTHEPHI
U KOMIICHCHUPOBATh (pyHKIUHU ApyT Apyra? UeTkuil OTBET Ha JaHHBINH BOIIPOC B HACTOSIICE
BpeMs OTCYTCTBYET. B kauecTBe WILIIOCTpALlMM MOYKHO PACCMOTPETh UCCIEN0BaHUsA, IOCBS-
menHble u3ohopmam 14-3-3 k u A u3 A. thaliana. Otn nBa Oenka BO3HUKIHN B pe3ylbTare
OTHOCHTEJIBHO HEJaBHEW MYIUIMKAlWK OAHOTO reHa [14], onn uaeHTHuHbl Ha 93% Mo mep-
BHYHOHU CTPYKTYpE, 3TO HAHOOMbINAas HICHTUIHOCTh Ui u3odopm 14-3-3 y A. thaliana. Ot
CTOJIb ONHM3KUX M30(OPM, K U A, MOXKHO OBLJIO ObI OXKHJIATh CHILHOTO MEPEKPhIBAHUS (DyHK-
UM ¥ HaMMeHblIel cterneHn cyOdyHkimoHanuzanuu. C 3THM COIIACYIOTCSI HEKOTOPbIE
JKCIIEPUMEHTAIIbHBIE JIaHHBIC, XapaKTepU3yIoIrue GYHKIIUN 3TUX U30(POPM KaK BBIPOXKICH-
HBIC: OJJMHOYHBIC MyTaluu Kak 14-3-3 A, Tak U K He OKa3plBaIH d(pQeKra Ha (IIareIuInH-
WHAYLIUPOBAHHYIO SKCIPECCHIO0 MapkepHbIX reHoB [111]. Oba oguHOYHBIX U JJaXke IBOMHOMN
MyTaHT 1o 14-3-3 A u k OBUIM HEOTIIMYMMBI OT PACTCHHWI JMKOTO THIA MO UIMHE KOpHEH
[36]. U Bce ke, B HECKOJIBLKUX UCCIICAOBAHUSIX OBLTH MPOACMOHCTPHUPOBAHBI Pa3IMYArOIIAeCs
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CBOMCTBA U A3PPEKTHI ITHX HarOOJIee CXOIHBIX TI0 MMOCIIEA0BATEIbHOCTH H30(opm: 14-3-3 A,
HO He K, cBs3bIiBaja 6e1ok RPWS8.2 npu ummynonpenunurtanuu [213]; ans 14-3-3 A, HO He
JUIA K, OblJIa MIPOJEGMOHCTPUPOBaHA PoJib B phot2-0mocpeloBAHHOM OTKPBIBAHUHU YCTHHII i7l
vivo [200]; 14-3-3 A 1 K B3aUMOZCHCTBOBAIN ¢ POTOTpONMHOM photl, HO mpu 3ToM 14-3-3 A
CBsI3bIBAJIa OEJIOK B HECKOJBKO pa3 cmibHee, deM 14-3-3 k [199]; apdunnocts 14-3-3 A k
pa3NUYHBIM MUIICHAM Oblila CTAaOMIBHO BhIlIE, yeM y 14-3-3 « [58]. Takum oOpaszom, gaxe
OYCHb CXOJHBIE MEXTy c000i m30(opmbl 14-3-3 MOTYT MpPOSBIATH KaK YEPThI CIICIH-
(UYHOCTH, TaK W BBIPOXKACHHOCTH (pyHKIWi. Bumumo, mist 14-3-3 pacreHuid HET o0mero
MpaBuJia O BBIPOKIEHHOCTH WU CIEUU(UIHOCTH, U CTENIEHb BHIPAXKEHHOCTH (DYHKIIMOHAIIb-
HOTO AP QeKTa OnpeNeICHHbIX H30(hOpM 3aBUCUT OT KOHKPETHBIX OEIOK-OCITKOBBIX B3aUMO-
JICUCTBUI.

Hexeamka ungopmayuu o berxax-napmuepax 14-3-3 pacmenuii. Cepbe3nas npobdiema
uccnenoBanuii 14-3-3 pacTeHHi 3aKIII0UacTCsl B HEXBATKE HH(OPMAIMU O B3aUMOACHCTBHAX
14-3-3 ¢ OenkaMU-TapTHEPAMHU: HEPENKO OTCYTCTBYIOT JIaHHBIC O0 y4YacTKEe CBS3BIBAHHS
14-3-3, o (byHKIMOHAJIBHBIX IMOCIEACTBUSAX B3aUMOJECHCTBUSA, MPOCTPAHCTBEHHBIX CTPYK-
Typax KOMIUIEKCOB ¢ OelKamu-rapTHepaMu. Hamuaue mpocTpaHCTBEHHON CTPYKTYPhI IIOMO-
raeT BBIIBUTH MEXAaHU3M DETYISIHU OCNKOB-TIAPTHEPOB C TIOMOIIHIO B3aWMOACHCTBHS C
14-3-3. Ha HacTOSIIMI MOMEHT U3BECTHBI TOJIBKO JIBE CTPYKTYpPbI KoMILiekcoB 14-3-3 pacre-
HUI ¢ OelkaMH-IapTHEpaMH WIH UX KpyIHBIMH (parmentamu: ¢uopurenoM Hd3a Oryza
sativa n C-xoHneBbiM (pparmernrom H'-AT®a3wl minazmarudeckoir meMOpanbl PMA2 Nico-
tiana plumbaginifolia [96, 99] (puc. 7 A, b). B pesynbrare, netamu MeXaHU3MOB ACHCTBHS
14-3-3 Ha Bce OcTalbHBIC OENKU-MAPTHEPH! PACTCHUII HE WM3BECTHHI MM HE MOJIHBI, YTO
MIPUBOINT K HEOAHO3HAYHOCTH HWHTEPIPETAINH SKCHCPHUMEHTAIBHBIX NAaHHBIX W IPOTHBO-
peunsiM. Tak, HarpuMep, Macca MPOTUBOPEUHH KacaeTcs B3auMoeicTBust 14-3-3 u caxapo3o-
(docdarcunTazel (SPS), mockonbky HU MepBOHaudalbHO 0003Ha4YeHHBbIHM B pabore Toroser
et al. [98] dochopunmupyemslii caidT y3HaBanus 14-3-3 (Ser229 us Spinacia oleracea), Hu
HHTHOUpYrOIUH 3¢d ekt 14-3-3 npu cBI3bIBaHUM ¢ (HEPMEHTOM HE YIAIOCh IMOJITBEPAHUTH B
Oonee mo3nHUX padorax. PerynsaTopHblil MexaHn3M HanOoJiee MOJIHO OMKMCAH Ui ABYX KJlac-
cudeckux OenkoB-mapTHepoB 14-3-3 — NR [124] u AT®a3zet PMA [99]. [yi1 MHOTHX OpyTHX
OeIIKOB JteTay B3auMoaecTBus ¢ 14-3-3 HensBecTHBI. Tak, HarpuMep, JAJ1s B3aUMOICHCTBHMA
14-3-3 ¢ medochopunupyromnieit munepaibaeruadpocdarneruaporesazoit (GAPN), 1-amu-
HOLIMKJIIONponaH- 1 -kapookcunarcuatazor (ACS), mmyTaMUHCHHTETa30i, TPaHCKPUIIIHOH-
HbIX (akTopoB WRI1, VP1 u EmBP1, HensBecTHBI HU yuacTok cBsizbiBanus 14-3-3, Hu oc-
(dhopunupyrolias ero KuHasza. Mcxo/s 3 o0IuX MpeacTaBIeHU 0 B3auMoaecTBuu 14-3-3 ¢
OenkamMu-TIapTHEPaMU, TTOJTHOE OMUCAHKUE PETYISTOPHOTO MEXaHN3Ma BO3MOKHO TOT/Ia, KOT/a
u3BecteH 1) caiit y3HaBanus 14-3-3 B mpenenax Oenka-maptHepa; 2) ¢ochopunmpyromas
ero xkuHa3a; 3) addekr cBsa3pBanus 14-3-3 Ha aKTUBHOCTH U KOH(MOPMAIHMIO OeNKa in Vvitro;
4) dyHKIIMOHATBHBIE TOCJIEACTBHS B3aUMOJICHCTBUS in vivo. ETMHOOOpa3HOE M OTBETCTBEHHOE
CJICIOBaHUE JAHHOMY IUIaHY TPH MCCIECIOBAHWN OCIKOB-TIAPTHEPOB MOIIIO OBl yCTPaHUTH
MIPOTUBOPEUHS U BHECTHU SICHOCTH B MPEACTABICHHS O PETYIHPYEMBIX IpH ydacTtuu 14-3-3
mpoleccax B pacTCHHSIX.

Hackonvko npumenum 0posiciceoil 08yeudOPUOHbLIL Memood O0isi UCCLEe008AHUSL 83AUMO-
Oeticmautl 14-3-3 ¢ benkamu-napmuepamu? JIposxxxkeBoit IByruOpHIHBIA METO/] HEOJHOKPATHO
MIPUMEHSIN B uccienoBanusax 14-3-3. Meroa B CKpUHUHIOBOM (opMate ¢ UCIOIb30BAHUEM
oubimorek k/IHK mo3Bonmia 00HapyKHUTh ASCSITKH U COTHHU OSJIOK-OSIKOBBIX B3aMMOICHCTBHIHA
[171,214]. OnHako st MPOBEPKU KOHKPETHBIX OMHAPHBIX B3aUMOICHCTBUI METOT MOKET HE
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MTOJTIOUTH BBUJY O0COOCHHOCTEH B3ammoaenicTBus 14-3-3 ¢ Oenkamu-maptHepamu. s cBsi-
3pIBaHUs 14-3-3 HeoOxonuMmo dhochoprmpoBanne Oenka-napTHepa ONPeIeICHHOW KHHA30M,
BO3MOXHO, CIICIIM(UYHON I PacTEeHUi, Mo crenugpuueckoMy MoTuBy. K Tomy ke, BHYT-
PHUKIICTOUHAS JIOKATU3ans 00pa30BaHHOTO OEIKOBOTO KOMIUIEKCA MOXET OBITh OTIIMYHA OT
SIIEPHOI, HapUMep, eciii OeNIoK-apTHEP MEMOPaHHBIN WK IPUMEMOPaHHbIH. DTH 0COOeH-
HOCTH 3aTPYAHSIOT UCIIOJIh30BAHUE METO]a M OTPAaHMYUBAIOT €0 MPUMEHHUMOCTh KO MHOTHM
0enoK-0eTKOBBIM B3auMojieiicTBusM 14-3-3. Tak, HarpuMep, COMHUTEIICH BBIBOJ 00 OTCYTCT-
BUH TIpsiMoro B3aumojieicTBus 14-3-3 u K*-kanamoB GORK Ha ocHOBaHWHM OTpHIIATEIBHBIX
PE3YyNBTaTOB B IPOXKKEBOH IBYTHOPHIHON CCTEME, HECMOTPSI Ha TOKAa3aHHOE B TOM ke padoTe
cneruduueckoe cBszpiBanue 14-3-3 u GORK meronom pull-down [169]. Takum obpazom,
MIPUMEHATH METOJ IS MCCIICIOBAHMS OCIIKOBBIX B3aUMOJACHCTBHUI ¢ ydacTueM 14-3-3, B ToM
YHUCIie PACTUTENBHBIX, CIeyeT ¢ OONBIION OCTOPOKHOCTBIO U JKEJIATENIbHO C TIPUBJICUEHUEM
OpPTOTOHAJILHBIX METOJIOB.

Mozym nu 14-3-3 pacmenuii pezyrupogamsv QyHKYUOHUPOBAHUE OENKO8-NAPMHEPOs
yepes WanepoHo-noooobHylo axmugnocmo u auanue na LLPS? Psy MexaHU3MOB, 110 KOTO-
pBeIM cBs3bIBaHUE ¢ 14-3-3 MeHAET OMONOTHUYECKYIo (YHKIHIO OelKa-apTHEpa, OMHCAHBI
Kak jisi 14-3-3 pacrenuit, Tak U miekormraronmx (Puc. 3 A-E). OnHako Takue WHTEpec-
HbIE MEXaHU3MbI KaK IIarepoOHO-I0100Has aKTUBHOCTh 14-3-3 u Biustaue Ha LLPS onucanbl
Ha HACTOSIIMA MOMEHT TOibKOo Uit 14-3-3 muexomuratoumx [117-119] (Puc. 4 b, B).
[TockonmbKy CTPYKTYpHO pactutTenbHble 14-3-3 MpUHIMNHAIBHO CXOAHBI C TOMOJOTaMHU
U3 MIICKOIHUTAIOIIUX M 00JaNaloT HUYYTh HE MCHBIICH OHONOTHYECKON 3HAYUMOCTBIO, TO
pa3yMHO Mperonararh, 4YTo JaHHbIE MEXaHU3MbI MOTYT OBITh OOHApPYKEHBI M Y PACTCHHI.
VY pacrenuii siBinenne LLPS ObTO ONMUCAHO [Tl HECKOJIBKUX BAKHEHIIINX (DU3HOIOTHUSCKUX
MIPOIIECCOB, B TOM YHCIIE, IPU (POPMHUPOBAHUU MOJICKYISIPHBIX KOHICHCATOB B SIIPE TIPH PEry-
JSIAM [IBETEHUS U TIPH 3aITyCKe TPAHCKPUIIIMOHHOTO OTBETA B CUTHAIMHTE (puToxpoma phyB
[215]. B mocnennux aByx mporeccax Oenku 14-3-3 HEmocpeACTBEHHO YYacTBYHOT M, BO3-
MOYKHO, UMEIOT OTIPENICIICHHYIO POJIb B IIPOUCXOISINNX sIBICHUSIX LLPS.

Ecmo u 14-3-3 6 xnoponiacmax u MumoxoHOpusax u Kax oHu myoa npoHuxarom? J{ns
14-3-3 xapakTepHa JIOKaJIM3aIisl B IUTO30JI€ U SIIPE KICTKH, Y 3TUX OCIKOB OTCYTCTBYET CHT-
HaJlbHAs MOCJIEeIOBATENLHOCTD JUISi UMIIOpTa B XjoporuiacTel [216]. OnHako B HECKOIBKUX
PaHHUX MCCIEJOBAaHUAX OBLIO MOKa3aHO, yTo 14-3-3 pacTeHuil MOTyT OBIThH JIOKAJIN30BaHbI
B cTpome xJyoporuiacta [44, 106]. bonee Toro, Opu10 Moka3aHo, uto 14-3-3 MOryT B3amMO-
JCHiCTBOBATh W PETYNHPOBATH aKTHBHOCTH HEKOTOPBIX XJIOPOIUIACTHBIX OENKOB, TAaKMX KaK
rytamuHcunTeTaza GS2 [129], kpaxmancunrasa [44], a takke ATP-cuHTa3 xjopomiactoB
u mutoxoHnpuii [217]. Octaercs HEU3BECTHBIM, Kak 14-3-3 mMpoOHUKAIOT B JByMeMOpaHHbIC
OpPTaHOU/BL, ¥ Kakue (DYHKIIUHM TaM BBITOTHSIOT. DTH BOIPOCHI, 3aTPOHYTHIE B OCHOBHOM B
paHHUX pPaboTax, HY)KJAOTCS B IEPECMOTPE C IPUMECHEHHEM COBPEMEHHBIX METOJIOB OMOXH-
MHUYECKOTO U CTPYKTYPHOTO aHaJI13a.

Ilpobnemvr henomunuuecrkozo ananuza pacmenuil, mymauwmuoix no 14-3-3. denorumnu-
YEeCKHI aHAJIN3 MyTaHTOB MOT OBbI IIPEOCTAaBUTh BOZMOKHOCTH IJIsl OOHAPY)KESHHS H HCCIIe-
noBaHus crenuduueckux ynkiuit uzodopm 14-3-3 y pacrenuit. beur nponenan 60nbII0i
00BeM padoT O HOKAy THPOBAHUIO, CBEPXIKCIIPECCHH, TETEPOJIOTHIHOM dKenpeccun 14-3-3 y
pa3HbIX BUIOB pactennii [ 18,25, 37-45, 169]. Onnako ruccneoBaHus ¢ TOTYyYeHUEM MYTaHTOB
1o 14-3-3 yacTto HecucTeMHbIe U HenoaHble. O HeXBaTKe CUCTEMHOCTH CBHETEIBCTBYET TOT
(bakT, 4TO B IUTEpAType OTCYTCTBYIOT pabOTBHI, TJIe MPOU3BOIMIN ObI MyTAIIUK M JJABAJIH OIH-
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canue ()eHOTHUITOB OJMHOYHBIX MYTAHTOB 110 BceM 13 n3odopmam Mo IbHOTO 00bekTa 4. tha-
liana. JIns uccnenoBanuii u30(hOpMbl HEPEAKO BBHIOMPAIOT CIY4YailHO WIIM SKCHPECCUPYIOT
n30(OpMy OJTHOTO pacTeHHs B IpyroM. B mccienoBanusx 4acto GpoKkycHpyOTCS Ha ompere-
JICHHOM IIpH3HAKe MYTAaHTHBIX PACTCHUI, HE paccMaTpHBas ApyTHe (OUYSHb MaJo WIH BOOOIIE
HET UCCIJICOBAaHUM MO TUITY «OAHA N30(hopMa — MHOTO IPU3HAKOBY MITU «OAMH IPU3HAK — BCE
n3odopmbly). Kak ObIJIO OTMEYEHO BBIIIE, OCHOBHBIC (DCHOTUIHUYECKHUE MPOSIBICHUS MyTa-
nuii 14-3-3 3arparuBaroT XapaKTEpPUCTHKH POCTa PACTEHUM, BpeMs Mepexoia K IBETECHUIO,
YCTOWYHUBOCTH K COJIEBOMY CTPECCY U HAKOIUIEHHE KpaxMauia. O4eBUIHO, YTO JTAHHBIE (P PEKTHI
HUMEIOT MPaKTHYECKYI0 3HAYMMOCTh, HallPUMEp, B CEIbCKOM X03siicTBe. MOXKHO Mpeanono-
HUTb, YTO B TOJOOHBIX HMCCIICIOBAHUSIX aBTOPHI MPUAAIOT OTIIACKE TOJBKO SPKHE JaHHEBIC
U yMaITYUBAIOT 00 OCTaNBHBIX d(h(PEeKTax MyTaluil WM HE 3aMe4aroT ux. VHTeprperanuro
PE3YIBTAaTOB 3aMETHO OCTIOKHACT KOMIIEHCATOPHBIN 3¢ dekT n30(popM npu HOKAYTUPOBAHHH,
OTPEJIeIICHHO UMEIONIMIA MECTO B CIIydae JIOCTATOYHO (DYHKIIMOHAIBLHO CXOJHBIX IPYT C JIPY-
rom OesikoB 14-3-3. OxBar u (pyHIaMEHTAIIbHAS 3HAYMMOCTh paboT MO OOpaTHOW TeHEeTHKE
14-3-3 pacrenunit MorIM Obl CHJIBHO BO3PACTH NPU UCIOJIB30BAHUHM CHCTEMHOTO MOJIX0Ja U
BCECTOPOHHET0 aHaJIM3a MYyTAHTHBIX 110 14-3-3 nTuHM.

PaboTa wactTi4HO momepxkana rpantoM Poccuiickoro Hayurnoro ¢onaa 24-74-00091.
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