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PEMDEPAT IIUTOKMHMHBI — OJHNU M3 CAaMbIX BasKHBIX U N3BECTHBIX TOPMOHOB pacTeHmii. OTKpbITHIE DoJiee moyBe-
Ka Ha3aJ, MUTOKMHNHBI HEM3MEHHO MPUBJIEKAIOT BHUMaHNIE Mccaeg0oBaTelieii MHOTOOOpa3meM CBOero AeiicTBUA
Ha POCT U Pa3BUTIE PACTEHII, yJacTHEM B aJanTanui K BHEITHIM YCJIOBUAM, BO3MOKHOCTHIO IPMMEHEHIIS B 0110~
TEeXHOJIOTUI, CEJIHCKOM XO03AICTBE, MEeINMI[MHE I Jaske B KocMeTnke. OaHAKO MOJICKYJIAPHBII MEXaHN3M JeiiCTBISA
IUTOKVHITHOB {0JITO€ BPeMsA 0CTaBaJICA HEM3BECTHHIM, OH HAYAJI MPOSICHATHCS TOJMBKO B 21 BeKe mocjie OTKPbITHA
peuenTopos 3Tux puroropmonos. Kak okazanocek, pacTeHns afanTupoBaIn IJisi CUTHAJVHIA IUTOKVHITHOB ABYyX-
KOMIIOHEHTHYIO CIICTEMY Iepeaadn CUrHAJA, M03aIMCTBOBAHHYIO Y IIPOKAaPIOTUYECKIX Oprann3mMoB. B 063ope pac-
CMOTPEHbI JOCTUKEHIIA MOCTEeTHNX JEeT B 00JIaCTU N3YUYEHIA MOJEKYIAPHBIX OCHOB BOCHPUATIA U TPAHCLYKITNN
IUTOKMHNHOBOTO curHaga. OCHOBHOE BHIIMAaHIIE yeJIEHO PerenTopamM MUTOKMHITHOB, X JOMEHHOI 1 MIPOCTPaH-
CTBEHHOIT CTPYKTYpe, CyOKJIEe TOUYHOIT JIOKATU3AINI, CUTHAJIHHOI aKTUBHOCTU U BIVSTHUIO MY TAI[UIi, JINTAHICBA3bI-
BaIOIINIM CBOVICTBAM U (DUJIOT€HI.

KIMHOYEBBIE CJIOBA 1{IITOKMHIHBI, PELENTOPbI, CEHCOPHbIE TMCTUANHKITHAZEL, JBYXKOMIIOHEHTHbIE CIICTEMBI, ITepe-
Jada curHaJja.

CMUCOK COKPALLEEHMA HE — ructunuaknnasza; HP — dpocporpancmurrep; RR — peryasitop orera; P — suio-

JIa3MaTUYeCKUIT PpETUKYJIYM.

BBEEHME

IInTOKMHMHBI, HAPAAY C ayKCUMHAMU, I'M00epesIMHaAMY,
a0CIM30BOI KICJIOTOM M DTUJIEHOM, OTHOCATCA K KJIaCCy-
YeCKMM ropMoHaM pacteHuit. [InTOKMHMHEBI 00HAPY KU
B Jaboparopun P. Cxyra B 1955 r. [1] 1 Ha3Bam Tak U3-
3a X CIIOCOOHOCTM aKTUBUPOBATH JleJieHNe (IUTOKMHES)
pacTUTeJbHBIX KJIETOK N vitro. IIo cTpyKType npmupom-
HbI€ I[UTOKVHMHBI IPEICTaBJIAIT 000 TPOM3BOSHbIE
aZeHnHa ¢ HeOoJIbIIMM 3aMecTuTesieM B No-nososkernun
(puc. 1). Y OOJBUIMHCTBA HUTOKMHUHOB B OTOM II0JIOMKE-
HIUM HAXOJUTCSA M30IEeHTEeHUJIbHAA Ipynna (HampuMmep,
Yy 3eaTHHa, N30MEeHTEeHUIIaIeHMHA ), XOTA 3aMEeCTUTEJb
MOKeT OBITh U apomaTndeckuM (N°-OeHsmiageHnH, K-
HeTuH). [INTOKMHMHOBO aKTMBHOCTBIO 00JIaJaI0T TaKKe
OTJeJIbHbIe CYHTeTNYeCKMe ITPOM3BOJHbIE q)eHI/IJIMO‘-Ie—
BUHBI (TUAMA3YPOH U AP.). LINTOKMHNHBI BIMAIOT HA I1e-
JIBI PAJ (PUBUOJIOTUHUECKUX IIPOIECCOB: CTUMYJJIUPYIOT
JleJIeHMEe U POCT KJIETOK, A PepeHINPOBKY IIJIACTI,
3aIepsKUBAIOT CTapeHNe JIMCThEB, aKTUBUPYIOT IIPUTOK
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MeTaboJIMTOB, a TaKKe 00pa3oBaHue IT0OEroB 13 KaJLIY -
COB B KyJIbType (cM. 0030pbI [2—5]). LINTOKMHMHBI aKTUB-
HO JICIIOJIb3YIOTCS B OYIOTEXHOJIOT MM 11 aTPOIIPOM3BOJICTBE
JUI BBIPAIMBAHUA KYJbTYP KJIETOK pacTeHuii B 61o-
peakrTopax, MUKPOPa3MHOKeHNA (KJIOHMPOBAHNA) 110~
JIE3HBIX PACTEHNI, ITOJIyUYeH) A TPAHCTEeHHBIX PaCTeHUIA,
peryJAanym roja pacTeHuii, redoamaimm XJI0mdaTHIKA
u gp. [4, 5]. INTOKMHMHBI y4acCTBYIOT B MUHEPaJbHOM
IITaHMUM PACTEeHNI, (POPMMPOBAHNUY a30TPUKCUPYIOIINX
KJIyOEHBKOB Ha KOPHAX, BIUAIOT Ha YCTONYMBOCTD pac-
TeHMII K HebJaronmpmATHEIM (paKToOpaM, a TaKKe Ha pas3-
Mep 3epHa 3JIAKOB, T.e. Ha yporkaitHocTh [6—8]. B mocsen-
HJIe TOABI IIVMTOKMHVHEI ¥ POJICTBEHHBIE VIM COeIVHEHV A
HaxoJAAT Bce OoJjiee IIMPOKOe NIPYMEHEeH)Ee B MeANIIHE
¥ KOCMETOJIOTUY, X UCIIOJIb3YIOT B KA4eCTBe IIPOTUBO-
OIIYXOJIEBBIX CPEICTB U MHIMOMTOPOB HelipogereHepa-
THUBHBIX IIPOLIECCOB, & TAKKe KaK aKTVBHBI MHIDEIVNEHT
B Ma3dAX JJIA IPeIOTBPAIle ) BO3PACTHBIX N3MEHEeHN
KOJKHOTrO IToKpoBa [4, 9, 10].
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TpaHc-3eatuH uymc-3eatuH  MsoneHTenunapenuH beHsunamuHonypuH

Puc. 1. CTpyKTypbI TUMMYHBbIX LLUTOKMHMHOB. BBepxy no-
Ka3aHbl Hanbornee BEPOSITHbIE MPOCTPAHCTBEHHbIE KOH(M-
rypauym LMTOKMHUMHOB, BHUM3Y — X XMMHUYECKOE CTPOEHHEe
B TPAAMLIMOHHOM MNpPeCTaBIEHNM.

3a nocaenHue 15 JieT JOCTUTHYT 3aMeTHBIN IIporpecc
B BBIFACHEHWMM MOJIEKYJIAPHOIO MeXaH3Ma JleﬁCTBI/IH -
TOKVMHMHOB, IIPYYEM BasKHYIO POJIb ChITPAJIO CEKBEHIPO-
BaHIe TeHOMa MoJiesIbHOro pactenus Arabidopsis thaliana
[11]. Ocoboe 3HaUEeHNME UMEJIO O0HAPYIKEHME KJIIOUEBbIX
KOMIIOHEHTOB BOCIIPUATHUA U IIepeJaydy TOPMOHaJIbHOT'O
cUTHaJIa B KJIeTKe — pelrentopoB. B 2001 r. 6b1ym oy OJtn-
KOBaHBI YeThbIpe CTATBM, ITIOCBAIIEHHbIE AeHTU(UKAIINNI
7 XapaKTEPUCTUKE PELENITOPOB IITOKMHIMHOB apabumomn-
cuca [12—15]. Bbl oxapaKTepn30BaH PelenTop, IoJIydnB-
it HasBanue CRE1L (Cytokinin Response 1), non AHK4
(Arabidopsis Histidine Kinase 4). Emte paubiie odHa-
PYKUIM MYTaIMI0, KOTOPas IPOABJIATIACH YKOPOUEHN -
eM KOpHA apaduioricyuca Ipy OTCYTCTBUM TaM (DIJI0OOMBI
(wooden leg, nau cOKpaIieHHo wol). OTa MyTalys 3aTpa-
ryBaJa TOT jKe caMblil reH, Ha3BaHHbIT WOL [16]. Hapa-
ny c reiom CRE1/AHK4 /WOL B reHoMe apadupgoricuca
BBIABIJIM JIBA €ro tapaJiora, Ha3BaHHble AHK2 n AHK3
[13, 14, 16, 17]. Takum obpasoMm, y apabugorcuca odHapy-
JKEHbI TPY PeLeNTopa IMTOKVHIHOB, KOTOPBIE IIPeCTaB-
JIAIOT c000¥ CXOHBIE 10 CTPYKType TpaHCcMeMOpaHHbIe
Oesiky ¢ maccoii 6osee 100 x/1a.

B Hacrosamem 0630pe paccMOTpeHbI OCHOBHbBIE BOIIPO-
CBI, CBA3aHHBIE C y3HABAHMEM M CUTHAJIVHIOM Y TOKMHM-
HOB: IOMEHHAA CTPYKTYpPa PELelTOPOB; O1oXMMIYecKye
OCHOBBI BOCIIPMATNA U [TIepeJjayun CUrHaJa; CyOKIeTOYHAa A
JIOKaJIM3alId, JIUTAHACBA3BIBAIOITEe CBOVICTBA M BJIMA-
HIle MyTalllii Ha CBOJICTBA PELeNITOPOB; IPOCTPAHCTBEH-
HadA CTPYKTYpPa PELENTOPOB; IIOABJIEHNE V1 DBOJIIOLNA Pe-
LIEIITOPOB Y paCTeHMIL.

AOMEHHASA CTPYKTYPA PELLENTOPOB
LUMTOKHMHMHOB

PenenTopsb! IMTOKMHMHOB OTHOCATCA K TUIY KaTaJu-
TUYECKNUX PEeLelITOPOB, OHM UMEIOT CJIOYKHYIO MYJIbTH-

TM JIC  TM rK Ax
N CHASE H D c
Lix ATP -p

Puc. 2. [lomeHHas cTpyKTypa peuentopa LMTOKMHMHOB
(Ha npumepe CRE1/ AHK4 apabugoncuca). JomeHsi 6en-
ka: TM — tpaHcmembpantbig; JIC — nuraHaces3biBaroLLMM
(CHASE); TK — ructuamHKkmHasHbiiM; AK — aKLENTOPHbIN;
Lk — untokmHmHbl; H)— KOHCEpPBAaTUBHbIM OCTAaTOK FMCTUAN-
Ha;®— koHcepBaTtueHbii acnaptat. N u C — N- 1 C-koHupl
6enka. CTpenku cnpaea yKasblBatoT Ha caiTbl pocdopm-
NUPOBaHMS M MEPEHOCA BbICOKOIHEPreTMYecKoro gpocda-

ta ("P).

JIOMEHHYIO CTPYKTYPY (puc. 2). [opMOHCBA3BIBAIOIIIEN
aKTUBHOCTBLIO oOJamaeT Tak HasbiBaeMblli CHASE-
nomeH (Cyclase/Histidine kinase Associated Sensory
Extracellular) [18, 19], pacnionosxkeHubIl Ha N-KOHIle
MoJieKyJibl perjenntopa. C IBYX CTOPOH 3TOr0 CEHCOpP-
HOTO JAOMeHa HaXOAATCA JABa ujau H6ojiee TpaHCMeM-
OpaHHBIX JJOMeHa. 3a MOCJeJHUM TpaHCMeMOpPaHHBIM
JIOMEHOM CJIeyeT KaTaJUTUIeCKNII JOMEeH C TUCTUINH-
KMHAa3HOM aKTUBHOCTHIO. KopoBasa gacThb »T0i1 00sacTn
COCTOUT U3 AuMepusanuoHHoro nomeHa u ATP/ADP-
cBA3bIBaloIIero pocdorpancdeproro gomena. Au-
MepM3alMOHHBIN ToMeH (A-IO0MeH) COCTOUT U3 ABYX
IIPUMBIKAOIINX OPYT K APYTI'Yy TaK Ha3bIBAEMBIX tWO-
stranded coiled-cotls. A-qoMeHBI IBYX PELeNTOPOB MO-
I'yT B3aUMOJIEICTBOBATh, 00pas3ysd YeTbIpexCruupab-
HbI y3eJ. COrJacHO COBPEMEHHBIM IIPEeCTaBJIEHNUAM,
KasKJad U3 TUCTUAMHKMHAS B AuMepe Pocopuinpyer
Ipyrymo (peakuus in trans) [20]. B dpochorpancdep-
HOM JOMeHe uMeeTcsa KoHcepBaTUBHBI canT (H-box)
obmeit ctpykTypsl ~TATVSHEIRTP—, B ieHTpe Ko-
TOPOT0 pacnoJaraercsa (PocoOpUINPyEMBII OCTATOK
TYICTUIVHA.

B cBaseiBaruy ATP yuacTBYIOT UeTbIpe KOHCepBa-
TuBHBIX MOTUBa: N-, G1-, F- 1 G2-60Kchbl. Bo3M0OKHO,
OHI YYaCTBYIOT TaKsKe B KaTaJl3e I [IePEeHOCe OCTATKa
docdara. Ha C-koHIle perenTopa HAXOIUTCA PECUBEP-
HBIJ (IPVHMMAOINI) JOMEH C OCTATKOM KOHCEepPBAaTVB-
HOTO aKIIeIITOPHOTO acrapTaTra B II0CJIeL0BAaTEIbHOCTH,
oboznauaemoit kak DD-D-K. ¥ quTOKMHMHOBBIX peliern-
TOPOB MEKAY 00J1aCThbI0 IMCTUNHKIHASZEI I PECUBEP-
HBIM JOMEHOM HaXOJUTCS IICEBIOPECUBEPHBIN TOMEH,
CXOJHBII 10 CTPYKTYPE C PeCcUBEPHbIM, HO He CII0CO0-
HBIN K IpueMy ocaTa 0T KOHCEPBATUBHOTO OCTATKA
ructuauga [21, 22]. DyHKRIMUA ICEBIOPECUBEPHOTO J0-
MeHa II0Ka He sCHA.
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LIuToKMHMHBI

MembpaHa

Puc. 3. Cxema ne-
penaym UUTOKM-

HUMHOBOrO cUrHana
Mo MPUHLMMY MHO-

rocryneH4artoro

(His-Asp-His-Asp)

doconepeHoca.
Perynﬂuuﬂ CDOCd)OpHﬂMpO-
TpaHCKp"nun“ BaHWe aaepHbIX

daKTOpOB TPaHC-
Kpunuumn (pery-

MopemHbie AnepHele nsTOpOoB OTBETa
pocdo- cpakTopsI Tvna B) npusogut
p TPaHCMHUTTEPDI TPaHCKpPMUNLUK K UX aKTMBALUM
e6|_|,enTopb| - M BO3[,ENCTBUIO
rmbpupHble Ha TPaHCKPMNUUIO
rMCTUAMHKMHASDI

Taxum 06paszoM, II0 CBOe 0011Ieli CTPYKTYpe peren-
TOPBI IMTOKMHMHOB IIPUHAJJIEKAT K TPYIIle MeMOpaH-
HBIX CEHCOPHBIX I'MICTUAVHKIHAS ¥ 00J1a1aI0T TOMOJIOTMEN
C HEKOTOPBIMU IPYTYIMI CEHCOPHBIMY OeJIKaMM pacTeHMIA:
pelienTopamMu 9TuIIeHa U puToxpomamu [22, 23].

MOIJEKY NNSPHbIE OCHOBbI NEPEAAYH
LMTOKMHMHOBOI O CUTHAIJIA

Pernentops! IMTOKMHVHOB CTPYKTYPHO 1 (DYHKIVIOHAJIb-
HO POJICTBEHHBI CEHCOPHBIM I'MICTUAVIHKMHA3aM IBYX-
KOMIIOHEHTHBIX CUCTeM Ilepejiaduyl CUTHAJIOB, IIVPOKO
pacHIpoCTPaHEHHBIM y IPOKAPMOT Y HAlIZIEHHBIM TaKMKe
Yy pAna 3yKapuor, Kpome KUBOTHBIX [20, 24]. Kiaccu-
4JecKasd JIByXKOMIIOHEHTHAA CUCTEMa IIPOKaPUOT COCTO-
UT U3 ABYX OEJIKOB: CEHCOPHOI TMCTUAVHKIMHABEL U pe-
rysAaropa orsera (0O6bIYHO (PaKTOpa TPAHCKPUIIIIIN).
ITox BaMsAHMEM BHEIIHMX BO3IEVICTBII IMICTUAMHKIHAZA
aKTUBUPYeTCH, aBTOOChopMIMpyeTcs 1 fajee nepe-
JlaeT BBICOKODHepreTndeckuii pocdaT peryiaaTopy oT-
BeTa. B IByXKOMIOHEHTHBIX cucTeMax pocdat nepe-
HOCUTCS OT KOHCEPBATMBHOTO OCTATKA TMCTUMHA OJHO
0eJIKOBOIT MOJIEKYJIBI (TMCTUAVMHKMHASZEI) Ha KOHCEpBa-
TUBHBIV OCTATOK acliapTarta APYroi (pecuBepHOro Do-
MeHa peryiuaropa orBeTa) (phosphorelay). @ocdopnmm-
pOBaHMe peryJATopa OTBETA BbI3bIBAET €I0 AKTUBAIMIO,
YTO, B CBOIO OY€pPe/[b, BKIIIOYAET TPAHCKPUIIIVIO OIIpeie-
JIEHHOTO TreHa 1M Habopa TeHoB [25].

B coygae penennuym DUTOKMHMHOB CXeMa Ilepenadn
CUTHAJIA YCJIOKHEHA, TAK KaK PeCUBEPHBIN JOMEH BKJIIO-
4eH B COCTaB CEHCOPHOI TMCTUAMHKIMHASZE] (TMOPUIHbIN
Tun 6esaka). [Ipu sToM curHag nepepaercs o scradeT-
HOMY IpuHIMITY MHOroctymneH4daTtoro (His-Asp-His-Asp)
doconepenoca (multistep phosphorelay) (puc. 3).
IIpnu cBaseiBanum ropmonHa ¢ ceHcopabsiMm CHASE-
JIOMEHOM IIPOMCXOoAUT pocopuampoBaHye KOHCEPBa-
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reHoB nepsn4yHOro
oTBEeTa.

TMBHOTO OCTATKa I'MCTUAVHA B 00pPa30BaHHOM AVIMEpPE
TYICTUAVHKNIHASZ. 3aTeM dTOT (pocaT IepeHOCUTC BHY -
TPUMOJEKYJIAPHO Ha OCTaTOK KOHCEPBATMBHOIO aclap-
TaTa PECUBEPHOrO JOMeHa TMCTUAVHKMHASZEI, a OTTya
Ha I{OHCGpBaTI/IBHbe/’I OCTATOK TMCTUIVMHA IIOABMMKHOTO
HU3KOMOJIEKYJJIAPHOTro Oeska-docdorpancMurrepa
(AHP), KoTOPBIIt IOCTOAHHO KypPCUPYeET MEeXAY LIUTO-
mra3moit u axpom KieTku [26]. Korpa dpocdopuanpo-
BaHHBIN (pochoTpaHCMUTTEP OKa3bIBae€TCHA B ALpeE, OH
IlepesaeT BBICOKOHepreTHdecKuit gocdar Ha ocra-
TOK KOHCEPBATMBHOIO aCllapTaTa B PECUBEPHOM JOMe-
He peryJAaTopa orBeTa. JJaHHBIN O€JIOK, ABJIAOIMIICS,
KaK [IpaBuUJIo, PaKTOPOM TPaHCKpUILMu, npu dgocdo-
PUIMPOBaHNM [IEPEXOIUT B AKTVBHOE COCTOSHME U CTa~
HOBUTCSA CIIOCOOHBIM PETryJNpPOBaTh (OOBIYHO aKTUBUPO-
BaThb) TPAHCKPUIIIVIO TeHOB IIEPBUYHOrO oTBeTa [27—29].
Perynamnusa 6nocunresa MPHRK rena nepsudHOro orsera
LMTOKVHVHAMY 3aBJMCUT TOJBKO OT (HETPaHCKpUOUpye-
MOT'0) IIPOMOTOPA, T.e. IPOMCXOANT Ha CTAAUN MHUIIVA-
MY TPAHCKPUIIMM [4].

OCOBEHHOCTHU CUTHA JIMHI A UZUTOKMHHMHOB

Y APABMOIMNCUCA

ITepBrIe perenTopbl HMTOKMHUHOB ObLIM OOHAPYKEHBI
y apabuorcuca, a uX CIIoCOOHOCTH BOCIIPUHMUMATE TOP-
MOHAJIbHBI CUTHAJI IOATBEPAVIIN B OIIBITAX ¢ TpaHchop-
MMPOBAHHBIMY DAKTEPUAMY U IPOKIKAMI. DKCIIPECCUs
UMTOKMHMHOBBIX PELIENTOPOB PACTEHUN B BTUX OJHO-
KJIETOYHBIX OpraHm3Max IIpuBoanJia K IIOABJIEHUIO Y HUX
Ccr10COOHOCTY aKTUBHO pearnpoBaTh Ha HUBKME (TOPMO-
HaJIbHbIEe) KOHIIEHTpauuy IUTOKMHMHEOB [12—14, 30, 31].
Posp 911X 6€JIKOB 1N VYO KaK PelenTopPoB IOATBEPAVIIN
IIpM U3Y4YeHNUN MHCEPIMOHHBIX MyTaHTOB apabuaorncuca.
B 1ies10M, BBIKJIIOYEHVIE OTHOTO PELENITOPA HE IIPUBOLIVIIIO
K KaKUM-J1M00 3aMEeTHBIM M3MEHEHUAM (PEeHOTHUIA pac-



OB30OPHI

TeHnit. OMHAKO BBIKJIIOUEHNE JBYX 11 OCOOEHHO BCEX TPEX
PEeLIenITOPOB MIMeJIO cepbesHble rnocyencTBrd. [Ipn nHak-
TUBALIMY BCEX PEIEIITOPOB TPOIIHOI MyTaHT OKa3bIBAJICA
HEYYBCTBUTEJIbHBIM K IMTOKMHIHAM U IIPEJICTABJIAI CO-
60it cTepMIbHOE KapPJIMKOBOE PACTEHNE C TOHMKEHHO
*KIBHECIIOCOOHOCThIO [32—34].

Penennrops! pyHKIMOHAIBHO JOTOJTHAIOT IPYT APYTa,
XOTA B PsAJie IIPOIIECCOB OHM He PaBHO3HAYHEL Pernentop
CRE1/AHRK4 akTMBHO BKCIIpecCUPYyeTCA B KOPHAX, TOT-
na xak AHK3 npeBasupyert B mmcThAX. B cooTBeTCTBIM
C BTUM IIUTOKVHUHOBBIE 3PP EKTHI B HAI3E€MHOI YaCTU
pactenus 6oJblire 3aBucAT oT perentopa AHK3, Torga
kak B nogzemHoil — or CRE1/AHKA4 [4]. ¥ apabugoncuca
Ccpenu BJIEMEHTOB ABYXKOMIIOHEHTHOI CUCTEMbI UIEH-
TU(MUIMPOBAHO IATh TUINYHBIX (POCHOTPAHCMUTTEPOB
(AHP) u 22 perynaropa orBeta. PochorpaHcMUTTEPHI
IIpeiCTaBJIAT cob0it HebobInye 6eJIKK pa3MepoM OKO-
7o 17 xla [35]. Kak u penenntopsl, 6enku AHP ¢pyHK-
OUOHMPYIOT aJAVMTVBHO B Ilepegavde NUTOKMHVMHOBOTO
CUTHaJIa, & MyTaHT I10 BCEM IIATK reHaM obJjazan pes-
KO CHMUYKEHHOJ YyBCTBUTEJBHOCTBIO K I[UTOKMHMHAM
¥ (peHOTUIIMYECKY HAIIOMMHAJI TPOMHO MYTaHT II0 pe-
nentopam [36—39]. OcHOBHYIO pOJIb B Ilepenade IIUTO-
KMHMHOBOTO curHaJja urpaiot AHP 1, 2, 3 u 5. Corsacuo
COBpEeMeHHBIM IIpeacTaBiaennaM, benkn AHP nmocroanno
KYPCUPYIOT MEXKAY AAPOM U IUTOIJIA3MOM, U TaTTePH
VX JIOKAJIM3aLVM He 3aBUCUT OT UX POCOPUINPOBAHNUA
[26, 35, 40].

Emte onuu 6esok apabuporncuca, CTpYKTYPHO HAIIO-
MyHaImii pocporpancmurrep, — AHP6. OgHako sToT
OeJsiok oTHOCUTCA K ITceBIOAHP, Tak Kak He COIEepPIKUT
KOHCEepPBAaTMBHOTO OCTAaTKa TMCTUANHA, HE0OX0AMMOro
s epenoca docarta. ITpu sartom AHP6 moskeT cBA3BI-
BaThCA KaK C PELEIITOPaMH, TaK I C PEryJIATOPaMI OTBe-
Ta, UHTMOVPYA X B3aUMOJIEICTBIE C TUTINYHBIMMU hocdpo-
TPAaHCMUTTEPAMMU U ABJIAACH TAKUM 00Pa30M HETaTVBHBIM
PEryJIAaTOpOM Ilepefauy CUrHaja IMTOKMHNHA [41].

Perynarope! orBeTa apabuponcuca nmogpasnenaaioT
Ha Tpu rpynnel — A, B u C, mpu 5TOM CcyliecTByeT eIe
rpymnmna 0eJIKOB-TICeBIOperyaaTopos [42]. Hacrodamm-
MM TPAHCKPUIIMOHHBIMM (PaKTOPaMU ABJIAKTCA PEry-
aaropsl orBeTa B-tuna (ARR-B), KoTophle comepsxaT
Kak pocpopunmpyemslit N-KOHIIEBOW peCUBEPHBIN J0-
MEH, TakK 1 0co0bIil B-MoTuB, KoTophIil BRIowaeT JTHEK-
ceasbiBauii GARP-nomen u roiyramMuH-60TaTHII
noMeH [43—46]. Brarogapsa curHasiaM AnepHOil JIOKaJI-
3anun (NLS) perynarops! orBeta B-Ttuna jsokannsy-
10TcA B Aape. Becero nHacunteiBaercsa 11 renoB ARR-B,
OIHAKO PeryJATOPbI OTBeTa B-Tumna He paBHO3HAYHBI
B Ilepejade UMTOKMHMHOBOrO curHaJga. Ocoboe 3Haye-
Hue umeloT reuel ARR1, 10 n 12: TpoOiHOI MyTaHT C HO-
KayTOM DTUX TeHOB (DEHOTUIINYECKN CXOJEH C TPOMHBIM
MYTaHTOM II0 IIMTOKVMHMHOBBIM pelrjentopam [47—49].
OKCIpeccys FeHOB PeryJIaToOpoB oTBeTa B-Tumna nTorm-

HMHaMU He peryaupyetcsa [28, 29, 50, 51]. Basxno oTme-
TUTB, YTO IOJIyYeHBI IPAMBIE JOKa3aTeJIbCTBA B3aVIMO-
ZiericTBYA OEJIKOB — KOMIIOHEHTOB IIepeiadyl CUTHAJIA, UX
CIIOCOOHOCTY OTHABATDH ¥ IPMHMMATE (pocdaT Kak IIpe-
JIYCMOTpPEHO cxeMolt Ha puc. 3 [13, 36, 38].

B orsamunme or ARR-B, reHsl perysiaropoB oTBeTa
A-tuna (ARR-A) 6pIcTpO aRTUBUPYIOTCA IUTOKMHI-
HaMI M OTHOCATCH K TeHaM IIePBUYHOIO OTBETA Ha 3TU
ropmons! [27—29, 52]. ARR-A cocToAT 13 TUIIMYHOTO pe-
CUBepHOro nfoMeHa 1 Hebosbioro C-koHIIeBOro ppar-
MeHTa. Perysnarops!l oTBeTa A-Tumna MOTyT IPUHUMATb
docdart ¢ pocdoTpaHCMUTTEPOB MTOJIOOHO PETYIIATOPAM
B-Tumna, HO mpM 3TOM OHM He CIIOCOOHBI BBI3BATH XapakK-
TEPHBI TPAHCKPUIIIVOHHEBI 0TBeT. COBOKYIIHOCTDb Ha-
OJroIeHNIT I03BOJIAET 3aKJII4YUTh, uTo ARR-A urpator
POJIb HETATUBHBIX PETyJIATOPOB IIepefaydy CUruaJa, mpm-
4yeM KOHCEPBATMBHBIN OCTATOK acraprata HeoOX0oauM
IJIA peanmsanyy UX MHr1OuTopHOro adpdpexrra [53—55].
KomnnekcHbII MyTaHT II0 TeHaM PEeTyJsaTOPOB OTBETa
A-Tyuna xapaKTepusyeTcs INOBBIIIEHHOV YyBCTBUTEJb-
HOCTBIO K IMTOKMHMAY. [Ipeanosnaraercsa, 9To peryiasaTo-
pBI 0TBeTa A-TuIla MOTYT IIOABJIATE IIepefavdy CUTHAJIA
IUTOKMHMHA ¢ OesnkoB AHP, KoHKypupy= ¢ peryaaropa-
My B-Tuna 3a BbIcOKO2HEpreTmdecknit pocdar. Taxkum
obpaszom, ¢ yuactuem ARR-A B cucteme nepenayun 1u-
TOKVHJHOBOT'O CUT'HAJIA OCYILIECTBJIAETCA OTPUILIATEIb-
Hada obpaTHaa cBA3b. Perysnaropsl orBeta C-Tuma, XoTa
U CXOIHBI 110 cTPYKTYype ¢ ARR-A, He MHAYyIUPYIOTCA
LMTOKVH/HAMY U, IO-BUIVMMOMY, HE UTPAIOT 3aMeTHOM
poJu B mepefave NUTOKMHMHOBOrO cursaja [42, 56]. Or-
meTuM, uto perentop CRE1/AHK4 B oTcyTCTBME IIUTO-
KMHI/HA (PYHKIIMOHUPYET Kak docdarasa, yaaaasa goc-
dat ¢ AHP-0esK0B 1 TeM caMbIM BBIKJIIOUA A IIepenady
CUTHAJIa U C APYTUX UUTOKMHMHOBBIX pPelenTopos [57].
B nesiom, MHOTrOUMICIIEHHBIE MICCJIEOBAHNA HA PACTEHMUAX
apabuponcuca yoeauTesbHO ITOKa3bIBAIOT, YTO Iepea-
Ya IUTOKVHMHOBOTIO CUTHAJA OCYII[ECTBJIAETCH 110 TUILY
JIBYXKOMIIOHEHTHBIX CJYICTEM C I'MOPUIHBIMY IMCTUAVH-
KI/Ha3aMI B KaueCTBe PellelITOPOB.

CYBKJIETOYHAS JIOKAJIM3 ALIUS PELLENMTOPOB

M TOKMHMHOBBIN PELEeNTOpP ABJAETCA MHTEIPATbHBIM
TpancmeMmbpanubIM 6enkom, CHASE-noMeH KoTOpOTo
pacIIoJIoKeH 10 OJHY CTOPOHY OT MeMOpaHbI, a TUCTU-
OVHKVHA3HBIM U PeCUBEPHBIN JOMEHBI — II0 OPYTYIO.
BrauaJsie nosiarasy, 4To PeLeTOPhl INTOKNHIHOB JIO-
KaJIM30BaHBI Ha IIJIa3MaTUYeCKOll MeMOpaHe, IpY 5TOM
cunraJjioch oueBugHbIM, uTo CHASE-gOoMeH HOJIMKeH
pacroJsiaraTbCs BHe KJETKM, a OCTaJbHAA 4acTh OeJi-
Ka — BHYTPU KJIeTKN. JlaHHOe IIpexIIoJIoKeHe OTIaCTI
OCHOBBIBAJIOCH Ha IIPEJCKa3aHMUY CyOKJIETOYHO JIOKa-
JIM3aINY C TIOMOIIIBI0 KOMIIBIOTEPHBIX IporpaMm [12; 14,
16], a Takske Ha aHAJIOTUM C DAKTepPUAJIbHON KJIETKOI,
y kotopoit CHASE-oMeH ceHCOPHBIX DEJIKOB HAXOUT-
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cA BHe KJIETKM (YTO OTPa’skeHO B caMOM Ha3BaHUM JO-
MeHa). B mogTBepskieHMe 5TOMY ITOSABUIIOCH COOOIIIeHMe
0 JIOKAJIM3alMy IIMTOKVHMHOBOTO PeLeIITOpa B IJIa3Ma-
JleMMe, OCHOBaHHOE Ha pe3yJibTaTaX DKCIIPeccuy KOH-
crpyrkunu AHK3-GFP B nporonsacrax apabuporncuca
[58]. JTorkanmmzanua pelenTopoB NIMTOKVMHNHOB Ha I1J1a3-
MaTUYeCcKoil MeMOpaHe IpexnrnosaraeT, YTO HIUTOKMHN-
HOBBIJ CUTHAJI IIOCTYIIaeT B KJIETKY M3 OKPYy’KaloIen
Cpezpbl 3a CUeT BHEKJIETOUYHBIX IMTOKMHMHOB. C Ipyroit
CTOPOHBI, onlpefiesieHne pH-3aBUCKMOCTY CBA3BIBAHNUA
IVTOKVHIHA PellelITopaM II0Ka3aJjo, YTO 3TO CBA3bI-
BaHIE OITYMAJbHO B HEMTPAJIbHON U CJIabOIIeJI0YHOI
cpeze, TUIIMYHOMN AJIA IMTOILIA3MBl, Y PE3KO CHIKAETCH
B YCJIOBMAX 3aKMCJIEHUA, XapaKTePHBIX JJI BHEKJe-
TOYHOTO IIpOCTpaHCcTBa (anomniacta) [59]. Ato, HaoboporT,
YKa3bIBaJIO HA BHYTPUKJIETOYHYIO JIOKAJIM3AIIIO pellel-
Topa. [loaTomMy usydeHne cyOKIETOYHON JIOKAIMBALIUN
PEeLeNTOPOB IIMTOKMHIHOB OBLJIO IIPOIOJIMKEHO.

Hegnasuo onyOsamkoBasm cpa3y Tpu CTaTbU O TOM,
YTO PELIeNTOPHI (II0 KpaifHell Mepe, OCHOBHAA MX YaCTbh)
JIOKAJIM30BaHbI BHYTPY KJIETKY Ha MeMOpaHax DHI0-
niasMmaTndeckoro perurysayma (OP) [60—62]. OnbIThl
¢ cyOKJIETOYHBIMY OpTaHeJIJIaMy BBIBUJIYM BBICOKO-
aduHHbBIE calTbl cBA3bIBaHUA *H-mpanc-3eaTnHa
BO (ppakimmu MmeMOpaH (MMKPOCOM), HO He BO (ppakiu-
AX MUTOXOHAPUN U XJyoporactos [60]. ITocse pasne-
JIeHISA MMKPOCOM B BOJHOJ IIOJIMMEPHOI NBYyX(as3HOM!
cyucTeMe Ha IJIa3MaJieMMy U 9HIoMeMOpaHbl 0Ka3aJ0Ch,
4TO BbICOKOA((UHHBIE CAMIThl IPUYPOUYEHBl B OCHOB-
HOM K (ppakumy sHIoMeMOpaH Kak y apabumgoncuca [61],
Tak 1 y KyKypy3sl [60]. C yueTom mpeobaagannsa 3HI0-
MeMOpaH B KJieTKe paccuuran, 4to 6osee 90% caiiToB
CBSA3BIBAHNA FOPMOHA HAXOAATCA BHYTPU KJIETKIL.

VIgyueHne JOKaMM3aIyy CIINTHIX C (PJIyOpPECIIeHTHBI-
M1 OeJIKaMI PelelTOPOB apaduaoncuca, SKCIIPeccupo-
BaHHBIX B JUCTHAX Tabaka [61, 62], 1 perierrTopa KyKy-
py3bl ZmHK]1 B nipoTonyacTrax u3 JMCThEB KYKYPY3bl
[60] mokazaJio, uTo pacnpeneaenue (IyopecleHIIUI CO-
OTBETCTBYET CETV 3HJIOILIA3MaTUIECKOTO PETUKYJIYMA.
B cayuae penentopa AHKS3 kaptuna dpiryopecieHummn
COBITaJIa C KAPTMHOM MapKepa DHAOIJIA3MATUYECKOro
peTuKyJyMa, HO He MapKepa mJjasmaneMMmsl [61, 62].
Kpome Toro, 6estox AHK3 65171 TIIMKO3UINPOBAH 11 VIVO
110 caifTaM, YyBCTBUTEJbHBIM K IIMKO3Ugase dHA0H,
YTO YKa3bIBaeT Ha JIoKam3anuio B P [62]. B KoHTpoJIb-
HBIX 9KCIIEPMMEHTaX aHaJIOTMYHOe TJIMKO3UJIMPOBaHLe
perncTpupoBajoch y perenropa aruieHa ERS1, nnrer-
pupoBanrHoro B OP [63, 64], Torga kak y I'MCTUIMHKIHASEI
AHK1, jJoxaan30BaHHO B IIJ1a3MaJieMMe, II0OTeHIaJIb-
HbIe 3HI0H-CcaliThl He IIMKO3UINPOBAJINCE [62].

BaskHO 0OTMETNUTD, UTO BBIABJIEHHAA C IIOMOIIBIO (PIIy-
OpeclLieHIVY BHYTPUKJIETOYHAA JIOKAINBAIINA IUTOKN-
HMHOBBIX PelelITOPOB HabJrozasack Ipyu pas3iandHbIX
YCJIOBUSAX DKCIIPECCHUI BCTPOEHHBIX T€HOB C JMCIIOJIb30-
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BaHMEM IPOMOTOPOB pa3Hoii cuiybl. OgHako Haubosee
yOenuTeNbHBIN Pe3yabTaT IOJIyUYeH IIPY aHAJIM3e JIO-
KaJM3aluy PelernTopoB, DKCIPECCUPYEMBIX B ecTe-
CTBEHHBIX YCJIOBUAX. TaKOM IMOAXO0I ObLI peasn3oBaH
C IpMMeHeHVeM UMMYHOOJIOTIHTa C aHTUTeJIaM IIPOTHUB
penenTopa kKykypyasl ZmHKI1. AranusupoBaanu MeM-
OpaHHBIE (DpaKIyM, IT0JTyIeHHbIE II0CJIe X Pas3eseHs
B rpaZieHTe Ccaxapo3bl B IPUCYTCTBUN U B OTCYTCTBME
KaTnoHOB Maruuda [60]. B orcyrcTBue maramna puboco-
MBI IMCCOIMUPYIOT OT AP, uTo cmerniaeT monosxkenne OP
K BepxHell yacTy rpagueHTa. Takoe cMellleHye He IIpo-
JMICXOAUT B IPUCYTCTBUM B cpefie Maranus. ToT 3(pexT,
U3BeCTHBIN Kak Mg-caBur, xapakTepeH MMeHHO 1A OP,
HO He JJIA IPYTrMX MeMOpaH, He CBA3aHHBIX C prbocoma-
Mu. AHasm3 PPaKIMil U3 KIeTOK KYKYypPYy3bl II0Ka3aJ,
uro 6esoxk ZmHK]1 npereprneBaer Mg-caBur 1 KoJoKa-
Jusyertcsa ¢ besnxoMm-maprepom OP (BiP) [60].

ITony4uensr crabuabHble TPaHCPOPMAHTEI apabu-
JoTIcuCca, BKCIpeccupyolnue redsl perentopos AHK?2
nnn AHKS3 nox coberBeHHBIMY ITpoMoTopamu u ¢ Myc-
nenTunoM Ha C-koHIe GeJsika. OKCIIpeccua 3TUX KOH-
CTPYKLMII KOMITEHCHPOBaJia PeHOTUII ABOHOTO My TaHTa
apabuporncuca o remam ahk2 n ahk3, uro cBumeresb-
CTBOBAJIO 0 (DYHKIIMOHAJJIBHOCTY TAKMX MOAVI(PUIPOBAH-
HBIX pelenTopoB. IIpu aHanmnze MeMOpPaHHBIX (PPAKIMIL
C ITIOMOIIIBI0 MIMMYHOOJIOTVHTA C aHTUTeamMy IpoTus Myc
OBLIV TaKiKe BbIABJEHBI TUIMYHBI Mg-caBur 1 Koppe-
JAIMA ¢ MapKepom OP [61].

COBOKYITHOCTb BCEX DTUX JAHHBIX JlaeT OCHOBaHNE
3aKJIIOUYUTH, YTO PELIENTOPhI IIUTOKMHVHOB B OCHOBHOM
JIOKQJIMBYIOTCA B DHAOILIA3MATUYIECKOM PETUKYJIyMeE.
ITOT pel3yabTaT, BMECTE C JAaHHBIMY O CII0COOHOCTY OP-
JIOKAJIVI30BAHHBIX PEleITOPOB CBA3BIBATH IIUTOKVHI-
HBI ¥ TUIIMYHON JIJIA IUTOIlIa3MaTHuIecKnx Oeskos pH-
3aBYICYIMOCTM DTOTO CBA3BIBAHMA, MOYKET yKa3bIBaTh
Ha TO, YTO PeleNiMA IMTOKMHNHOBOTO CUTHAJIA IIPOC-
XOIUT TJIABHBIM 00pa30M BHYTPH KJIETKM, Y PEIIAIOIy0
POJIb B 3TOM IIPOIeCCe UTPAIOT BHY TPUKJIETOYHbIE IIUTO-
KV/HYHBL OHAKO IIPY 3TOM HEeJb3A VCKJIIYUTD IIPUCYT-
CTBMA HeOOJIBIIIOTO KOJIMYECTBA PELENITOPOB 1 Ha I1JIa3-
MaTH4IecKol MeMOpaHe. OTU pPelenTOPbI MOI'yT OTBEYaTh
3a BOCIIpUATHME CUTHaJla BHEKJIETOYHbIX IMTOKVHMHOB.
[ olleHKM (PYHKIMOHAJIBHBIX KaYeCTB KasKI0ro ITyJia
LUTOKVHIHOBBIX PEIeNITOPOB HeOOX0MMbI aJIbHe e
JICCJIeJOBAHUA.

NMrAHACBA3bIBAFOLLME CBOMCTBA PELLEMTOPOB

IIutoxmunHbI (Kak 1 rnbOepesIMHbI) TPeACTaBIJIEHbI
B pacTeHNUM OOJIBIIINM KOJIMYeCcTBOM n3ogopm (puc. 1),
cpen KOTOPBIX 0OBIYHO IIPeobIafaloT mparc- U Yuc-
3eaTUHbI, N30IIeHTeHWJIaIeHVH, TUTUIPO3eaTIH (OCHO-
Bauus), nx N°-pubo3ugHble Ipon3BoHble (PrbG03MIbI)
u N°-pubosugdocdarabie mpon3BogHbIE (HYKJIEOTUIEI).
Bcerpewarores Takske apoMaTidecKye HUTOKVHMHBI, Ta-
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Tabnumua 1. Psgbl adhpMHHOCTH LIUTOKMHMHOB ANs peuenTtopos apabugoncuca u KyKypy3bl

Bup Penientop* Pan adpdraHOCTY IUTOKMHMHOB™

Zea mays ZmHK1 iP=zBA >>tZ=cZ>>DZ>> Ade
Arabidopsis thaliana CRE1/AHK4 iP=tZ>BA >DZ>cZ>> Ade
Zea mays ZmHK2 tZ =iP > DZ > BA > cZ>> Ade
Arabidopsis thaliana AHK3 tZ>DZ >iP > cZ > BA >> Ade

Zea mays ZmHK3a iP>tZ>BA >cZ>>DZ>> Ade
Arabidopsis thaliana AHK2 iP>tZ>BA>cZ>DZ>> Ade

*PeLI,eI'ITOpr-OpTOI'IOFM CrpynnmMpoBaHbl NOMapHO.

**LUnTokuHuHbI: iP — n3oneHTeHunageruH; BA — Né-6eHsunamuHonypuH; 1Z — TpaHc-3eatuH; cZ — ypuc-3eatmu; DZ —

aurugposeatmH. Ade — ageHuH.

Kue, Kak N°-OeHamiaieHuH 1 MPOu3BOAHbIE, TOITOJIMHDI
U HeKoTopsle npyrue [4, 5, 65]. IuTokKMHMHLI TIepeMe-
LIAI0TCA B PaCTEHUM II0 TPAHCIIOPTHBIM KaHaJlaM: CHU-
3y BBEPX M3 KOPHA B II00ET 110 KCUJIEME U CBEPXY BHU3
¥ B IPYIUX HalpaBJyieHMAX 110 cpsroame. ITpm sTom Habo-
PBI LIMTOKMHNHOB B KCUJIEME U (DJIODME PABJINYHBL B KCU-
JeMe mpeobsazarT NUTOKMHMHBI MPAHC-3€aTUHOBOTO
THUIa, B OCHOBHOM MpaHc-3eaTUH-pubo3umg, Torma
KaK BO (pJIoSMe — I[MTOKMHMHBI M30IIeHTEHUIIBHOTO THUIIA
HEePeIKo III0C Yuc-3eaTuH [66—68].

Puznosornueckad posb KasKI0i 130POPMbI IIUTOKVI-
HIMHOB OIIPEJIeJIIETCS ee CPOJICTBOM K PeIelITOPY, II03TO-
My M3y4eHNe B3aMMOJeCTBUA [IMTOKVHNH—PEIelITOD
Y JIMTQHJHO CIIeNVI(PUIHOCTY PELENITOPOB MIMEET BaXK-
HOe 3HaudeHKe. JIuraHCBA3BIBAIOIINE CBOICTBA IIUTO-
KMHJHOBBIX PEIeNITOPOB MCCJIe0BAaJM TJIABHBIM 00pa-
30M C IIOMOII[bIO TeTePOJIOTUYHBIX MOJEJIbHBIX CUCTEM,
1PN DKCIIPECCHUM ['€HOB PEIENITOPOB B TPaHCHOPMUPO-
BaHHBIX KJeTKax Dakrepuii (Escherichia coli) mmau nposk-
sxelt. IIpu 5ToM pelLienToOpbl pacTeHUl OKal3aJuch CII0-
coOHBIMM (PYHKIIMOHAJBHO 3aMellaTb MYTaHTHBIE
CEHCOpPHBIE I'MCTUANHKIMHAZBI OJJHOKJIETOYHBIX OPTaHmU3-
MOB CXOJHOM (rMOpuAHOI) cTPyKTYpEI [12, 13, 30].

Ha ocuose YKa3aHHBbIX MOJEeJIbHbIX CUCTEM IIPOBO-
IUJIM Kak (pyHKIMOHAJBHBIE TecTsl [13, 15, 30, 69, 70],
TakK ¥ OIIBITHI 110 CBA3BIBAHMIO PEIENITOPa C TOPMOHOM
[59, 60, 71, 72]. B 11esioM, KaK ¥ OYKUIAJIOCH, CPOIACTBO
TOPMOHA K PELeNTOPY II0JIOMKUTETIBHO KOPPEINPOBAJTIO
CO CIIOCOOHOCTBIO TOPMOHA BBI3BIBATDH OMOJIOTMYECKIE OT-
Bet [59, 71]. mpanc-3eaTuH ABJIAETCA OJHUM U3 CAMbBIX
aKTVBHBIX JIUTAHJIOB OOJIBIINHCTBA M3yYEeHHBIX pPelell-
TOpPOB, ¢ K, rOpMOH-PENenTOPHOro KOMILIEKCa B Auamna-
30He 1—10 M. Takue 3HaYeHMA KOHCTAHT XapaKTepPHbI
JLJI BBICOKOA((VHHBIX TOPMOH-PEIIeIITOPHBIX B3aVIMO-

JIeVICTBUIL 3aMeTIM, UYTO DTY 3HAUYEHNA KOHCTAHT OJIM3KA
K MBMEPEeHHBIM KOHIIEHTPAIMAM MPAHC-3€aTIHA B KU~
BBIX pacTeHNAX [34, 66, 68, 73]. CkeTuapIOBCKNI aHAINS
II0Kas3aJl HaJu4ye OJHOTO cajiTa CBA3BIBAHNSA JIMTAHA
pelenTopoM, 6e3 IIPM3HAKOB KOOIIEPATUBHOCTY B3aVIMO-
nevictBusA [59, 74]. IIpu sToM pupoaHbIe (IPOM3BOIHBIE
Né-amennna) u cuHTEeTMYECKME (TUAMA3YPOH — IIPOM3-
BOJHOE (PEeHMJIMOYEBUHBI) IUTOKVHYHBI CBA3bIBAJINCH
C OJHVM I TeM 2Ke caliToM pelernrtopa [59].

OZnHAKO pelenTophl Pa3anyaioTesA 10 IPeIIOYTEHNIO
Pas3HbIX N30POPM IIUTOKMHNHOB [59, 60, 75]. Tak, peren-
Tope! apabunoncuca CRE1/AHK4 1 AHK2 nmeroT BbI-
COKO€ U CXOJJHO€e CPOJICTBO K MPAHC-3€aTUHY U M30IIeH-
TEHWJIAIEHVHY, HO CYIIIeCTBEHHO O0JIee HIMBKOE CPOJICTBO
Kk gquruaposeatuny. Penenrop AHKS, HanpoTus, nmeer
OTHOCUTEJBHO BBICOKOE CPOJICTBO K AUTUIAPO3EATHUHY,
Ho OoJlee HUBKOEe — K M3ONIEeHTeHuJIaeHnuHy. Bece tpu
penenTopa apabumoncuca criocOOHBI CBA3BIBATD, XOTHA
¥ C HMBKVM CPOJICTBOM, TaK¥Ke U Yuc-3eaTnH. [JII0Ko3m-
JMPOBaHMEe UVMTOKMHNMHA 110 aToMaM a3zora N3 mau N7,
a TaksKe K1cJopoaa OOKOBOII 11emn OJIOKMPYET CBA3LIBA-
HIe TOPMOHa ¢ pererrtopoM [30, 59].

JluraugHaA cCIeNU(PUYHOCTD PELEeNTOPOB IUTOKK-
HIHOB M3yYeHa TaKKe Y OJHOJO0JIbHOTO PACTeHUd Ky~
Kypy3bl, TPU pelentopa KOTOPOil ABJIAITCA OPTO-
JIoTaM} PeIelTOPOB JIBYIOJBHOTO apabmporncuca:
ZmHK]1 — oprosor CRE1/AHK4; ZmHK2 — opToJsor
AHKS3; ZmHK3 — oprosor AHK2 [76]. ¥ penennTtopoB
KYKYPY3bl 00HAPYKUJIVCh YEPTHI CXOACTBA Y Pa3JININI
¢ peuenTopamu apadbupgomncuca [60, 76]. B mesiom, pAnbr
OTHOCUTEJIBHOM aKTUBHOCTYU JIMTAHIOB OKAa3aJMCh J10-
BOJIBHO CXOJHBIMM Yy OPTOJIOTOB KYKYPY3bI 11 apaduom-
cuca (maba. 1). Ecau B otnomenun ZmHK]1 n ZmHKS3
U30IEeHTeHNJIaJeHNH Oojlee aKTUBEH, YeM MPAHC-
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3eaTuH, To B caydae ZmHK2 nabsroganack obpaTHas
kapTuHa. Emre 6osiee peskoe pasindne MexXay peren-
TOpaMlM KyKypy3bl IIPOABJIAETCSA IIPY UX B3aMMOJeli-
CTBUM C IurunposeaTnHoM: cponctso ZmHK?2 k sTomy
OUTOKMHMHY OoJiee 4eM Ha JABa NOpPAAKA BBIIIE, YeM
y ZmHK1 1 ZmHK3. OcobeHHOCTBIO PEIenTOPOB K-
KYPY3BbI ABJIAETCA UX OTHOCUTEJHHO BBICOKOE CPOACTBO
K yuc-3eaTuny, npu arom y ZmHK1 cpoacTso k mparc-
U Yuc-3eaTVHAM IIPaKTUYEeCKY OJVHAKOBO. JTa 0COOeH-
HOCTB PELIENTOPOB KYKYPY3bI COIJIACYETCHA C [IOBBIIIEH-
HOJ KOHILIeHTpalel yuc-3eaTrHa B PAaCTeHNAX JaHHOTO
Buga [77, 78].

3aKOHOMEPHOCTH JIMTaHIHOM CIenM(UIHOCTHY Peljer-
TOPOB MOYKHO OOBACHUTE C yIETOM UX BO3MOYKHOI POJIN
B JJaJIbHEIMCTAHIIMOHHONM CUTHAIM3aIMK B pacTerun. Pe-
nenTopsl apadbunoncuca AHK3 1 nx KyKypy3HbIE 0PTO-
gorun ZmHK?2 sxcnpeccupyoTcea B OCHOBHOM B Itobere
¥ KOHTPOJMPYIOT IIPOIlecChbl MeTaboIM3Ma B JIMCThAX.
OTU PeleNToPhI «KHACTPOEHBI» B IIEPBYIO OUepeb Ha V-
TOKVHMHBI TUIIA MPAHC-3€aTUHA, T.€. HA IIUTOKUHUHDI,
ocTyIaonye B rmoder u3 KopHeil. B cBoo ouepens, pe-
nentopsl CRE1/AHK4 u ZmHK1, npeBanupymoiine
B KOPHAX, aKTUBHO pearupyroT Ha U30MeHTeHnIaJeHIH,
IJIaBHBIV IMTOKMHME (PJIODMBI, IIOCTYIIAIOIINII B KOPHN
u3 robera BMecTe ¢ (PJIOSMHBEIM COKOM (puc. 4). Takum
006pas3oM MOKET OCYIIEeCTBIATHCA CUTHAJILHBIN 00MeH
Me’K/Ay Pa3HbIMM YaCTAMM M OPraHaMM PacTUTeIbHO-
ro OpraHus3Ma, Ipy KOTOPOM IVITOKVHVHOBBIE CUTHAJIBI
OTZaJIEHHOTO OpraHa OKa3bIBAIOTCHA 0oJiee 3HAUMMbBIMU
IJIA KJIETKY, YeM CUTHAJBI 13 OJIM3K0PaCIION0KEeHHBIX
TKaHel [4, 59, 79].

BJIMAHUE MYTALIMA HA AKTUBHOCTb PELLENTOPOB
OTKpBITIE PELIEIITOPOB IIMTOKMHIHOB CBA3AaHO C 00HAPY-
JKeHmeM MyTalmm apabugorcca, Ha3BaHHOI wooden leg
(wol). MyTaHTHbIe paCTeHNUA OTJINYAJNNCE OT PACTEHUIA
IVKOTO TUIA YMEHbIIIeHVEeM IJIVHbL U HAPYIIeHEeM pas3-
BUTHUA IIPOBOJALIIEN CUCTEMBI IJIABHOTO KOPHSA: OHA ObLIa
peJcTaBJieHa TOJILKO IIPOTOKCUIIEMOI ((POPMMPOBAHMA
MeTaKCUJIeMbl U (PJIOBMBI HE TIPOMUCXONJIO), a obIiee
YJICJIO KJIETOK OBLJI0 3BHAYNUTEJBHO CHIKEHO. Kpome Toro,
Yy pacTeHuil OTCYTCTBOBaJIY OOKOBBIE KOPHU U HaOJIIO-
JaJIoCh yCUJIEHHOe 00pas3oBaHNe MPUAATOUYHBIX KOPHEIL.
denoTUIIIIECKOE ITPOABJEHNE DTOV MYTaI[M) BIIEPBBIE
ommcasu B 1995 1. [80].

BrocsieneTBun ycraHoBmIM, 9TO MyTanua wol Joka-
JU30BaHa B TeHe CeHCOpHOI rucTuanukmnHassl CREL/
AHK4 n npencraiseT coboil 3aMeHy TpeoHMHa-278
(o coBpemeHHOII HyMepanuu TpeoHnHa-301) Ha M30-
JennuyH B ropMmoHcBasbiBawiieM CHASE-nomene [12,
15, 16]. Ilo3gHEE ¢ IOMOIIBIO XMMUUECKOTO MyTareHes3a
MOJIY YN MYTaIMIo wol-2, Ipy KOTOPON JelnnH-529
3aMeHsdeTca Ha peHmnananuH [81], wol-3, mpu KoTopoit
MeTHOHMH-459 MeHsAeTcA Ha muaoJeinnH [82], a Takke
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«JIucToBble» peuenTopbl
yyBcTBUTENbHbI K LIk 1Z-THna

Mober

KopeHb

«KopHeBble» peuenTopsbl
4yyBCTBUTENbHbI K LIK iP-TMna

Puc. 4. Mogenb panbHegMCTaHUMOHHOIO OENCTBUS LMTO-
KnHuHOB. CTperka B LeHTpe — NepemeLLeHne LIUTOKH-
HuHoB (Lik) TpaHc-3eaTuHoBOro TMNa M3 KopHs B nober

no Kcuneme. JlateparbHble CTPEenku — nepemMeLLeHmne
LMTOKMHMHOB M3OMNEHTEHMBHOrO THna n3 nobera B KOPeHb
no cgpnoame.

crel-1, B kotopoi raunnuH-490 3aMeHeH Ha acrapraT
[12]. Bce pTu MmyTanumu TaksKe MMEIOT TUINYHBIN wol-
dpeHOTHUII, 00YCIIOBIIEHHBIN HEJOPA3BUTUEM IIPOBOIAIIEN
CHICTEMbI BCJIEACTBME YMEHbIIIEHVA YJCJla MHUIMAJBbHBIX
KJIETOK B MepUCTEMeE I10 Ipu4unHe OJIOKMPOBAHUA KIIe-
TOYHBIX nesieHunii [16]. B pesyabraTe 1edpeKTOB IPOBO-
IAIIel cuCTeMbl 3aTPYAHEHO IOCTYIJIEHNE aYKCUHOB
K [IEPULMKJIY, BCIEJCTBIE Yero He 3aKJagbIBaloTca 00-
KOBBbIe KOpHI. BmMecTe ¢ TeM HapylIeHMe IPOBOAAIIEN
CUCTEMBI TJIABHOTO KOPHA BeJleT K HAKOILJIEHNIO ayKCU-
HOB B 00JIaCTV TUIIOKOTIJIA, YTO, B CBOIO OYepeb, CTUMY -
Jupyet obpasoBaHMe IPUAATOYHBIX KOpHEL VIHTepecHO
OTMETUTD, YTO Y MYTAHTOB Wol-3 B IPUIATOYHBIX KOP-
HAX, B OTJIMYME OT [JIABHOTO, HA0JII04aJI0Ch HOPMAaJIbHOE
pas3BuUTIE IPOBOIAIIEN CUCTEMEI [82].

C ucnonb30BaHMEM PAAVOIUTAHIHOTO METOA ITIOKa-
3aHO, YTO MyTaIusA wol IPUBOSUT K IIOTEepe PelenTo-
POM CII0COOHOCTY CBA3BIBATDH IIUMTOKMHMHEI [15]. OgHako
BBeJIeHNEe CTOI-KOoJoHa B MyTaHTHbI red CRE1 /AHK4
BOCCTaHABJIMBAJIO (PEHOTUII IMKOTO TUIIA Y PaCTEeHMIT wol
[567]. IIoaTOMY OBLIIO JIOTMYHO IIPEAIIONIOKUTL, UYTO MY-
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TauTHBIA perenntop CRE1/AHK4 He nipocTo niepecra-
eT y4acTBOBaTb B Ilepejiade IUMTOKMHNHOBOIO CUTHAJA,
HO U ITIOZABJIAET Ilepeiady dTOr0 CUTHAJA OT IPYTUX pe-
nenropos, AHK2 1 AHKS. Panee ycTaHOBIUIIN, YTO HEKO-
TOpbIe TUCTUANHKNHA3b! 6aKTepuit 06/1aJal0T He TOJBKO
KMHA3HOI, HO 1 pocaTa3HO aKTUBHOCTBIO, IEVICTBIIE
KOTOPOJ IPUBOIUT K AecoccopunmpoBanmo gpocdo-
npotenHoB [83)]. B onbiTax in vitro u ¢ UCIOJIHB30BAHU-
€M TPaHCTeHHBIX IPOKsKelt Ob110 nokasano, uro CRE1L/
AHK4 taksxe 0b6JagaeT KOHCTUTYTUBHOM pocdaTazHOM
aKTMBHOCTBIO, & €T0 TMCTUAVHKMHAZHAA aKTUBHOCTB IIPO-
ABJIAETCA TOJIBKO B IIPUCYTCTBUY IIUTOKUHMHOB [57]. Ta-
kUM obpazom, mytanusa wol, muiatomniad CRE1/AHK4
CrI0COOHOCTM CBfA3BIBATH LUTOKMHUH, OJIOKMPYET €ro
TMCTUAVHKMHAZHYIO0 aKTUBHOCTD IPY COXpaHeHmUn ¢poc-
daraszuoit. Beoiencreme storo CRE1/AHK4 ¢ myTatmeii
wol necocopunnpyet 6eskn-PocdoTPaHCMUTTEPHI,
dochopunuposannsie perentopamy AHKS 1 AHK?2,
6JI0KMPYA TEM CaMbIM Ilepeiavdy NUTOKMHMHOBOTO CUT-
naja. CRE1/AHK4 npeBaaupyer B KJIeTKax KOpHA [17,
32], mosTOMY MYTaHTHBI wol-heHOTHT TpOABIAETCA
B OCHOBHOM B KOPHAX.

Amnasornunslie mytanuy B CHASE-nomeHne peniento-
poB AHK3 1 AHK2 He npuBOgMIN K IIOABJIEHMIO Wol-
nogobHoro penorurma [31]. OTo yka3bIBaeT HA OTCYT-
cTBUE (pochaTazHO aKTUBHOCTY y penenTtopo AHK?2
n AHKS.

Takxum 06paszoM, BBIABJIEH PAJL MyTaluil pelernTo-
pa CRE1/AHK4, npuBogAIMX K BOSHUKHOBEHUIO TU-
nuaHOTO wol-dgenorumna. ITokazaHo, 4TO MPU BCEX ITUX
MYTaIMAX pelenTop IpeKpaliaer epegaBaTh IIUTO-
KMHMHOBBII CUTHAJ, XOTA TOJIBKO MyTalnsA wol (wol-1)
nokasmayerca B CHASE-omene. Myranmsa wol-3 pac-
[I0JIO}KEeHAa B y4acTKe, JIeKallleM MeK1y BTOPbIM TPaHC-
MeMOpaHHBIM U TMCTUAVMHKIMHA3HBIM JOMEHaMN, a wol-2
u crel-1 — B IMCTUAMHKMHA3ZHOM JIOMEHe.

B nesiom, aHanms MyTanumit I03BOJNMII IIOATBEPAUTE
U YTOYHUTb (PYHKIMM OTAEJIbHBIX YacTell IUTOKUHN-
HOBBIX penentopos. Vzonuposauuei CHASE-nomen
C COCEeICTBYIOIIVIMY TPaHCMeMOPaHHBIMIY JOMEHAMM CO-
XPaHAJ CIIOCOOHOCTH K BBICOKOA(D(PVHHOMY CBA3BIBAHIIO
LUTOKMHYHA, Torga Kak perentop 6e3a CHASE-nomena
aTOM ciocoOHOCTY Jmintadicd [84]. lpyrue My Taimy B 3TOM
JIOMeHe TaKyKe I10/IaBJIAJIN CBA3bIBAHIE TOPMOHA Peler-
TopoM [84]. Takum obpaszom, He BbI3BIBAET COMHEHINIA,
uto uMeHHO CHASE-ni0MeH BBINOJIHAET (PYHKIINIO CBSA-
3bIBaHNA FOPMOHA.

Xora myraunn CHASE-nomena B abcoroTHOM 60JIb-
IIMHCTBE CJIy4aeB HapyLIaau (pyHKIMOHMPOBaHNE Pe-
LenTopos, y perentopa AHK3 HalineHna MmyTanmsa 3Toro
JIOMeHa, IPUBOAAIIAA K KOHCTUTYTUBHO aKTUBHOCTH
rucTuAVHEKMHA3EI [58]. Ilpu aToi MyTanuy, Ha3BaHHO
orel2-1, mposmH-243, pacIoJIO}KEHHBIN B CaMOll cepe-
nnae CHASE-nomeHa, 3ameHnaAsca Ha cepuH. Ipenmo-

JlaraeTrcs, 4To IoA00Hasa 3aMeHa aMMHOKVICJIOT MOXKET
IPUBOAUTE K M3MeHeHMI0 cTpyKTypbl CHASE-nomeHa,
CXOITHOMY C M3MeHeHMeM, KOTOPOe BhI3bIBAeT CBA3bIBaA-
HMEe TMTOKMHMHA [58].

JI3BecTHO, 4TO 0cO0YyI0 (DYHKLMIO B MOJIEKYJIaX
CEeHCOPHBIX I'MOPUAHBIX TMCTUAMHKNMHA3 BbIIOJIHA-
IOT KOHCEPBAaTVBHbIE OCTATKM I'MCTUAMHA 1 aclapra-
Ta, pocopuarpoBaHe KOTOPHIX MTPOUCXOIUT B X0J€
epesayy CUrHaJja. 3aMeHsl 8Tux octaTkoB (His482GIn
u Asp996Asn) npuBOAMIN K IOTEPe KaK I'MCTUAVHKY-
HA3HOW aKTUBHOCTH, Tak u crrocobnoctT CRE1/AHK4
pearupoBaTh Ha INMTOKMHMHEI [12]. 3amena Asp996Asn
IPUBOAMJIA TaKiKe K IOJIHOM yTpaTe pocdaTal3HOl aK-
TUBHOCTH, B TO BpeMd KakK 3aMeHa IMCTUAUHA — JIUIIb
K ee He3HauUNTeJbHOMY CHMKeHMIo [57]. Kpome Toro, 3a-
mena His482Gln He BaMAsa Ha criocoOHOCTE perenTopa
CBA3BIBATH IIMTOKMHNHEI [84].

C ucnoabzoBanueMm IIIIP mosydeH pajn myTaruii
B CRE1/AHK4: Gly435Cys, Phe436Ser, Met447Thr
BO BTOpPOM TpaHcMeMOpaHHOM goMeHe, Val471Ala
Ha y4acTKe MeyKJy BTOPbIM TpaHCMeMOpaHHbIM M TUCTH-
OVMHKNHAa3HBIM noMeHaMn 1 Met494Leu B TMCTUOVMHKM-
Ha3HOM JoMeHe. Bce Ty MyTanmm pacrososKeHbl Ha KO-
POTKOM ydYacTKe JJIMHOI IpuMepHO 60 aMIHOKMCIIOTHBIX
OCTaTKOB MEXKAY JUTaHCBA3BIBAIOIIVM JOMEHOM 1 KOH-
CEepPBATUBHBIM OCTATKOM TVICTUAVHA, BAXKHBIM JIJIS aBTO-
docopunmmpoBannd 6eska [31]. DTy MyTaIM IPUBOAVIIN
k noassernio y CRE1 / AHK4 KOHCTUTYTUBHO TYICTVIH-
KJHA3HOJ aKTVMBHOCTH, T.€. 3TOT PeLenTop nprobdpera
CIIOCOOHOCTD IOCBLJIATH CUT'HAJ BHE 3aBUCUMOCTY OT IIPU-
CYTCTBUA IMTOKVHMHOB B cpexe. [Ipy 3ToM MyTaHTHBIE
pelenTopsl COXPaHAN CIIOCOOHOCTb CBA3BIBATE IIVITOKM-
HIHBI, YTO IOATBEPIKIEHO OIIBITAMM 110 CBA3BIBAHUIO Me-
YEHHOTO TPUTVEM M30II€HTEHNIIAIeHVHA TaHHBIMI Pellell-
TOpaMu B cocTaBe MeMOpaH Schizosaccharomyces pombe.
VInTepecHo ormeTnTs, uTo pererrtop CRE1/AHK4 ¢ my-
Tarmelt Phe436 coxpaHAa CBOI0 KOHCTUTYTUBHYIO TMCTH-
IVHKMHA3ZHYI0 aKTUBHOCTD JajKe IIPU IOMOJIHUTEJILHOM
BBeJIeHUN MyTaluy wol, HeCMOTPsA Ha IIOTePI0 CIIocob-
HOCTM CBA3BIBATb UMTOKMHNH. Takum obpasomM, Ipu Ha-
JIVHUUY JAHHBIX KOHCTUTYTUBHBIX MyTalllii CHOCOOHOCTh
pelienrTopa CBA3BIBATH IIMTOKVHNHLI HEe MeeT 3HaYeHNA
1A lepenayy curHaga [31].

BBenenne myraumii B Te sKe 00J1aCTU IPYTUX peliel-
TOPOB IMTOKVHIMHOB TaKKe MOYKET IIPUBECTY K CXOJIHO-
My pes3yibratry. Tak, 3aMeHbI KOHCEPBATUBHBIX TUIAPO-
obHBIX aMMHOKMCJIOT B perieniTopax AHK?2 (Ileb86Ala)
n AHKS (Val449Ala), ananornynabie 3amene Vald71Ala
B pentenitope CRE1/AHK4, npuBoanan K NoABJIEHUIO
Y PEeLenTOPOB KOHCTUTYTUBHONM I'MCTUAVHKNHA3HOM aK-
TuBHOCTHU [31]. BO3MOXKHO, YTO 3aMEHBI aMIUHOKICJIIOT
BO BTOPOM TPaHCMeMOPaHHOM JIOMEeHe U HIUKeJIesKaIleM
(downstream) yqacTke IPUBOAAT K KOHQPOPMAIMOHHBIM
U3MEHEHNAM B MOJIeKyJie OeJiKa, aHAJIOTMYHBIM TeM, KO-
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TOpPBIE BOBHMKAIOT IIPY CBA3BIBAHUY PEIENITOPOM IIUTO-
KMHJHA, CTUMYJIUPYSA TEM CaAMBIM TMCTUAVHKNHAZHYIO
aKTVMBHOCTb B OTCYTCTBJE I'OPMOHA.

Vlcxonsa us cTPYKTYpPhl UMTOKMHMHOBOIO PEIleTo-
pa, eCTEeCTBEHHO OXKMAATDH, YTO MyTally, ¥AAJIAIOIINE
pecuBepHBIN JOMEH WM HaPYLIAII/e ero CTPYKTYPY,
OyZIyT NpUBOANUTD K MHAKTUBALIUY penenTopa. JleiicTBu-
TeJIbHO, OBLIN IoJiydeHb! pacTeHud A. thaliana ¢ my-
Tanyamu B reHe penentopa CRE1/AHK4, na3BaHHbBIE
crel-3 u crel-7, B KOTOPBIX IPOM3OIILJIA 3aMEHA TPUILIe-
TOB, Kopupytonmx Trpl026 nu Gln475 cooTBETCTBEHHO,
Ha CTOI-KOZOHEI [85]. OueBMIHO, YTO IPY TAKUX MYTaIV-
fAX CUHTE3UPYETCA «YKOPOUEHHBI» PeLenTop, JINIIeH-
HBIII 11€JIOTO PECUBEPHOr0 JOMeHa My ero dactu. Emte
Y OTHOT'O MyTaHTa, crel-6, 3aMeHa HYKJIEeOTUIOB, IIPU-
BoauBIIaA K 3amMeHe Gly493Ala, BuammMo, BeI3bIBaJIa Ha-
PYILIEHNA B X0/l CILJIaJiICHHIa, B pe3yJIbTaTe Yero TakKe
00pa30BBIBAJICA «YKOPOUEHHBII» pernenTop. Y MyTaH-
Ta crel-4 nponsomna 3amena Thr1008Ile, a y crel-9 —
Alal032Thr, mpu 3TOM 00pa30BaIMICh ITOJIHOPA3MEPHBIE
OeJiky, HO ¢ MyTaIlMAMM B pecuBepHOM JoMeHe [85].
Y moJiy4eHHBIX MYTAaHTHBIX PaCTEHUI IPOBEPUIN Pe-
akIIo Ha pocpaTHOE rosiofjaHme, KOTOPYIO B HOpMe I10-
JABJIAOT OUTOKVIHVHBIL B MYTaHTHBIX paCTeHUAX, B OT-
JUYyMe OT KOHTPOJBbHBIX, 3(P(PEKT IIMTOKMHNHOB B 3TOM
OuoTecTe IpaKTUYEeCKN He IPoABJaica Takum o0pasom,
MyTaLyy, IPUBOAAIINE K 00Pa30BaHMIO «yKOPOUYEHHBIX »
penentopoB CRE1/AHK4, n myTaiumn pecuBepHOro 10-
MEHa IIPUBOJAT K IIOJABJICHUIO Y PACTEHUII YyBCTBU-
TeJILHOCTM K IIUTOKVHIMHAM B OmoTecTe Ha dpocaTHOe
rojonanme [85].

CxonHBIE MyTaluM IIMTOKMHMHOBOIO pelenTopa
MtCREI nosnyuens! u ndydens! y Jjwonepusr Medicago
truncatula [86]. 9Ty MmyTanumu 3aTparuBaJvi TUCTUANH-
KIMHABHBII IOMEH PeIeNTopa, IPY 9TOM B cIydae MyTa-
uym mterel-1 Tpunnet, kogupyrouii Trpb73, pacnoso-
JKEeHHBII B cepeiyHe JOMeHa, 3aMeHAJICA Ha CTOII-KOJ[OH,
4TO MPUBOAUIIO K 00Pa30BaHMUIO YKOPOUYEHHOTO OeJIKa.
MyTanua mterel-2 3arimaiodanachk B 3ameHe Thr642Ile
B KoHCepBaTUBHOM G2-MOTMBe JOMEHA, a IIPY MYTalUN
mtcrel-3 zamena Gly545Glu jokasnmns3oBaJiach B Bapua-
OeJsibHOM ydacTKe JoMeHa. B 6morecre Ha noxaBiieHne
pocTa KOpHA OBLIO IIOKa3aHO, YTO MyTaHTHI mtcrel-1
u mterel-2, B oTamdne oT mtcerel-3, TepAay 4YyBCTBU-
TeJIbHOCTb K IIMTOKMHUHY. ¥ MyTaHTOB mtcrel-1 n mt-
crel-2 HapyIaJgochk (POPMUPOBaHYIE KIYOEHBKOB IIPU UX
nHUIMpoBaHUM cuMbuoTndeckuMy 6akTepuamn [86].
Bce 910 e1r1e pas noguepruBaeT BadKHYIO POJIb KasKI0T0
73 KOHCEPBATVBHBIX JJOMEHOB JIJI HOPMAaJIbHOTO (PYHK-
LVIOHVPOBAHMA PEIeNITopa.

MPOCTPAHCTBEHHAS CTPYKTYPA PELLEMTOPA
Jlna sACHOro MOHMMAaHMA OCOOEHHOCTEV CTPOeHudA
U (PYHKIIMOHMPOBAHUSA PEIenTopa He0OX0IMMO UMETD
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IIpejcTaBJIeHNE O IPOCTPAHCTBEHHOM CTPYKTYpe U3y-
qaemoro Oesika. CaMbIil pacIpoCTpaHeHHBI cr1ocod ee
U3YYEeHUA — PEHTTeHOCTPYKTYpHbI aHanus (PCA),
JIJIA TIPOBEIeHN A KOTOPOT0 He0OXO0AMMO MIMEeTh MOHOKPM-
CcTaJLI Hy»KHOTO Hesika. OqHAKO pelenTophbl IUTOKMHYI-
HOB IIPEJICTaBJIAIOT COO0J BBICOKOMOJIEKYJISIPHBIE TPAHC-
MeMOpaHHBIE OeJIKY, YTO JesaeT X KPUCTAJIN3AINIO0
3aTPYAHUTEJBHOM, IO3TOMY K CETOHAITHEMY JHIO II0JI-
Hasd TpexXMepHad CTPYKTypa He IoJIydeHa HI JIJIA OJHOTO
U3 3TUX PELIEIITOPOB.

BoJsiee peasbHO yCTaHOBUTH NPOCTPAHCTBEHHYIO
CTPYKTYPY KaKOro-subo goMeHa perenropa. PaboTsr
B DTOM HAIIPaBJIEHNM IIPOBOAVJIVICH B OTHOIIIEHUN JIV-
ragzacsasbiBatoiero (79, 87—89] u pecuseproro [90, 91]
JoMmeHOB. IlonbITKa NpeAcKa3aTb TPETUUHYIO CTPYK-
1ypy CHASE-nomena penentopa CRE1/AHK4 Ob11a
npennpuHAra eie B 2004 r. [87]. B aToit paboTre m1cmob-
30BaJn MozeaupoBaHue cTpykTypbl CHASE-nomena
Ha OCHOBE €T0 TOMOJIOTOB, IIPOCTPAHCTBEHHOE CTPOEHIE
KoTOpBIX onpenennyyu metonom PCA. B kauecTBe 1m1a-
0JIOHOB ObLIM BBIOPAHBI JIUTAHACBA3BIBAOIINE 00JIaCTU
CEHCOPHBIX I'MCTUAMHKIMHA3 OakTepuit E. coli (PDB ID:
10JG) u Klebsiella pneumoniae (PDB ID: 1P0Z). SaTem
A BBIABJIEHUA IIOTEHIMAJILHOTO caliTa CBA3BIBAHUA
TOpPMOHA IPOBOAUJIN MOJIEKYJIAPHBIN JOKMHT IIUTOKN-
HIMHOB MpPaHC-3eaTVHa U KMHETUHA B IIPEeATIoaraeMblii
CaiiT cBA3BIBAHUA IIOCTPOEHHO Momesan. CoryiacHo mo-
aydeHHBIM pesysbraTaM, CHASE-noMeH cooTBETCTBO-
BaJI TaK Ha3biBaeMoMy PAS-Tuny, a cailT cBA3bIBAHUA
TIOJIHOCTBIO OXBATBIBAJI MOJIEKYJTy IUTOKMHMHA. OTMeueH
PAR aMMHOKMCJIOTHBIX OCTAaTKOB, OTBEYAIOIINX 38 CBA3BI-
BaHme Oesika ¢ suraugom [87], B Tom unmcie Thr278, za-
MeHa KoToporo Ha Ile (MmyTanmsa wol) npuBoayia K MHAK-
TuBanuy penentopa. OqHako npejyoKeHHasa MOAeNb
OKa3aJjlach HEBEPHOI, MO-BUAMMOMY, U3-3a CJIMUIIKOM
JlaJIEKOT0 POZICTBA DEJIKOBBIX CTPYKTYP, B3ATHIX B Kade-
ctBe 1mabsioHoB aJa monespoannda CHASE-momena.

VIzyueH1e BOBMOXKHOI CTPYKTYPHI caliTa CBA3BIBAHUA
ropmona B CHASE-znoMeHe ObLIIO IPOJOJIKEHO C UCIIOJIb-
30BaHIEM MeTOJia DBOJIIOI[MOHHON IIPOTE€OMUKH, T.€. I10-
JICKa KOoHcepBaTUBHBIX aMmHOKMcyiIoT CHASE-nomeHna,
HeoOXOAVIMBIX IJIA Y3HABAHMA M CBA3BIBAHNA JIUTAHIA
[84]. HaiimeHO HECKOJIBKO aMUHOKIMCJIOTHBIX OCTATKOB —
IIOTEHIMAJIBHBIX YYaCTKOB B3aVIMOJIEVICTBMA C TOPMOHOM,
" IIpOBeAeHbl 3aMEHbI ITATY M3 HIX Ha aJIaHVH B peleri-
Tope CRE1/AHKA4. ITpn axcipeccuy TaKMX MyTaHTHBIX
penenTtopos B E. coli nBe 3amens! n3 natu (Phe281Ala
u Thr294Ala) npuBesn K IOJHOMY MCYE3HOBEHUIO CIIO-
coOHOCTM CBA3BIBAHNMA TOPMOHA C PEILEIITOPOM, ellle
B AByX cay4daax (Trp221Ala n Arg282Ala) ceasbiBaHMe
3aMeTHO YMEHBIINJIIOCH II0 CPaBHEHNIO C MHTAKTHBIM pe-
nentopom CRE1/AHK4. Myranusa Lys274Ala sHe naja
apdexra. OT™MeUaeTcs, 4TO OOJBIINHCTBO PE3YJIbTATUB-
HBIX MyTalyii JIOKaJI130BaHbl BOJIM3Y [IPEICKa3aHHbBIX
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LEHTPAJIbHBIX B-CTPYKTYP AOMEHA, YTO [IPEANOJIaraeT
BAYKHYIO POJIb OTUX B-CTPYKTYP [JIA CBA3BIBAHUA TOP-
MOHa. BriocsieicTBUM 9T PE3YJIbTATHI OBLIV B OCHOBHOM
IO TBEPIKAEHBI IIPY PACIIN(POBKE IIPOCTPAHCTBEHHO
ctpykTypsl CHASE-nomeHa B KoMIJIEKCE C TOPMO-
HoM [89]: ammHOKMCIOTHBIE ocTaTKu Thr294, Phe281
n Arg282 neiicTBUTENHbHO HAXOAMIINCH B KOHTAKTe C M-
TOKMHMHOM, TOorja Kak Lys274 B KOHTaKTe C TOPMOHOM
IPSAMO He y4aCcTBOBAJL

Pemaronuii yenex B orrpeiesieHUM IIPOCTPAHCTBEHHON
cTpykTypbl CHASE-nomena 6v1 gocturayt B 2011 1,
rorga yueHnsIM 13 Salk VMucturyTa (CIIIA) ynasoce mmo-
ayuanTb kpuctass CHASE-nomena perenntopa CRE1/
AHK4, nonxopsammii niasa PCA [89]. B pesysibraTe ObLia
ompeJiesieHa CTPYKTypa JmrauaceasbiBaioiiero CHASE-
nomeHa perenntopa CRE1/AHK4 B KoMILIeKce ¢ pas3nd-
ueIMu ropmoHamu (PDB ID: 3T4J, 3T4K, 3T4L, 3T40,
3T4Q, 3T4S, 3T4T; paspetenne 1.53—2.30 A). CorgacHo
STUM JAHHBIM (puc. 5), N-KoHel] JoMeHa IIPeACTaABIAET
€00071 AJIMHHYIO Q-CIIMPaJib, PAIOM ¢ KOTOPOil HAXOMAT-
ca nBa netJsieobpas3HBIX goMeHa Tuia PAS, coeguueH-
Hble MeXKIy co0oii cnypaJibHbIMMU JMHKepami. ITocuen-
HAA B-cTpyKTypa, Ommskarias k C-kouiy PAS-nomena,
KOBAJIEHTHO CBA3aHa ¢ N-KOHIIEBOI Q-CIIMPAJIBIO depes
INCYJIb(PUIHBIA MOCTHK, YTO AeJIaeT CTPYKTYPY JOMeHa
OoJiee KeCTKOI U KOMITaKTHOI. /IHTepeCcHO OTMEeTUTh,
YTO CXOAHBbIE TPETUUHbIE CTPYKTYPhI CEHCOPHBIX JI0-
MEHOB OIIMCaHBbl paHee y TMCTUAMHKMHA3 HEKOTOPbIX
barxtepuit (Bacillus subtilis, PDB ID: 2FOS, 4DBJ;
Sinorhizobium meliloti, PDB ID: 3E4P; Shewanella
oneidensis, PDB ID: 3LIC), HecMOTpa Ha HUBKUI yPO-
BEHb CXOJICTBA IIOCJIEIOBATEBHOCTEN ODaKTePUaIbHBIX
penentopoB 1 CRE1/AHK4 [92]. CeHcOpHBIE JOMEHEI

Puc. 5. NpocTpaHcTBEHHas
ctpyktypa CHASE-pomeHa
peLenTopa LUTOKMHUHOB
CRE1/AHK4 apabugon-
cuca. Obwmii Bug, (A)

M CTPOEHME canTa CBA3bIBa-
HWSI C MOEKYOMN TPAaHC-
3eartuHa (Bb). Monekyna um-
TOKMHMHA NMOKasaHa B Buae
MOJENM C 3aMOoNIHEHHEM
MPOCTPAHCTBA, LUCTUHOBBIN
MOCTHK MOKa3aH B BUAe
LLIApOCTEepPIKHEBONW Mofe-
nm. Ctpernkoi nokasaHo
Nomno»<eHne CBA3aHHOr o
LUMTOKMHUHA.

xak CRE1/AHK4, tak u ux 6aKTepraJbHbIX TOMOJIOTOB
KPUCTAJNIN30BaJINUCh B BIJE€ TOMOAVMEPOB. ¥ CTAHOB-
JIeHO, 4TO nJia y3HaBaHuA nutokuanaos CRE1/AHKA4
JMICIIOJIb3YET yAaJIeHHBbIT oT MeMbpanubl PAS-nomeH.
JIuraHACBA3BIBAIOIIAA IOJOCTh PELENTOPA IOJHOCTHIO
O0XBaTbIBAET JIMTAHJ, YTO [I0KA3aHO IJIA psAna Hamnbosee
M3BECTHBIX IIMTOKMHMHOB: 30IIeHTeHnanennHa (3T4J),
Nf-6ensnmamnuuonypura (3T4K), mpanc-3eatuna
(3T4L) u kuuetuHa (3T4S); pasanuma MeKIy CTPYKTY-
pamu peremntopa B KOMILJIEKCE C Pa3JIMIHBIMI TOPMO-
HaMM ITpeHebpeskuMo MaJsibl. « HVKHAA» 9acTh [IUTOKN-
HIMHCBAS3BIBAIOIIIETO caiiTa cpopMUpoBaHa EHTPAJIbHOM
B-crpyrTypoit PAS-nomena u obsmiioBasa HeGOIbIINMN
IUPOOOHBIMI aMUHOKMCJIOTHBIMM OCTaTKaMMU. 3aMe-
Ha DTUX OCTATKOB HAa aMMHOKMCJIOTHI ¢ OoJiee 06 beM-
HBIMI paJyKaJIaMi IepeKpbIBaeT 00JacTh CBA3BIBAHNUA
UVTOKMHVHOB U T€M CaMbIM MHAKTUBUPYET PELeITop.
JImeHHO 5TO IPOUCXOAUT B CJIydae caMO} M3BECTHOM
myTanyn wol 1pu 3aMmeHe HeboJbIIIOro ocraTka Thr278
Ha Ile, boKOBasA 1€ KOTOPOTO JJIMHHEE. J[Be KOPOTKME
B-cTpYKTYpBI POPMUPYIOT «BEPXHIOI» YaCTh AKTUBHOTO
LIEHTPa U BHOCAT AOIOJHUTEJIbHBIE TUAPO(QOOHBIE CBA-
31u. BomopogHubie cBA3YM 00pa3yOTCA MEKIY aJeHNHO-
BOJ YaCTBIO IUTOKMHYHA U OCTATKOM Asp262 (dTa CBA3D
KPUTUYHA OJ1d cBA3biBaHNA), Leu284, Tyr250, Thr286,
[IpMyYeM ABe IOCJIeJHNE aMUHOKICIOTHI KOHTAKTUPYIOT
C MOJIEKYJIaMI BOJbI, KOTOPBIE, B CBOIO OUepeb, B3aMO-
JIeMICTBYIOT ¢ aToOMaMy HUTOKMHMHA. OCcTaIbHbIE aMIHO-
KJICJIOTBI YYaCTBYIOT B IMAPOOOHBIX B3aIMOIEICTBUAX
KaK C aJIeHMHOBOI, TaK 1, 0COOEHHO, C XBOCTOBOI YaCThIO
nuTokMHMHA (Mmabda. 2). Becero JauraHacBsa3bIBaOIMIT
kapMaH popMupyioT npumepHo 20 amuHOKRMCIOT ([89]
u Hothorn M., muunoe cool1ieHne).
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Tabnuua 2. AMMHOKKCOTHbIe ocTaTku peuentopa CRE1 /AHK 4, dopmupytoLme canT cBs3biBaHUs LIUTOKMHMHA

ObJstacTb
KOHTaKTa
C TOPMOHOM

AwvmHOKMcaoTHBIe octaTky mosoctu CHASE-nomeHna,
OKpysKaloIye cBa3auHb N-nzonenrenniageanya*

Anenymosasz | G200 | M226 | V248 | Y250 | L251 | D262 | F281 | R282 | L283 | L284 | T286 | V292 | A322
4acTb 1 1 2 H*H* 3 HH 1 1 3 H; 2 H* 3 3
Xpocropas | A202 | A204 | V241 | M256 | 1266 | T294 | Y318 | G320 | G321
4acTb 3 3 3 3 3 3 3 3
*1, 21 3 — ycnoeHas cuna rugpodobHbix B3aumopgercTemi iP ¢ CRE1 /AHK4, Hu HH — 1-2 BopopogHbie ceasm, a H* —

BOAOPOAHAs CBA3b, 0BpasytoLLascs C yHacTHEM MOMEKYIbl BOAbI.

BaskubIe 11 CBA3BIBAHUA aMIHOKVICIJIOTBI OKa3aJICh
JOCTATOYHO KOHCEPBATUBHBIMI Y Pa3HBIX I[MTOKVHIHO-
BBIX PEIENITOPOB; 3aMeHbl HTUX KOHCEePBATUBHBIX aMM-
HokucaoT B CHASE-nomene CRE1/AHK4 npuBoauin,
KaK [IpaBUJIO, K MHAKTMUBaK perentopa [89].

B pacTeHnAX MMTOKMHVIHBI MOTYT 6bITb TJIIMKO3UJIN -
POBaHBI II0 aTOMaM a30Ta B aJIeHMHOBOM Kouiblle, a OH-
Irpynma M30IpeHOUTHON YacTy JIMTFaHAa MOSKET II0J-
BEpraThbCa alMJIVMPOBAHUIO UJINU TJINKO3UIVPOBAHUIO.
Kak ysxe ormeuaJioch BBIIlIE, BCE 3TU MOAUMPUKAIUK
JIeJIaI0T UMTOKMHUHBI HeaKTuBHBIMY [30, 59]. ITpocTpan-
CTBEHHAA CTPYKTypa pelenTopa IoATBEP:KAAET DTU pe-
3yJIbTAThI, TaK KaK OrpaHMYeHHadA [10JI0CTh, B KOTOPOIi
IIPOMCXOANUT CBABLIBAHNE JIUTAHIA, HE MOKET BMECTUTD
IOUTOKMHIMHEI, 06J1a,uafomme JAOIIOJIHUTEeJIbHBIMU TI'JIMKO-
3UJIbHBIMMU WJIV PYTVIMY IPYIIIIaMI.

Tpanc-3eaTuH, B OTJINYME OT YUC-3€aTuHa, 0bpasyer
JIOIIOJIHUTEJBHY0 BOIOPOAHYIO cBA3b uepe3 OH-rpymnmy
6okoBoro pagukajaa ¢ Thr294 [89], uro obbAcHsAeT, TTO-
yemy CRE1/AHK4 ¢ OosbInyM CpOACTBOM CBA3BIBAET
mpanc-, a He yuc-3eatus. Ha mpumepe kuHeTnHa 11 6eH-
3MJIAMIHOITYPMHA [TI0KAa3aHO, KaK PEeIernTop CBA3bIBAeT-
cA ¢ IUTOKMHMHAMY, 00J1anaoMy 6osiee 00 beMHBIMI
apoOMaTUYECKMMY XBOCTOBBIMU I'PYHIIaMU (KaK B CJIY-
4Jae KMHeTUHA). PypdypuapHbli (hparMeHT KMHETHHA,
Kak ¥ M30IIPeHMUJIbHAA IPYIa mparc-3eaTHa, obpa-
3yeT BOJOPOIHYIO cBA3b ¢ Thr294, koTopasd B KMHETHHE
peanusyercs ¢ ydacTyeM MOJIeKYJbl BOObL A Ha Ipu-
Mepe TuanaszypoHa (cTpykrTrypa 3T4T) moareepsxaeHo,
uto penentop CRE1/AHK4 ucnosb3yeT AJid CBA3bI-
BaHMA C CUHTETUYECKVMIY VI IPUPOSHBIMY IIUTOKNHN-
HaMM OIVH U TOT K€ CalT, IPU 3TOM CUHTETUYECKUe
LUTOKVHMHLBI 00pa3y0T BOJOPOIHBIE CBA3Y C TEMHU 3Ke
aMIMHOKMCJIOTaMI, 9YTO M IUTOKMHIMHBI — IIPOM3BOJHbBIE
NS-anennua. [IpuBegeHb! 001V IPUHIUIIBL 13a1HA CO-
eIVIHeHNI ¢ INTOKVHVHOBOM aKTUBHOCTBIO: ¥ TAKUX COe-
IVHEHMI JOJKHA OBITh IIJIOCKAA KOJIbIleBas CTPYKTYPa,
3aHMMAIOIIAA «aeHMHOBYIO» YaCTh JIMTAH/CBA3BIBAIO-
I1eif ITOJIOCTH, C JIMHKEPOM, CIIOCOOHBIM 00pa30BbIBATH
BOJOPOIHBIE CBA3Y ¢ Asn262 v MpKUCOeINHAIOIINM I1JI0-
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CKYI0 asnpaTUIeCKYI0 MM aPOMAaTUIECKYI0 XBOCTOBYIO
rpymy HebosbIioro pasmepa [89].

OUITOTEHETUHECKMA AHATIM3 PELLENTOPOB
UHMTOKMHMHOB

Jo cux mop perenTopsl HUTOKMHNHOB OCHOBATEJIbHHO
3ydaJy B OCHOBHOM Yy ABYX BUJOB PacTeHNII, IpaBJa,
puyIoreHeTMYECKM JOCTATOYHO OTHAJIEHHBIX: apabu-
Jomcuca 1 KyKypy3sl IloaToMy npencTaBiseT UHTepeC
BBIACHUTD, KAKOBBI 0OCOOEHHOCTH amapaTta perenmnun
LUTOKVHVHOB y PACTEHUI NPYTUX BUJOB, a TaKKe IIPO-
CJIeIUTH CTAHOBJIEHVIE IMTOKMHIHOBOM CUTHAJIBHON CI-
CTeMBbI B X0Jie DBOJIIOLIMY pacTeHuil. Takoe mccaegoBanme
CTaJI0O BO3MOYKHBIM OJiaroznaps pacindpoBKe IOJHBIX
TreHOMOB 11eJIOT0 pfAlla BU0B PaCTeHMIA.

PesyspTaTe! (prI0reHeTMYECKOro aHAIM3a PAa reHo-
MOB IIPMBEJIM K 3aKJIOUEHNIO O TOM, YTO CII0C0D perfen-
LMY Y TPAHCAYKIIMY IMTOKVHMHOBOTO CUTHAJIA Ha OCHOBE
JIBYyXKOMIIOHEHTHOJ! CYICTEMbI BOSHMK Yy MHOTOKJIETOUHBIX
pacTeHnnit mocje X BbIXOJa Ha CYILY, BUAVIMO, KaK OIVIH
13 BJIEMEHTOB X OMOXMMUYECKON afanTalny K HOBbIM
ycyoBuaAM cyinectBoBaHudA [93]. I'enbr, Kogupyromme
ceHcopHble ructuanHKMHA3b ¢ CHASE-gomeHoM 1 pe-
I'yJIATOPBI OTBeTa A-TuIla, B reHOMaX M3y4eHHBIX BUJIOB
HMBIINX U BBICIIMX PacTeHMi 00HAPY KMBAJINICD, HAYUM-
HasfA CO MXOB U IIJIAYHOB. Y 00Jiee BBICOKOOPTaHM30BaH-
HBIX PACTEeHMI YMCJI0O KOMIIOHEHTOB CUCTEMbI CUTHAJIVHTA
UUTOKMHMHOB, KaK IIPAaBIUJIO, BO3PACTAJIO II0 CPABHEHUIO
¢ 6osee npumuTuBHBIMK. OCOOEHHO BTO KacaJsock ¢poc-
(POTPAHCMUTTEPOB U PETYJIATOPOB oTBeTa. OTMeEUeHO,
YTO PenenTopbl HUTOKMHIHOB BCEX ITPOaHAIN3VPOBaAH-
HBIX IIBETKOBBIX PAaCTEeHUI MMOAPa3aeJIAI0TCA HA TPU
dusioreHeTUYECKY OTAEeJIbHbIE BETBY, COOTBETCTBYIO-
mue penenrtopam apabugoncuca CRE1/AHK4, AHKS3
n AHK2. IIpu 3TOM pelenTopsl apXeroHMaJIbHBIX pac-
TeHMuit (MOX, IJayH) PacIlojarajiiuch B 9BOJIIOIMOHHOM
ZIpeBe 0COOHAKOM, UTO yKa3bIBAJIO Ha IIOABJIEHNE TPEX
OCHOBHBIX TUIIOB PELEIITOPOB CKOPEE BCETO B IIEPUOJ, II0-
ABJIEHUA ITBETKOBBIX PACTEHMII, HO ellle J0 UX pasjesie-
HUA Ha OJHOAOJbHBIE U ABYIOJIbHEIE [93].
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IIpoBenennsni HaMu OoJlee MIMPOKMIL PUIIOreHeTIYe-
CKMIT aHAJM3 Ha OCHOBE CEKBEHMPOBAHHBIX reHOMOB 30
BIJIOB HA3E€MHBIX MHOTOKJIETOYHBIX PACTEHMII II03BOJINII
JONOJIHMTEJIbHO MPOACHUTD PAJLl BOIIPOCOB 9BOJIIOLIUN
LITOKVHVHOBBIX pelenTopoB. Cpeny aHHOTMPOBAaHHBIX
T€HOB BBIABJIEHO 112, KoAUpPYoOUINX 6K ¢ TUIIMIHON
IJA IUTOKMHMHOBBIX PELEIITOPOB CTPYKTYPOIL, BKJIIO-
qatonieit CHASE-goMeH, rUCTUAVHKMHAZHBIN U pecu-
BepHBI oMeHbI (puc. 6). 'eHbI TAKNX CEHCOPHBIX I'M-
CTUAVHKWHAS IIPEJICTaBJIEHBI BO BCEX PacIIM(pPOBaHHBIX
reHoMax BBICHIMX pacTeHuUil. Y1csI0 CeHCOPHBIX TUCTY-
nuuakmnHa3 ¢ CHASE-gomMeHOM BapbUpPOBAJIO OT OJTHOTO
y kaprodensa Solanum tuberosum u rybacTuka Kpam-
gatoro Mimulus guttatus 1o BOCbMU Y COM KYJIbTYPHO
Glycine max. ®PujoreHeTMYeCKNI aHAJINS [T03BOJINI
BBIABUTH y IIBETKOBBIX PaCTEHUI HECKOJIBKO BeTBEel

Puc. 6. ®unoreneTtu-
YeCcKMM aHanu3 peuen-
TOPOB LUTOKMHUHOB.
[ns BbIpaBHUBaHMS
rnocrnegoBaTtenbHoOCcTEN
6enkos ucnonb3oBanu
nporpammy Clustal W,
N8 NOCTPOEeHUs
domnoreHeTMHECKOr O
OpeBa — Nporpammy
MEGAS5.05, 6yTtcTpan-
aHanms ¢ 1000 cny-
YanHbIMM BbIBOPKaMK.
Yucna B y3nax noka-
3bIBAtOT BEPOSITHOCTb
(%) dbopmuposaHus
OTXOALLUMX BETBEMN.

GIMBKOPOACTBEHHBIX pellenTopoB. Haubosee npen-
CTaBUTEJIbHBIMM CHOBa OKa3aJlliICb TP BeTBM, COOTBET-
cTByMOIMeE perenTopam apadbugoncuca AHK2, AHK3
1 CRE1/AHK4. BuyTpu 3TMX BeTBelt HabJII01aJI0Ch 10 -
paszesieHre Ha TPYIIIBI OOHOLOJBHBIX U IBYAOJbHBIX
oproJioroB. Kpome Toro, HeKoTopble HEOOJIbIIINIE BETBI
CTOAIN 0CODHAKOM, B YACTHOCTY TPYIIIa OJHOIOJIbHBIX
optosoroB ZmHK3. B 11ej10M, perenTops! HUTOKMHNHOB
MOSKHO Pas3esNThb (PUIOTeHeTNYeCK Ha TPU IPYIIIIbI
Yy IABYZIOJIBHBIX ¥ YeTbIpe y ONHOLOJbHBIX. IIpy aTOM
pelLenTopsl OJHOTO BIAA PACTEHMIE, BXOAAIME B Pas3-
HbIe TPYIIIBI, O0JIee CXOAHBI C OPTOJIOTAMM APYIUX BU-
JIOB CBOEJI TPYIIIIBI, YeM MEXKAY c0o007l. Y pasHBbIX BUIOB
pacTeHMiI pelenTopsl B 3TUX IPYIIAX IIPeICTaBJIeHbl
no-pasHomy. Kak yske oTMedaJsioch BBIIIE, ¥ ABYAOJb-
HBIX — KapTodesa u rybacTuka KpamdaToro — HalIeHO
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BCETO IT10 OTHOMY PEeIENITOPY, OTHOCAIIMXCA K OPTOJIOTAM
CRE1/AHK4 n AHKS3 coorBeTcTBeHHO. He nckJoUe-
HO, YTO y 9TMX BUJIOB MOTYT ObITE I APYIVE PELeNTOPSI,
ecJM B MIX TeHOMax OyAyT UAEeHTU(MUIMPOBAHbBI HOBbIE
rensl. [Ipu aTom B penientope kaprodens StHK4 sme-
cTo KoHcepBaTtuBHOro Tyr318 Haxonurca dpeHunsana-
HyH. [IpaBna, IpAMBIX JOKa3aTeJIbCTB BasKHOCTY 3TOM
aMMHOKMCJIOTHI I8 (PYHKIMOHMPOBAHNA pelenTopa
He pexncTanieHo [89]. VIuTepecHo, uTo y ToMaTa, 6113~
KOTO POACTBEHHIKA KapTO(esd, MMEIOTCA HOpMaJbHbIe
IPeaCTaBUTEJM PEIeNITOPOB BCeX TPeX OCHOBHBIX 3BO-
JIIOIMIOHHBIX BeTBell. B cemericTBe 6000BbIX HabJromaer-
ca pynnukanug oprosora CRE1/AHK4, npudem y con
HatineHs! yeTbIpe oproJsiora CRE1/AHK4, o nBa B KasK-
oii rpymnme gynaukaiym (puc. 6). B 1Byx npyrux Bet-
BAX UMEIOTCA 110 Ba IIPeJICTaBUTENA PEI[EIITOPOB COML.
Y srouepusr Medicago truncatula eyHCTBEHHBI OPTO-
aor CRE1/AHK4 oTHOCHTCA K OJHO U3 IBYX IPYIII AY-
niukaimu. Pacosb obbikHOBeHHAsA Phaseolus vulgaris
n Lotus japonicus MMEIOT IO JBa NpelCcTaBUTENA
oprosora CRE1/AHK4, o smumens! oprosoroB AHKS3
n AHK2 cooTBeTcTBeHHO. OnHako B 6enke PvHK4a da-
cosu B o3uIMy 284 BMECTO BBICOKOKOHCEPBATVBHOTO
JIeifIMHa HaXOAUTCA TPUNTO(AaH, YTO CTABUT II0J CO-
MHeHVe (DYHKI[MIO 3TOTO OeJiKa B KadecTBe pelernTopa
OUTOKMHMHOB. OTAeJsibHbIe 3aMeHbl KOHCEPBATUBHBIX
aMMHOKJICJIOT BBIABJIEHBI TAK)KE Y HEKOTOPBIX IPYIUX
BUJOB IBYNOJIBHBIX (anesbeuH Citrus sinensis, oryper
Cucumis sativus, maunox Manihot esculenta). Obmm
CBOJICTBOM BCE€X BUJOB JIBYIOJbHBIX, 32 VICKJIIOYEHNEM
rybacTuka Kpam4gaToro, ABjdeTca 00A3aTeabHOe IpU-
cyTcTBre opTogoros penentopa CRE1/AHK4.

Y OZHOZOJIBHBIX PUCA M KYKYPY3bl TAKIKE VIMEIOTCH
[IPeJICTaBUTEJIN IBYX SBOJIIOIMIOHHBIX BETBEI pPerenTo-
poB, oprosoroB AHK3 1 AHK4, npu atom rpynny AHK4
MOSKHO pa3ZleJIMThb Ha JIBe IOATPYIIbL, yesaoBHO ZmHK1a
n ZmHK1b. ¥ KyKypy3bl B KayKAYI0 U3 5TUX I'PYII /IO~
IPYIII BXOJAT I10 /iBa peljerniTopa. OQHAKO y IIeTUMHHNUKA
UTAJbAHCKOTO Setaria italica OTCYTCTBYIOT OPTOJIOTH
CRE1/AHKA4 B onnoit n3 noarpynm (ZmHK1a), a y cop-
ro Sorghum bicolor u Brachypodium distachyon orcyT-
crByioT oprosnorn ZmHK3a (puc. 6). Takum obpazom,
BC€ UB3BECTHbIE T€HOMbI OJJHOJOJIbHBIX PACTEeHMIT KO-
pPYyIOT X0TdA O6BI OAMH NIpeAcTaBuUTeNb opTosioroB CRE1/
AHK4. Crout ormeTuTs, uto oprosoru CRE1/AHK4
IIpeJICTaBJIEHbI B JOCTYIIHBIX IT€HOMaX IIPaKTUYECKI BCEX
OJIHOZIOJIbHBIX B JIBYX BapMaHTaX, OJJHAKO He VICKJIIOUEHO,
YTO 3Ta 0COOEHHOCTDb XapaKTepHa TOJIBKO JJIA CEMelicTBa
3JIAKOB, T€HOMBI KOTOPBIX yiKe VI3BECTHBI, & B IIPOUYNX Ce-
MeJCTBaX OJIHOZIOJIBHBIX COIEPIKUTCA VIHOE YIMCJIIO 30~
¢opm CRE1/AHK4. OgHako B J1000M CIydae OPTOJIOTH
CRE1/AHK4 ceifyac mpecTaBIATCA Hanboee BaK-
HBIMM pelleNTopaMy IIUTOKVHNHOB y IIBETKOBBIX pac-
TEHMNIAL.
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3AKJNKOYEHHME
OcHOBHBIE TOPMOHBI PACTEHUN N3BECTHEI yIKe ¢ cepe-
nuHbl 20 BeKka, HO MMEHHO B MOCJIeOHME JIeCATUIIETUA
JCCJIeJOBAHNUA (PUTOTOPMOHOB IIePEKMBAIOT IePIUOJ
peHeccaHca. B nepByio ouepenb, 3TO CBA3aHO C PACKPBI-
THIEM MOJIEKYJIIPHOTO MeXaHM3Ma UX JeICTBUA Ha KJIeT-
Ky: OOHapysKeHMeM PEeIeNTOPOB U KOAVPYIOIINX X Te-
HOB, BO3MOKHOCTBIO KJIOHMPOBAHNA I'€HOB PeLeniny,
01MOCHHTE3a U CUTHAJIBHOM TPAHCAYKLNM, & TaKIKe II0-
JIy4eHls HallpaBJeHHbIX MyTaluii [94—101]. dyunnameH-
TaJIbHbIE OCHOBBI BHYTPUKJIETOYHOTI'O CUTHAJIVIHTA (PUTO-
TOPMOHOB aHAJIOTMYHBI OCHOBAM CUTHAJIVIHTA TOPMOHOB
SKMBOTHBIX VI YeJIOBEKa: IJIS BOCHPUATIA TOPMOHA CIIY-
JKaT pellenTopbl, KOTOPbIe IIPpU (pOPMUPOBAHNY TOPMOH-
pelenTOPHBIX KOMILIEKCOB MEHSIOT HEKOTOPbIe CBOU
CBOJICTBA, YTO IPUBOAUT K Ilepeiate CUrHaJja Ha IepBUY-
HYIO KJIETOYHYIO MUIIIEHD C IIOMOIITBI0 COOTBETCTBYIOIIE
CHCTEeMBbl CUTHAJbHOM TpaHcAyKIuy. Kak u y KuBOT-
HBIX, B KJIETKaX PaCTEHUIl pelenTOPhl PacCIIoaraloTCA
B OCHOBHOM B JIByX KOMIIaPTMEHTaXx: B cCOCTaBe MeMOpaH
nnu (pacTBOopUMbBIe) BHYTPU Aapa. OCHOBHON KJIETOYHO
MMIIIEHbIO CUTHAJIMHTA TOPMOHOB PACTEeHMI, KaK U rop-
MOHOB KVMBOTHBIX, CIIY?KUT Y3KIiI HAOOp reHOB IepBUY-
HOTO OTBETA, CIIeLM(UYHBIA AJIA KaKI0r0 13 (PUTOrop-
MOoHOB. Ho, Kak 0Ka3aJoCch, MOJIEKYJIAPHbIE MeXaHI3MbI
CHUTHAJIVHTA TOPMOHOB Y KMBOTHBIX I PACTEHUII CyIIe-
CTBEHHO pa3jmMyaloTcs. Y pacTeHul O0HAPYKeHbI TaKue
IIyTU BHYTPUKJIETOYHON Ilepenayy CUrHaja, KOTophle
He BCTpedaloTcA y "KMBOTHBIX. Bilarogapsa sToMy pe-
3yJIbTaThl U3yUEHN PaCTEHNI CYIIeCTBEHHO 000raTIIN
MOJIEKYJIIPHYIO TOPMOHOJIOTMIO KaK HAYKY B II€JIOM.
1A curHaIVHTa TUTOKVHVHOB PACTEHMS VICIIONb3YIOT
aHaJIOT IBYXKOMIIOHEHTHOI! CCTEMBI IIepeiayll CUrHAJa,
II03aMMCTBOBaHHOI y ninaHobakTepwmii [20, 24, 94, 102].
Kaxk nosararor, nmeHHO cMOMO03 IMaHODAKTEPUIL U DyKa-
PUMOTHHYECKUX KJIETOK II03BOJIVII PACTEHNAM 00PECTH XJI0-
POITIACTEI U ITOITY THO JCIIOJIL30BATh OaKTepPHaJbHbIE TeHbI
Juts cBoux HyskZ [103, 104]. Ilepexon k HazeMHOMY 00pasy
SKM3HM 1aJ1 MHOTOKJIETOYHBIM PaCTEHVM MOIIHBIN CTUMYJI
T POPMMPOBaHMA HOBBIX TOPMOHAJILHBIX CUCTEM PETy-
JIALMN, B TOM YMCJIE ¥ IIMTOKVHMHOBOM. B $KIMBOTHOII sKe
KJIETKe OpTaHeJLI TUIIA XJIOPOoILIacToB HeT. [lo-Buaumomy,
13-3a OTCYTCTBIA cuMO103a C COOTBETCTBYIOIIMMY OaKTe-
PMAaJIbHBIMI IPAaPOIUTENAMY (IMaHobaKTepuIL) STUX Op-
raHeJJI CUCTeMbI IBYXKOMIIOHEHTHOJ IIepefaydy CUrHaja
SKVMBOTHBIM HE JJOCTAJINCh.

Boub1moit mporpecc B pacKpbITUM MOJIEKYJIAPHBIX Me-
XaHU3MOB JelicTBUA (PUTOTOPMOHOB JOCTUTHYT B 21-M
«IIOCTTEHOMHOM>» BEeKe He CJIydaliHo, a IMeHHO OJiarozaps
paboram 1o pacim@poBKe IOJHBIX TeHOMOB PaCTEHUI,
Ha4aJI0 KOTOPBIM IIOJIOKIJIO CEKBEHMPOBAaHME TeHOMA
apabugorcuca B 2000 r.[11]. B pesyssTaTe apabunoncuc
ABJIAETCA IIOKa eIVHCTBEHHBIM BIJOM, ¥ KOTOPOTO K ce-
TOHANTHEMY JHIO JeTaJbHO OXapaKTepU30BaH anmnapaTr
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penenimn 1 TPAHCAYKIMUY IIMTOKMHNHOBOTO CUTHAJIA.
OpnHako maske U 371eChb OCTAeTCHA ellle MHOTO HepelleH-
HBIX BOIIPOCOB. B 5T0J CBA3M CTOUT OTMETUTD, YTO pabo-
TBI 110 U3YUYEHNIO HUTOKMHMHOBOM CUCTEMBI PEryJIAIUNI
IIPOBOAATCA B HACTOAIee BpeMsd IMPOKUM (DPOHTOM,
Ha pa3HBIX 00bEKTax, ¢ IpMUMeHEeHEM CAMBIX COBPEMEH-
HBIX METOJOB MOJIEKYJIAPHOI 610JI0rMY, TOPMOHOJIOTUH,
TeHHOI MH)KeHepuu, OronHpopMaTuky 1 apyrux. He BeI-
3bIBaeT COMHEHMUI TO, YTO CKOPO MBI CTaHEM CBUETEJA-

MM HOBBIX OTKPBITUII B 5TOM MHTPUTYIOIIEN U IepClIeK-
TYBHOI 00J1aCTY M3YYUEeHNA KM3HM Ha Halllell IIJIaHeTe. ®

Hccaedosarus aemopos 0630pa noddepicatsl
ITpozpammoii IIpeauduyma PAH « MoaexyaapHas
U Kaemounas 6uoaozus» u Poccutickum gpondom
Pynoamenmanvrslx uccaedosanull (eparnmot Ne 10-04-
00638, 11-04-00614 w 11-04-90491).
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