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dopMupoBaHMEe 3amacalolX OpraHOB PaCTeHUil, B YaCTHOCTU — 3aMacarolliero KOpHs, IBJISIETCS TIpUMe-
POM cHeLraaIn3aliy pACTEHUM K aKKYMYJISILIAY BELIECTB. B CBSI3U ¢ BaXKHBIM 5KOHOMUYECKUM 3HAYEHUEM
KOPHEIUIOAHBIX CEJIbCKOXO3SIICTBEHHBIX KYJIBTYP, U3y4YeHHUE TeHETUYECKUX MEXaHM3MOB Pa3BUTHS 3ariaca-
OILIETO KOPHS SIBJISIETCS BECbMA aKTyaJIbHbIM. TeM He MeHee, TeHETUUYECKUI KOHTPOJIb Pa3BUTHSI 3aI1acarollero
KOPHSI B HACTOSIILIMIA MOMEHT U3Y4eH TOBOJILHO ¢/1a60. OCHOBHYIO MAacCy 3aI1acalollero KOpHsI ABYI0JIbHBIX pac-
TEeHMIA, KaK IIPaBUjIO, 3aHUMAIOT CUJILHO MAapeHXMMATU3MPOBAHHBIC BTOPUYHBIE ITPOBOSIIME TKaHU ((h1osMa
W/WI1 KCUJIeMa), KOTopble (hOPMUPYIOTCS B pe3y/ibTaTe Npoirdepaliiv KIeTOK KaMOusI Y CIIeIaIM3UPOBaHbI
K aKKyMYJISILIMY TTMTaTeIbHBIX BEIECTB. B HacTosiiee BpeMsl BhISBJIEH LIEJIbIA PSII PEry/ISITOPOB Pa3BUTHSI KaM-
OusI; B KOHTPOJIE aKTUBHOCTU 3TOi MepucTeMbl ydactByeT cucteMa WOX-CLAVATA (Bkitouyaloinasi B ce0st
curHanbHble entuabl CLE, ux pelenTopsl M UX MUILIEHU — FOMEOAOMEH-COAePKaLIUe TPAHCKPUILIMOH-
Hble pakTopsl WOX), a Tak:Ke TpaHCKPUILIMOHHbIE (haKTOPHI APYTUX CEMENCTB U (pruTOropMoHbl. B 0630pe
MpeacTaBJIeHbl COBPEMEHHBIE TaHHBIE O MEXaHM3MaX PEryISIUM aKTUBHOCTU KaMOust, nuddepeHLupoB-
KM IIPOBOISIINX TKaHEH 1 3aracaHusl TMTaTeIbHBIX BEIIECTB, a TAKXKe JaHHbIE O KOHCEPBAaTUBHBIX U CITe-
LUGUIECKUX PETYISITOpAaX Pa3BUTHUS 3allacalollnX KOpHeil y Hanbosiee N3y4eHHbBIX KOPHEIUIOAHBIX KYJIb-
Typ — penuca, perbl, CBEKJIbl, MOPKOBHU, OaTaTa U KacCaBBhl.

Kirouenbie cjioBa: 3amacaiolinii KopeHb, KOPHEIUION, KOPHEKIyOeHb, KaMOuii, ¢yiooMa, Kcuiema, TpaH-

CKPUTIIMOHHbBIEC (haKTOPHI, GUTOTOPMOHBI, KpaxMaJl, JUTHUH
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BBEAEHWE

B mporuecce oHTOreHe3a pa3iauMdyHbIe OpraHbl pac-
TEHUI1 MOTYT TIpeTepIieBaTh MeTaMopPdO3bl — BUAOM3-
MCHEHUSI, CBSI3aHHBIE CO CMCHOI BBIIIOIHSIEMBIX
yHKUMIA MK ycnoBuii GyHKUMOHMPOBaHUsA. OIHUM
13 TIPUMEPOB TAKOTO U3MEHEHUSI SBJISIETCSI (DOPMUPO-
BaHME CIIEIMATN3NPOBAHHbBIX 3aI1acalOIIX BereTaTUB-
HBIX OPTraHOB, CIyXXaIlMX JIJIs1 HAKOTLJIEHUS TTUTaTelb-
HbIX BelecTB. CIIocOOHOCTh K (pOpMUPOBAHMUIO 3alia-
calolIX OpraHoB (B 4YaCTHOCTM — 3allacalolInx
KOpHEiT) HEOMHOKPaTHO BO3HMKAJIA B DBOIIOLIN U SIB-
JISIETCSI CBOMCTBOM MHOTMX MHOTOJIETHUX U JIBYJIETHUX
pacTeHuii. DTU opraHbl 00ECIICUNBAIOT IIePEXKMBAHNIE
pacTeHUSIMU HeOIarONPUSITHBIX YCIOBUI (X0J101, 3aCy-
Xa) B COCTOSTHUU ITIOKOSI, UTOOBI B CJIeAyIOIIeM Oj1aro-
MNPUSTHOM CE30He JaTh Ha4ajao HOBOMY pacTeHMUIo [1].
B cBs131 ¢ 3TMM, CeNeKIIMOHHBIN OTOOP paCcTeHMI C 3a-
TacaroIIM KOPHEM I1IeJI He TOJIBKO B CTOPOHY (hOpMU-
poBaHMsI OoJiee KPYITHBIX KOpHEil, HO 1 B CTOPOHY
amanTalry K pa3IdndHbIM IIMPOTaM, YTO IIPUBEIO K

Cokpamenns: T® — tpaHcKpunuuoHHbIA dakrop, LK — 1u-
TOKWHUHBI.

TOSIBJICHUIO Pa3HOOOpa3HbIX KYJbTYPHBIX T€HOTH-
nmoB. HanpuMep, KaccaBa (MaHUOK) OUY€Hb YCTOMYM-
Ba K 3acyxe M CIIoCOOHA pacTy Ha KpaeBbIX MOYBax,
MpencTaBisisi co00it OJHY M3 OCHOBHBIX MPOAOBOJIb-
CTBEHHBIX KYJIbTYp B OOJIbIIIEH YacTU TPOMUYECKOM
Adpuku [2]. BozoOGHOBIEHUE pocTa W pa3BUTHUS
obecrneunBaeTcsd MeTaboJIMYeCKMMHU pecypcaMu, Ha-
KOIUIEHHBIMU B OCHOBHOM B (popMe Kpaxmayia WIu
pacTBOpUMBIX caxapoB. IMEHHO 3Ta OCOOEHHOCTH
3aracaroliMx OpraHoB, B YaCTHOCTHU, 3arlacarollnx
KOPHEIi, 00YCTOBIMBAET UX 9KOHOMMUYECKYIO 3HAUM -
MOCTb JIJIS1 YEJIOBEKA: HAIIPUMED, Ha CaxapHYyIO CBEK-
ary ipuxonuTtcst 20% MUPOBOTO IMTPOU3BOICTBA caxapa
[3]. [ToHMMaHKUe MeXaHU3MOB, MCHOJIb3YEMEIX pac-
TeHUEM JJi1 (DOPMUPOBAHUS 3aracalolinuX OPraHoB,
SIBJISIETCSI HE TOJIbKO (DYHIaMEHTaAIbHBIM BOIIPOCOM B
OMOJIOTUM Pa3BUTHS, HO BaKHOM MPaKTUYECKON 3a-
Jlayeil B r1aHe yIOBJIETBOPEHUS MOTPEOHOCTEM B IU -
TaHWU pacTyIIero HaceJeHus 3eMun. 3aracaroiime
KOPHU XapaKTEPHBI JIs1 PACTEHU CEMECTB KaIlyCT-
HbIE (pera, peabKa, OproKBa), 30HTUYHBIE (MOPKOBb,
MacTepHaK, MeTpyllKa), aMapaHTOBEIE (CBEKJIa), acT-
poBble (LIMKOpHUIi, TeOpruHa), BbIOHKOBKIE (0aTar),
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Tab6auna 1. HanbGosiee usBecTHbIe BUIbI pacTeHUI, (hopMUpYIOIIME 3aracatoiue KOpHHU.

KY3HELOBA u np.

Tun OcHoBHasi
CemMeiicTBO Bun, nonBun, coprorpyriia 3aracapolIlero | 3amacaroiast Cchblika
KOpHSI TKaHb
KamycTtHbie Pena (Brassica rapa subsp. rapa) Kopnermion Kcunema 6, 86
(Brassicaceae) Bpioksa (Brassica napus var. napobrassica) KopHeruion Kcnrema 99
Pemmc u penpka (Raphanus sativus subsp. sativus) | KopHeroion Kcunema 5, 60, 82—84
Maka nepyaHckas (Lepidium meyenii) Kopnemion Kcunema 87
3oHTHYHbIe (Apiaceae) | MopkoBb (Daucus carota subsp. sativus) Kopnerion dnosma 90-92
IlacrepHak (Pastinaca sativa) Kopnaemmon Kcunema 66
Ilerpyuika (Petroselinum crispum) Kopnermion Kcunema (?)
Appakaua (Arracacia xanthorrhiza) Kopnerion Kcunema (?)
AMapaHTOBbIC Csexua (Beta vulgaris) Kopnerion Kcunema 66, 88, 89
(Amaranthaceae)
bobosrie (Fabaceae) Xwukama (Pachyrhizus erosus) Kopnermion Kcunema (?)
ActpoBblie (Asteraceae) | Lluxkopwii (Cichorium, pa3Hble BUIIbI) Kopnerion Kcunema (?) 100
CkopuoHepa (Scorzonera hispanica) Kopnuemion Kcunema (?) 100
T'eopruna (Dahlia, pa3Hbie BUIbI) Kopaexiryoens | Kcunema 100
BbrOoHKOBBIE Barar (I[pomoea batatas) Kopneknyoenp | Kcmmema 7, 11, 13, 30,
(Convolvulaceae) 61, 93-95
Mortouaiiibie Kaccasa (Mmannok) (Manihot esculenta) Kopnexiyoenb | Keunema 97, 98
(Euphorbiaceae)

MoJiodaiiHble (KaccaBa) U T.4. (Taou. 1). @opmMupoBa-
HUE 3aIacamllnX KOPHEN COMMPOBOXIAETCS Y Pa3HBIX
pAacTEHMIA MHTEHCHUBHBIM pa3pacTaHMEM 3anacaro-
el mMapeHXUMbl BTOPUYHON KCUJIEMbl U/WUIU BTO-
pUYHOIT P103MBI, a TAKXKE IEPBUYHOI KOPBI.

ITo MPOUCXOXIEHUIO BBIIEJSIOT JBa OCHOBHBIX
THIA 3amacalolinx KopHeit [4]: 1) KopHemiomsl,
MpeCTaBIeHHBIE Pa3pOCIIMMCST CTeP>KHEBBIM KOp-
HEM; Y HEKOTOPBIX BUIOB pacTeHU (HallpuMep, pe-
IIAC, CBEKJIa) KOPHEIUIO MPEICTaBIsIeT CO00i KOM-
MMO3UTHYIO CTPYKTYPY, BEPXHSISI YaCTh KOTOPOU SIBJISI-
€TCS IPOU3BOIHOM TUITOKOTUJIS, U 2) KOPHEKITYOHMU,
WIN KOpPHEBBIEC IMUIIKW, — pa3pacTaHUsT OOKOBBIX
WJIM TIPUAATOYHBIX KOPHEN B MOYKOBATOM KOPHEBOM
cucrteme (Harpumep, y 6atara, KaccaBbl U TeOpIru-
HBI); Ha KOPHEKIIYOHSIX MOTYT pa3BUBAaThCS TIpHIA-
TOYHBIE ITOYKH, KOTOPBIE CYKAT IIJIST BET€TATUBHOTO
pasMHoOXeHUsl. KOpHeIUIoapl, B CBOIO Oo4epelb, Je-
JIITCS Ha IBa TUIIA B 3aBUCHUMOCTH OT TOTO, B KaKOM
TKaHU — KCuJieMe WK (ho3Me — UMEET MECTO pa3-
pacTaHue U 3arnacaHue NMUTaTeJbHBIX BEIIECTB. Ha-
IpuMep, MOPKOBb (DOpMHUpYeT KOpPHEIIon (haoaM-
HOTO THIIA, a pera — KCUJIEMHOTO TUTIA.

Cpenu KOpHEIJIOAOB BhIAEISIIOT: 1) MOHOKaMOM-
aJIbHbIE, Y KOTOPBIX POCT YTOJIIIEHUEM 0OecIieuBa-
€TCSI aKTUBHOCTBIO OTHOTO KaMOWAaJIbHOTO KOJIbLa —
TaKre KOPHEIUIOABI XapaKTePHBI IJIsI MIPEeACTABUTE-

Jieli ceMelicTBa Brassicaceae — penuca, peabKu, perbl
U OPIOKBHI [5, 6], 1 2) nonuKaMOHWaIbHEIE, TIPU pa3-
BUTUHU KOTOPBIX UMEET MECTO aHOMAJIbHBII POCT: U3
KJIETOK TIEpMIIMKJIIAa 3aKJIaIblBalOTCS JOMOJHUTEb-
Hble KoJiblla KaMOusl, Jalolyue Havyajlo TPETUYHBIM
dnosMe 1 Kcuiieme; Takue KOPHETJIOAbI XapaKTepHbI
11st cBekJbl [3]. OCHOBHBIMU 3aIiacalolMMU TKaHsI-
MU B KOPHEKJTYOHSIX OaTaTa U KaccaBhl SIBJISTIOTCS KaK
Kcujaema, Tak 1 yosmMa, 60JIbII0N BKIaA B pa3BUTUE
KOpPHEKIyOHEel BHOCUT aHOMAaJIbHBIN pocT [7—9].

HMHTepecHo, 4TO B Mpeneiax HEKOTOPbIX POAOB U
BUJOB PaCTEHUII MOXET UMETh MECTO IIIMPOKOE pa3-
HoOOpa3ue 1o CIIoCOOHOCTU K (POPMUPOBAHUIO 3alia-
CalILINX OpraHoB. ApKUM MPUMEPOM TaKOIO TOJIU-
Mopdu3Ma SIBIISIIOTCS MpeACcTaBUTeNn pona Brassica.
Tak, B npenenax Buaa Brassica rapa uMelOTCS Kak
MOJBU/IbI, OOpa3yloliire 3alacarmlluii KopeHb (pena
Brassica rapa subsp. rapa), Tak 1 IOABUIBI C APYTUMU
3aracalplMyd opraHaMu (Harpumep, il MeKWH-
CKoOit KanmycThl Brassica rapa subsp. pekinensis 1 60K-
yoii Brassica rapa subsp. chinensis XapaKTepHbI pa3poc-
1IKecst YepellKy JUCTheB, HaKaIIMBaKoOIIMe caxapa, a
IIJIs1 Koabpabu Brassica rapa var. Gongylodes — 3amaca-
oLt cTeOelib), I BOBCcE HEe (DOPMUPYIOLIME 3ara-
Calol1X OPraHoOB (HarpyuMep, XeJITblii capcoH Brassica
rapa subsp. trilocularis v ioneBasi kanycrta Brassica ra-
pa subsp. oleifera) [6]. Cpeay CIIOXKHOLIBETHBIX BO3-
®U3UOJIOTUI PACTEHUN Ne 4
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MOXHO (DOPMHMPOBAHME KOPHEIUIOAOB KCHJIEMHOTO
tuna (uukopuii Cichorim intybus, ckopiioHepa Scor-
zonera hispanica), KopHekiyoHeil (reopruHa Dahlia
variabilis), a TakKKe HACTOSIIINUX KJIIYOHE — Momudu-
LIMPOBaHHBIX Tob6eroB (TonuHamOyp Helianthus tu-
berosus) u T.0. [10]. BeposiTHO, 3TO CBSI3aHO C TEM,
YTO CITOCOOHOCTH K Pa3BUTHIO 3aIlacaroiX OpraHoB,
B TOM YHCJIE 3aMacalolInX KOpHell, B 9BOIOINY MOT'-
Jla BO3HMKATh HE3aBHCUMO HECKOJIBKO pa3 B IIpeae-
JIaX OTHOTO CeMENCTBA, YTO ObLIO MOKa3aHO Ha MpU-
Mepe npeacTaBuTeseit poga Brassica [6] u cemeiicTBa
BrronkoBreix [11]. CuuTaercsi, YT0O OCHOBHYIO POJib B
SBOJIIOIINY 3allacalollX OPraHoB, IT0 KpaitHei Mepe,
B ceMmelicTBe Brassicaceae, chirpajia JOMECTUKALIS
[6, 12]. bmmuszkoponcTBeHHBIE (HOPMBI PACTEHUIA,
¢dopMupylolIe 3aracaoiuii KOpeHb, 1 pacTeHUSI,
JUTST KOTOPBIX (bYHKIIMS 3amacaHusl He XapaKTepHa,
3a4acTylo UMEIOT O01IMiA HabOp TeHOB, HO pa3inya-
I0TCSI aHATOMUYECKH, YTO CBUIETEIbCTBYET O KITIOUE-
BOM 3HAYEHUU PETYISITOPHBIX MEXaHU3MOB, MEHSIIO-
IIMX YPOBHM 3KCIIPECCUU T€HOB B KOPHE B Pa3HBIX
ycnoBusx [11].

@dopmupoBaHUE KOpHEl, creluaaIn3upOBaHHBIX
Ha HaKOIUICHWHU 3alaCHBIX BEIIECTB, CBSI3aHO C Tpe-
Ms$T OCHOBHBIMU MpolieccaMu: 1) aKkTUBHOCTbIO MEpU-
CTeMbI KaMOMsI, oOecrneunBaIeii oopazoBaHue 00-
IIMPHBIX 30H MAapeHXUMHBIX KJIETOK, 2) aKKyMYJIsI-
UE MUTATEIbHBIX BEIIECTB B IAPEHXUME KCUJICMBbI
n/um (GIodMBI: IIpeXAe BCEro, Kpaxmaja H/Win
¢dpyKTaHOB, MHOTJA TaKXXe caxapo3bl. Kpome Toro, y
pacTeHMi1 ¢ 3aIracaioniuM KOpHeM HaOJIrogaeTcs Imo-
HIDKEHHBIN ypOBeHb OMOCHUHTE3a JIMTHUHA B KOPHE-
BOI CCTEME, I CYUTACTCS, YTO B IIPOLIECCE TOMECTH -
KallMM pacTeHUI C 3aIracaroiiuM KOpHeEM (B YaCTHO-
CTM, KaccaBbl M 0aTaTa) BaXKHYIO pOJIb ChIrpaj
“coBur” MeTtabojm3Ma OT OMOCHUHTe3a (peHUIIIpoIIa-
HOMOOB K OMocHUHTe3y KpaxMmada [13], u 3) curHaib-
HOM KOMMYHMKalueil ctebias u KopHs. HamzemHas
4acTh pPACTeHUS SIBJISIETCSI MCTOYHMKOM CHMTHAJIOB
(MmukpoPHK, ropMoHOB, caxapoB), KOTOPbIE ITOCTY-
AT B KOPEHb 110 (pJI05ME U MOTYT OIPEAEIISITh MO-
IU(pUKALIMIO €ro pa3BUTUSI KakK 3altacarollero opra-
Ha. CHHTE3 TaKMX CUTHAJIOB B HAI36MHOI 4aCTH pac-
TEHUS B CBOIO OYEepEeIb MHAYLMPYETCS Pa3IMYHBIMU
BHEIITHUMU (pakTopamu (poTomnepuomn, TeMIeparypa
¥ T.O.) WIA CUTHAJaMH, ITOCTYITAIOIIUMU U3 KOPHSI
(HanmpuMmep, HUTpaThl, pocdatsl) [ 14, 15]. Kpome To-
ro, OTpOMHOE 3HAaYEHHUE 1T KOMMYHUKAIIMK CTEOJIS
U KOPHS UMEIOT CUTHAJIbHBIE TIETITUbI, KOTOPHIE MO-
TYT CUHTE3UPOBAThCSI B KOPHE U PELIENITUPOBATHCS B
HaJ3eMHOM YacTu pacTeHUsI U HaobopoT [16].

Hamr 0630p mocBsIIeH TeHETUIECKNM MEXaHW3-
MaM, JieKalllUM B OCHOBE pa3BUTHUS 3allacalollux
KopHeii. K HacTosimeMy BpeMeHM HaHHBIE 00 3THX
MexaHuU3MaxX IOJydeHbl IJIS psfa CelIbCKOXO03sii-
CTBEHHBLIX KYJIBTYp — peAuca, pelbl, CBEKJIbI, OaTaTa
U KacCaBbl.

OU3UNOJIOTUSI PACTEHUU Ne 4
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TEHETUYECKMWI KOHTPOJIb PABBUTUS
KAMBHA U ANODPEPEHLINPOBKHA
IMPOBOAAIINX BDJIIEMEHTOB

Kam6uit — BTrOpruHast naTrepaiabHasi MepUCTEMa,
obecrieynBaroniass GopMUpPOBaHNE BTOPUYHBIX TTPO-
BOISIIIIMX TKaHE pacTeHUil, KOTOpPOe COMPOBOXKIA-
eTCs YTONIIEeHMEeM KOpHS M CTeOJisT (BTOPMYHBINA
pocTt). B dpopMupoBaHnM Kojblia KaMOUS B KOpHE
YYaCTBYIOT JB€ MEPBUYHBIC JIaTepajlbHble MEPUCTE-
MBI — IpokKaMOuit 1 nepuuuki [17, 18]. Kamouanb-
Hasl 30Ha pa3HOPOAHA U BKIIOYAET B ceOST KaMOUaJTb-
HbIe MHUIIMAJIH (CTBOJIOBBIE KJIETKW) M MAaTEPUHCKME
KJIeTKU (bJIO3MBI I KCHIEMBI (KJIeTK-TIPEaIIeCTBEH-
HUIIBI), U ISJIUTCS HA TPU JOMEHA — MPOKCUMAJIbHBIA
JIOMEH, COCTOSIIIIUI U3 MaTEPUHCKUX KJIETOK KCUJe-
MbI, TUCTAJbHBIN JOMEH, BKITIOYAIONINIT B ce0s MaTe-
PUHCKUE KJIETKU (PI03MBI, U LIEHTPATbHBIN JOMEH,
COCTOSIILIMI 13 CTBOJIOBBIX KJIeTOK. KieTKu pa3HBIX
JIOMEHOB KaMOWsI CXOOHBI MOP(MOIOrMYecKr, HO
OYCHb YETKO Pa3jIMYalOTCs MO XapaKTepy 3KCIIpec-
CUM TeHOB pa3HbIX T'PYIII: 3KCIPECCUsI BCEX I€HOB,
PETYIUPYIOLINX Pa3BUTHE KaMOUs, YKJIaObIBaeTCs B
KaKOM-TO M3 TPeX OCHOBHBIX IrparKOB — C IMMMKaMU
B CTBOJIOBBIX KJIETKaX KaMOUsI, MTHULIMAJISIX KCUJIEMBbI
¥ MHULIMAJISIX (DIIO3MBI cOOTBeTCTBeHHO [18]. Homroe
BpPEMSsI OCTaBaJICSI OTKPBITHIM BOIIPOC O CYIIECTBOBA-
HUU B KaMOUM OPraHU3YIOIIETO LIEeHTpa — XapaKTep-
HOM IUIS1 alTUKAJIbHBIX MEPUCTEM HEOOJIIIO IPYIIIbI
KJIETOK, DKCIPECCUPYIOLIEN OOUH U3 TEHOB CEMENi-
ctBa WOX (cMm. HUXe) 1 nopasistioneit nuddepeH-
IPOBKY MPWIETAIOIINX K HEM CTBOJIOBBIX KJIETOK.
HenasHo OBLIO TTOKAa3aHO, YTO POJIh OPTAaHU3YIOIIETO
LIEHTpa KaMOUsl BBIMIOJHSIET CJIOM KJIETOK IMPOKCU-
MaJIbHOTO OOMEHA, HEIIOCPEICTBEHHO IPUMBIKAIO-
muii K keusieMme [17]. Takke HegaBHHME MCCaeIOBa-
Hus [17, 18] skcnepuMeHTaIbHO TTOATBEPIAUIN TEO-
pUIO OTHOPSITHOTO KaMOus, chopMyIMpOBaAHHYIO
150 et Ha3ag HeMekuM 6oTtaHnukoM Kapiaom I'yera-
BoM Canuo (Karl Gustav Sanio), coriacHO KOTOpoit
Kaxaasi CTBOJIOBasI KjIeTKa KaMOwusi, IIpeTeprieBas
aCUMMETPUYHbIE NEPUKIMHAJIbHBIE NEJIeHUS, IPO-
JIYLMpPYeT KaK KCWJIEMHBIE, TaK 1 (DJIOOMHEBIE KJIETKM -
MpealIecTBeHHULILI. B cBOIO o4yepenb, KIIeTKU-TIpe.I-
IIECTBEHHMIIBI Ha Tepudepun KaMOMaabHON 30HBI
JIENSATCS CUMMETPUYHO U auddepeHIUpYyIOTCS B
IIPOKCHUMAILHOM WJIM OJUCTAJILHOM HaIllpaBiIeHUSIX, B
pe3ynbTaTe 4Yero K IIEHTPY KaMOWii OTKJIagblBaeT
KJIETKA BTOPUYHOI KCWJIEMbI, a K Ilepudepun —
KJIETKA BTOPUYHOM (bJI0O3MEL. B cocTaBe BTOPUYHBIX
KCHiaeMbl M (P103MBI IndPepeHINPYIOTCS TTPOBOIS -
1€ W MeXaHUYECKHE 3JIEMEHThl pPa3HBbIX THUIIOB,
KJIETKA OCEBOIl IMapeHXWMBI W paIualbHBIX JIy4eil.
SABngsACh  crienMaau3MpPOBAHHBIMU  ITPOBOASIIIIMU
TKaHSIMUA U IIPOU3BOAHBIMU KaMOusl, (piiosMa 1 Kcu-
JIeMa TaK:Ke CIy>KaT MICTOYHUKAMU CUTHAJIOB, OIIpeIe-
JITIOIINX Pa3BUTHE “TIOPOAWBIICH” WX MEPUCTEMBI:
TaK, IO KCWJIeMe U ee KJIeTKaM-TIpeAllecTBeHHUIIaM
noctynaetr MYK, Heobxoaumast mist MO3ULIMOHUPOBa-
HUSI OPTaHU3YIONIETO IIEHTpa KaMOusI, a N3 (PIIOOMBI —
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KY3HELOBA u np.

TDIF (CLE41/42/44)

LK WOX14
// \ AN
_A ARR-B
ARR-A \

<9

CLE10

CYCD \

ANT S wox4
+HAM4

TDR/PXY— GSK3 — MP, ARF3,4 <——MWYK

e\

HD-ZIPIII

CLE45 —>BAM3 + SERK~__ KaMGuii / 2
s prrooMa <——  —s KememMa  <---e-ee..s --t---> CLEI19
CLE25 —>CLERK + CLV2/1 | |
APL, LBDI | i ‘
7 | - ‘
? .
N 11
MADS  , T, $\>71\7Z\\\
MOLI " BOP1/2 PEAR
RULI VND,
/ SND

KNOX
LK

Puc. 1. 'eHHas ceTb, peryaupylonast akTMUBHOCTb KaMOWsI M pa3BUTHE MPOBOISILLEN CUCTEMbI paCTeHU (MTOAPOOHOCTH B TEKCTE).
Koumpons denenus kaemok kambus: T® WOX4 [19] u WOX14 [20], ¢ WOX4 B3aumoneiicteyer T® HAM4 [21]. Dkcnpeccuio
WOX4 perympytot nientunbl TDIF 1 ux peuentop TDR [52, 53]. LIK, perynupyrot akcrpeccuio reHoB CYCD, ANTn PEAR [24,
25]. Koumpons dugpgpepenyuposxu kcusemst: Tlentunsl TDIF n ux penientop TDR 4vepes Bzaumoneiicteue TDR/PXY ¢ kunazamu
GSK3 [49] aktuupytor T® ARF, B Tom unicie ARFS5/MP [50], KoTopslit: a) perynupyet skcripeccuto reHa TMOS5,T® TMOS u
LHW o6GecneunBator criermgukanuo kcwieMmsl [28], 6) mogasiset nponudepanuio KamMOous, akTUBUPYST SKCIIPECCUIO TEHOB
ARR A-tumna [50] n mopasysast akcnipeccuto WOX4 [27]. Tlenrrun CLE 10 mopasnsiet nuddepeHIIMpoBKY COCYI0B, MTHTUOUPYSI DKC-
npeccuio reHoB ARR A-tuma [58]. [Mentun CLE19 — npeanosiaraeMelii aktuBatop auddepeHIMpOBKY cocyaos [59, 60].
T®d HD-ZIP 111 perynupyitot nossipubiii Tpancriopt MYK u nuddbepeHunpoBky KcuiaeMbl [23], MOAaBIsSIiOT 3KCIPECCUIO
PEAR [24]. T® KNOX ctumynupyoT nuddepeHIIMPOBKY KCUIEMBbI, ToaaBisis aKcnpeccuto BOP [22]. T® VND u SND pe-
TYJIUPYIOT MO3AHME 3Talbl AuddepeHpoBKy cocynos [32, 33]. Kormpoas pazeumus gaosmor: Ilentuner CLE25 u CLE45
u ux peuenropsl CLERK-CLV2 u BAM3-SERK perynupyiot crieuudukanunio dhiaosmer [57]. TG APL u LBD1 nogasnstiror
nudbepeHUMPOBKY KIETOK-IMpenlecTBeHHUL] (hJI0dMBI 0 KcuiaeMHoMmy nyTu [34, 35]. Takke K peryjasitopaMm pa3BUTHUS

MpoBosIIel cucTeMbl OTHOCATCSI HeKoTopblie T® MADS [7, 29, 30] u peuentophbie kuHazsl MOL1 1 RULI [56].

nentuasl TDIF, nognep:kuBaroiiue ero npoJjmdepa-
TUBHYIO aKTHUBHOCTh (CM. Hmke). [leaTelbHOCTh
KamMOusi, KaK U APYTMX MEPUCTEM, 3aBUCUT OT OaJlaH-
ca npoaudepaly CTBOJIOBBIX KJIETOK U nuddepeH-
OUPOBKU CHEIUATN3MPOBAHHBIX TUIIOB KJIETOK. B
HacToOsILIee BpeEMS BBISABIIEH PAL PETYIATOPOB PA3BU-
TSI KaMOUsI, Cpear KOTOPhIX MHOKeCTBO TM pa3HBIX
TPYII, a TAKXKe B3aMMOACUCTBYIONINE C HUMH (PUTO-
TOpMOHBKI (puc. 1).

Cpenu T®D, peryaupyolliyx pa3BUTHE KaMOUs U
I @epeHINPOBKY IIPOBOMSAIINX TKaHEil, 0coOoro
YIIOMUHAHMUS 3aCIy>KUBaIOT Tpu ceMeiictBa TD ¢ ro-
MmeonomeHoM: WUSCHEL-RELATED HOMEOBOX
(WOX), KNOTTED-RELATED HOMEOBOX
(KNOX) u HOMEODOMAIN-LEUCINE ZIPPER
kiacca [T (HD-ZIPIII). OtnenbHble TpeacTaBUTENN
cemeiictBa T® WOX wu3BecTHbBl KaK PEryIsITOPbI
MOJAEPKAHUSI CTBOJIOBBIX KJIETOK B MeEpHCTeMaXx:
Tak, B peryisiiuyd aKTUBHOCTU KaMOMsI y4aCTBYIOT
WOX4 [19] u ero Bo3amoxkHbI “ayonep” WOX14 [20],

npu 3ToM ¢ WOX4 B3aMoAeiCTBYET ero KohakTop —
T® HAIRY MERISTEM 4 (HAM4), oTHOCAUACS
K cemeiictBy GRAS [21]. T® KNOX — neHTpajlbHEIe
PETYJISATOPHI pa3BUTUS alIMKAJILHONW MEPUCTEMBI TTO-
6era, kpome Toro, T® SHOOT MERISTEMLESS
(STM) u KNOTTED-LIKE OF ARABIDOPSIS
THALIANA 1 (KNAT1), HeooxoguMsbl 1ist nudde-
PEHILIMPOBKM COCYAOB M KCHJIEMHBIX BOJIOKOH. JIjIs
aToii mx (yHkuun BaxHa KNOX-3zaBucumasi pe-
mpeccusi TPaAaHCKPUIIIUU TeHOB, Koaupytomux T
BLADE-ON-PETIOLEl1 u 2 (BOP1/2), xoropsie
TaKe U3BECTHBI KaK PETryJSiTOPbl FPAHULILI JTUCTO-
BbIX npumopaues [22]. T® HD-ZIPIII-PHABU-
LOSA (PHB), CORONA (CNA), REVOLUTA
(REV) u ARABIDOPSIS THALIANA HOMEO-
BOX 8 (ATHBS) HeobxoauMBblI 111 CO3MaHUs KaHala
nossipHoro TpaHcnopTa MYK 1 paHHUX 3TanoB aud-
depeHpoBKU KcwiteMsbl [17, 23]. Kpome Toro, He-
JIaBHO OblIa BhISIBIIeHA UX (DYHKIIMS B MOAIECPXKaHUN
OpPraHU3YIOIIETO 1IEHTpa KaMOus — LEeHTpajbHYIO
poJib B 3TOM Iipoiiecce urpaet T@® ATHBS. AkTtus-
®U3UOJNOTUSI PACTEHUI Ne 4
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aocTth HD-ZIPIII B opranusyromem neHTpe KaMOons
HeoOX0oaMMa TakKe IS MoAaepKaHus HEeHTpaIbHO-
ro JOMEHa KaMOMaJIbHOIl 30HBI M 3KCIIPECCUU €TO
MapkepoB — reHoB WOX4u ANT (cm. Huxe) [17].

AnTaronucramu HD-ZIPIII sBisitoTcst MOOMITBHEIE
T® rpynmet PHLOEM EARLY DOF 1 u 2 (PEAR1/2),
KOTOpBIE TPAaHCIOPTUPYIOTCS M3 (PJIOIMEI U CTUMY-
JIMPYIOT TIe pUKINHAIbHBIC TEICHUS KIETOK KaMOMS:
T® HD-ZIPIII 1mnomaBiasiioT 3KCIIPECCUI0 T'e€HOB
PEAR, Torna kak T® PEAR sBIs10TCS IIPSIMBIMY aK-
THUBaTOpaMM 3KCIIPECCUU TeHOB, Komupymomux Td
HD-ZIPIII [24]. Emie onuH peryasitop aKTUBHOCTH
kamoust — TO AINTEGUMENTA (ANT), oTtHOCS-
miics K cemerictsy APETALA 2: ero reH sKcIipeccu-
pyeTcsl B CTBOJIOBBIX KJIETKAX KamMOMs M HEoOXOouM
TSI UX TIpoindpepanum [25]. B peryisiiimy akTHBHOCTH
KaMOus IprmHMUMAIoT ydactre HekoTtopble MYK-pery-
smpyembie T® cemeiictBa AUXIN RESPONSE FAC-
TOR (ARF), B vactHoctu, ARF5/MONOPTEROS
(MP) — perynsarop skcupeccuu reHoB PINFORMED
(PIN), xonupymoIlux 0eJIK1 TOJISIPHOTO TpaHCIIopTa
MYK [26]. bouto mokazaHo, uto MP orpanuunBaet
KOJIMYECTBO CTBOJIOBBIX KJIETOK KaMOUsI, HAIIPSIMYIO
rnojaasiisisl aKcrnpeccuto reHa WOX4; B Toxe BpeMsi,
ARF3 1 4 gaBisiioTcsl TO3UTUBHBIMU PETYJISITOpaMu
WOX4 n aktuBatopamu kamo6us [27]. Eiie ogHa Mu-
meHb T® MP — reH, kogupyroiuiit T® TARGET
OF MONOPTEROSS (TMOS5), oTHOCSAIMIACS K Ce-
MeiicTBy basic helix-loop-helix (bHLH): ipu B3au-
MogaeiictBuu ¢ apyrum T® bHLH, LONESOME
HIGHWAY (LHW), oH obGecrnieunBaeT crieuuduka-
IO IIPOTOKCUJIEMBI B SMOPHOTEHE3e M METaKCHUJIe-
MBI B ITOCTOMOPHOHAJILHOM pa3BUTHUM [28].

K yncny peryisiTopoB pa3BUTHSI KaMOUS U KCUJIE-
MbI TAKXKE OTHOCSITCSI OTAEbHbIE TPEACTaBUTEN Ce-
meiictBa T® ¢ MADS-6okcom (ot MCMI1, AG,
DEFA, SRF). Hau6Gonee usBecTHOli (hyHKimeir T
3TOTO CeMeiCTBa y pacTeHUI SIBISIETCS KOHTPOJIb TeHe-
PaTUBHOTO Pa3BUTUSL: MIEPEXO] K LIBETEHUIO, (DOPMUPO-
BaHUe (hJIOpAJTLHOM MEPUCTEMBI, KOHTPOJIb MACHTUY-
HOCTU OPraHoB 1iBeTKa U T.1. BMecTe ¢ TeM, oTae/ibHbIe
npeactaButesii MADS cemeiictBa T® ydacTByIOT Tak-
K€ B pa3BUTUH KOPHs y apadbunoricuc [29] u pa3BUTHU
3amnacampllrX OpraHoB — KIIyoHs1 KapTodeis [30] u
KOpHeKIyoHs Oartata [7, 31]. B wactHOoCTH, ¥ OaTaTa
reH SRD 1, konupywoimuiit T® MADS, skcripeccupy-
eTcs B KJIeTKax KaMbus u aktusupyetrcsa MYK, a ero
CBEPXIKCIPECCHUS BbI3bIBAET YCWIEHHYIO TpoJiude-
paluIo KJIEeTOK KaMOusI U MeTaKCUJIeMbl [7].

BaxueiiiiuM coObiTieM B IuddepeHLINPOBKE
2JIEMEHTOB KCUJIEMBI SIBJISIFOTCSI (POPMUPOBAHUE JIUT -
HUGPUIIMPOBAHHON BTOPUIHOM KIJIETOYHOM CTEHKM,
MOJIHOE WJIM YaCTUYHOE pa3pylleHHe IOINepedHbIX
CTEHOK MEXOy YIeHHMKaMU cocyldoB (oOpa3oBaHue
nepdopaiyn) 1 oTMupaHue nportoruiacta. Oda mpo-
Hecca Haxogsatcs o KoHTpojieM TM ¢ NAC-moMeHOM
VASCULAR-RELATED NAC DOMAIN PROTEIN
(VND6, VND7) u SECONDARY WALL-ASSOCIAT-

®U3UOJIOTHS PACTEHUN Ne 4
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ED NAC DOMAIN PROTEIN (SNDI). B onbitax
o cBepx3Kcrnpeccuu reHoB VND n SND yctaHoBIIe-
HO, yTo MulneHsIMU TMD SND, BeposiITHO, SIBJISIIOTCS
TeHBI, KOHTPOJMPYIOIINE CUHTE3 KOMIIOHEHTOB BTO-
PUYHOI KJIETOYHOM CTEHKU, TAKMUX KaK LEJJII0J103a U
JIMTHUH, Torma Kak muineHaMu T VND — reHsl,
YY4acTBYIOILIME B KOHTPOJIE MPOTpaMMUPYEMOI Kiie-
TOYHOII CMEPTU HpU OTMUPAHUU IIPOTOILIACTOB CO-
cynos [32, 33].

K cneunmduaecknm perynsropaM muddepeHI-
poBku oMbl otHocuTcst T® ALTERED FLOEM
DEVELOPMENT (APL), npuHamnexamuii K ce-
MmeiictBy MYB. Tlo Bceit BummMocTH, IIporpaMMBbl
I depeHIUPOBKU (BJIO3IMBI M KCUJIEMbI KOHKY-
PEHTHO MHTUOUPYIOT IPYT Ipyra, MOCKOJbKY CBEpPX-
akcnpeccuss APL mnopaBnsier audgdepeHIUPOBKY
KCUJIEMBI, a Y MyTaHTa apl IPOUCXOIUT 3aMEIICHUE
¢d05MBI HA KCUJIEMOIONOOHBIe KileTKu [34]. T®
LATERAL ORGAN BOUNDARIES 1 (LBDI)
y4acTByeT B paHHMX 3Tarax auddepeHInpoBKI
¢d1oaMBI: 3Kcripeccus reHa LBD ] HabomaeTcs B AU -
CTAJIbHOM JIOMEHEe KamOusi, TIAe COCpPeIOTOYEHBI
KJIETKU-TIPEIIIeCTBEHHUIIBI (DJI03MbI 1 HETaTUBHO
perynupyercsa aykcuHamu. Y MyTaHToB 1o LBDI
MMeeT MECTO CHIKEHME KoJInm4yecTBa (pJI03Mbl U aK-
TUBaLMs BKCIpeccuu reHoB KNOX, KOTOpble CTUMY-
JIMpYIOT 1 depeHINPOBKY KCHJIEMBI [35].

duroropMoHanbHasl peryasals pa3BUTUS KaM-
OMsI UTpaeT LIEHTPAJIbHYIO POJIb B KOHTPOJIE IEJICHUS
ero KJeTOK U AuddepeHIIMpoBKe MPOBOASIINX TKA-
Heli. Tak, oJ1s 3aKJIagKu IIPOKaMOusi B SMOpUOreHe-
3e, MocJeayIoiIero (popMupoBaHUS KaMOMS U TIepe-
Xola K BTOPUYHOMY POCTY Ba>kKHO aHTaroHUCTUYE-
ckoe B3aumogeiictsue YK u LIK. AcummerpuyHoe
pacnpeaelieHre 3TUX TOPMOHOB MEET MECTO B CTEJIe
KOpPHSI apaOUIOIICUC, HAYMHAsI C pAaHHMX 3TAroB ee pa3-
BUTHS B aMOpuoreHese, mpu 3toM MY K nokanmusyercs B
TMEPBUYHOMN KCWJIEME U TIPUJIETAIONIMX K HEl KIIeTKax
nepulkiia, Torna Kak K cocpemoToueHsl B mpokam-
OuM 1 epBUYHON (priosme [36]. B 1ies10M, MOXHO cKa-
3aTh, uTo MYK BHOCUT OCHOBHOI BKJIal B pa3BUTHUE
kcuiembl, a K — ¢mosmbl m KamMOusi, HO B Oeii-
CTBUTEJIBHOCTU BCE€ OOCTOMT HE TaK OTHO3HAYHO.
HeiicrButensHo, MYK HeobOxommma mis crienugu-
kauuu KcuneMbl: MYK-perynupyemsrit MP/ARFS
HaIIPSIMYIO PEeTYyIUpPYyeT dKCIIpeccHio TeHoB TMOS5 u
HD-ZIP Ill, koTopble KOHTPOJIUPYIOT 3TOT ITPOILIECC
[17, 27]. C npyroit ctopoHbl, YK BHOCHUT BKjIan B
noaaepKaHue KaMOusl, TIOCKOJIbKY aKTUBHOCTb B3a-
nmopeiicteyromux MYK-perynupyemoix T® TM OS5
n LHW HeoOxoauma 11l IepuKJIMHAJIBHBIX JeJISHUMN
KJteTok Kambus [37], a aktuBHoCcTh MY K-perynupy-
emblx T® HD-ZIPIII — g mo3uMoHMpoBaHUS U
MoIIep>KaHNUsI OPTaHU3YIoONIEro eHTpa Kamowns [17].
Bricokuit ypoBenb MYK B mpokcuMaibHOM TOMEHE
KaMOusl moaAepXuBaeTcs Ojaromapsi CUCTeMe II0-
JIIPHOTO TPaHCIIOpPTa, KOTOpasi odecreuynBaeT 0a3m-
netanbpHbIN TpaHcmopt MYK, cuHTE3npoBaHHON B
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ro6ere, IO MOJIOABIM COCYIMCTBIM 3JIEMEHTAM U KJIET-
KaM-MpeaiIecTBeHHULIAaM KcuieMbl [38].

Pons LIK B pa3BuTuu mpoBOASILE CUCTEMBI pac-
TEHU 3aKJIoyaeTcsi B KOHTpoJie cheuu@uKauuu
KamMOus u nposindepalmnn ero KJeTok: B YaCTHOCTH,
MHOXECTBEHHbIE MYTaHThI C HapyllleHUeM OMOCHUH-
te3a LUK mim nx peuenuuu He GOpMUPYIOT KAMOMIA
[36, 39]. B ctene xopHs apadbunoricuc 11K cocpeno-
TOYEHBI B KaMOuu U p1osme [36], Iie OoHu aKTUBUPY-
IOT 9KCIPECCUIO TEHOB, OTBEYAIOIIMX 3a KJIETOYHbIE
JIeJICHUSI: B LICHTPAJIbHOM OOMEHEe KaMOMs — TeHa
ANT v rena CYCD3; 1, Konupylolero NMKJIMH Kjac-
ca D [25], a Bo (p;1o3Me U AUCTATIBHOM OJOMEHE KaM-
ousa — reHoB PEAR [24]. I1pu 3ToM B KaMOuM, KaK 1
B IPYTUX MEPUCTEMaX, MPOSBIISIETCS aHTarOHUCTUYE-
ckoe Bzanmozeiictue LIK u UYK: ILIK HeratuBHO pe-
TYJIUPYIOT 3KcIpeccuio reHoB PINI u PIN7, KOHTpO-
JMpyomux TojsapHeiid TpaHcriopt MYK, Torma kak
MNYK unayuupyet skcrnpeccuto reHa ARABIDOPSIS
HISTIDINE PHOSPHOTRANSFER PROTEIN 6
(AHP6), mponyKTOM KOTOPOTO SIBJISIETCSI HEraTUB-
HBI peryasaTop oTBeta Ha LIK [36].

IMomumo MYK u LIK cBolo poJib B pa3BUTUM KaM-
Ousl UTpalOT U APYTrre TOPMOHBL: THOOEPEUIUHBI, 3TU-
JIeH, OpacCUMHOCTEPOMAbI, CTPUTOJAKTOHBI, 0CO0O0E
MECTO 3aHMMAaeT MENTUAHAS PErysiuusl aKTUBHOCTH
kamb6ud ¢ nomoiibio CLAVATA-11o000HOI CUCTEMBI.

I'u606epenTMHbBI TPAaHCTIOPTUPYIOTCST B CTETY KOP-
HS ¥ TUTTOKOTUIIS 13 cT1e0id [40], HakaruImBaroTCs B
KCUJIEMHOM 30HE U CTUMYJIUPYIOT I HepeHIINPOB-
Ky OJIpeBECHEBAIOLIUX 3JIEMEHTOB KCUJIEMbl — COCY-
JIOB M KCWJIEMHBIX BOJIOKOH [41]. B aToM pyHKIIMSA
ru66epesIMHOB coBrtagaeT ¢ pyHkuuein TP KNOX,
TeM He MeHee, TP KNOX u3BecTHBI KaK aHTarOHM-
CTBI TUOOEPEUIMHOB: TeHbI OMOCUHTE3a 3TUX TOPMO-
HOB SIBJISIIOTCSI MUILECHSIMU HETaTUBHOM peryJsiiuu
T® KNOX [42]. IIpennonaraercsi, YTO OMOCUHTE3
ruo0epe/UIMHOB WJIM MX TPAHCHOPT B CTEIY KOPHSI
Haxomutcs noxa KoHtpojieM T® WOX14: cBepxaKc-
npeccust reHa WOX14 yBeauuuBaeT ypoBeHb aKTUB-
HBIX THOOEPEJUIMHOB B cTejie, a 1e(DEKThI pa3BUTHS Y
MyTaHTa wox 4 KOMIIEHCUPYIOTCS 10OaBJIEHUEM IO~
oepennuHOB [43].

OTUJIEH CTUMYJIUPYET AeJeHUE KIEeTOK KaMOus,
YBEIMYMBAs IIoIaab KaMoust u kcuiiembl. ['en ACO
(ACC OXIDASFE), XOHTPOJUPYIOIIUNA TUMUTUPYIO-
IIYIO CTaauIo0 OMOCUHTE3a 3TUJIEHA, SKCIIPECCUPYET-
Csl UCKJIIOUUTEJIbHO B IUddepeHmpylolieiics BTO-
puyHOil Kcmiaeme [44]. MytaHTBI apaObumoricuc co
CBEpXMIpoayKlveit aTuieHa ethylene overproducing
(etol, eto2) xapaKTepU3YIOTCS ITOBBIIIIEHHOI Y4acTO-
TOM KJIETOUHBIX JeJ€HU B KaMOWU U YBEJIMUYEHUEM
TUIOIIAAM KCUJIEMBbI, TOrIa KaK MYTaHThI C Hapylle-
HYEeM Mepenayu CUTHajia aTuiieHa ethylene insensitive
(ein2, ein5) MMEIOT IIPOTUBOIIOJOXHbBIN (hEeHOTHUIL.
CHIXeHUEe KOJIMYeCTBa KJIETOK KaMOUsl U KCUJIEMbI
XapaKTEepHO TaKXKe IJIsi MyTaHTOB C ToTepeiil (hyHK-
uun stuiieH-peryaupyemoro T ERF1 (Ethylene

KY3HELOBA u np.

Response Factor); akrtuBammsi 3KCIIpecCMM TIeHa
ERFI1 y MyTaHTOB Idr/pxy CBUIETEIBCTBYET O BO3-
MOXHOM AQHTarOHUCTUYECKOM  B3aUMOIEHCTBUM
TDR/PXY-3aBUCMMOIO M 3TWJICH-3aBUCHUMOTO IIy-
Teli peryJIsiILMU aKTUBHOCTU KamOus [45].

CTpUTOJaKTOHBI CTUMYJIUPYIOT aKTUBHOCTb KaM-
OUs1 1 BTOPUYHbIN POCT: MyTaHTbI apaOUIOTICUC more
axillary branches (max), nMelonine HapylIeHUsS B
OUMOCHHTE3¢ WM MYyTU Iepeaayd CUTHaja CTPUTO-
JIJAKTOHOB, XapaKTepU3YyKTCSl CHUXEHUEM BTOpUY-
HOro pocta ctebist u KopHs [46]. 'eHbl ceMmeiicTBa
SUPPRESSOR OF MAX 2 (SMAX2)-LIKE (SMXL3,
SMXL4wn SMXLJ5) KomupyloT perpeccopsl Iepeaadn
CUTHaJla CTPUTOJIAKTOHOB, a TaKXe SIBJISIIOTCS BaXK-
HBIMU pEryJsiTopaMu 00pa3zoBaHUsI (GJIOIMBI: Y ABOK-
HBIX U TPOMHBIX MyTaHTOB I10 3TUM T'eHaM HapylIeHO
0o0pa3oBaHUE CUTOBUIHBIX DJIEMEHTOB U CHUWXXEH
YPOBEHb BKCIIPECCUU T€HOB, OTBEYAIOIINX 32 CIICIH-
dukaumio paosmer [47].

BpaccuHocTepounbl MO3UTUBHO  PETYIUPYIOT
I depeHINPOBKY KCUIEMBI: KOJIMYECTBO COCYIOB
3aBHCHUT OT YPOBHSI OMOCHHTE3a 3TUX TOPMOHOB [48], a
MYTallMM 110 TeHaM, KOIUPYIOIINM OpacCUHOCTEpPO-
nn-3asucumble T® BRASSINAZOLE-RESISTANTI1
(BZR1) u BRI1-EMS-SUPPRESSOR 1 (BES1), cHu-
2KaIOT KOJIMYECTBO KJIETOK KaMOWSI I KCUJIEMEI B IIPO-
Bomsux Iryukax [49]. Ocoboe MecTo B OpacCHUHO-
CTEPOUI-3aBUCUMOM PEryJisiiMd aKTUBHOCTU KaM-
ous 3aHnMaloT 6enku ceMeiictBa Glycogen Synthase
Kinase 3 (GSK3) — BRASSINOSTEROID INSEN-
SITIVE 2 (BIN2), BIN2-LIKE1 (BIL1) u BIL2. Ounu
SIBJISIIOTCSI HETaTUBHBIMU peTYJISITOpaMM Ilepegadyu
curHajga OpacCMHOCTEPOUIIOB, OCYIIECTBIIsSISI WHIM-
oupyrouiee pochoprmimponane T® BZR1 u BESI,
KpOM€ TOro, OHHU B3alMOIEHCTBYIOT C OEJIKOM
TDR/PXY — penentopom CLE-nentumoB TDIF u
koMmoHeHTOM CLAVATA-11ono6HOI CHUCTEeMBI, UT-
paloleil IIeHTpaJbHYI0 pPOJib B OajlaHce KaMOusI U
kcuieMbl [49] (cMm. Huke). Kpome Toro, GSK3 moryt
perynupoBaTh oTBeT Ha MVYK: dochopunupoBaTh
NYK-3zaBucumeie T® ARF, BbIcBOOOKIAS X 13 KOM-
IUIEKCOB C TPAaHCKPUITLIMOHHBIMU pernpeccopamu. Tak,
MuleHbio KuHasel BIL1 gBnsiercst T® MP — kmioue-
BOi1 peryisitop nuddepeHIMPOBKY KCUeMHI [S1].

K 4ducny BakHeWIIUX perysiTOpOB aKTUBHOCTHU
KaMOus U pa3BUTHUS MPOBOMASIIEH CUCTEMBI pacTe-
HUl OTHOCSITCSI TOPMOHBI MENTUAHONW MNPUPOIbI
CLE (CLAVATA3/EMBRYO SURROUNDING
REGION-RELATED). Cpean HUX OCHOBHYIO POJb
B IMpolieccax BTopuyHoro pocta urpamot CLE-memn-
tuabl rpynmbl B, Takke HazpiBaeMblie TRACHEARY
ELEMENT DIFFERENTIATION INHIBITORY
FACTOR (TDIF) [52]. Y apaGunoricuc K 3Toi rpyIi-
ne otHocarcs nentunsl CLE41/44 n CLE42, xoTto-
pble CUHTE3UPYIOTCS BO (hj10dMe M MOCTYIAIOT B KaM-
ouii, rue, B3auMoeincTBys ¢ perientopom TDR/PXY
(TDIF RECEPTOR/PHLOEM INTERCALATED
WITH XYLEM), peryaIupyoT 3KCOpPEecCHUIO TeHa
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WOX4 [53]. Takum oOpa3oM, aKTMBHOCTH KaMOMs
peryJupyeTcs ¢ yyactueM ofgHoit u3 cuctem “WOX-
CLAVATA”, Bkimouaronieii B ceos1 nentunbl CLE, nx
peuenTop 1 muiieHb — TM® WOX; momoOHEIe cucTte-
MBI, COTJIACHO MHOT'OYMCJIEHHBIM JaHHBIM, SIBJISIIOT-
CsI KOHCEPBAaTUBHBIMU PETYISITOPHBIMU MOIYJISIMU,
IEMCTBYIOIIMMHM B Pa3HBIX THUIaX MepucteM [54].
IMentuaer TDIF B kaMOMM BBIMOJHSIOT 1B (PYHK-
UM — KOHTPOJIb AaCUMMETPUYHBIX JIEJICHUI KJIIETOK
KaMOns 1 TogaBiieHue OudepeHINPOBKU KIETOK
KaMOMsI B cocyabl: 00padboTKa pacTeHMI SK30TeHHBI-
mu TDIF v cBepxakcripeccusi X TEHOB IMPUBOIUT K
YCWJICHHUIO poIrdepaniy KJIETOK KaMOMsI, a TaKKe K
HapylIeHUIO Pa3BUTHUSL COCYIOB IIpU HOPMaJIbHOM
crpoeHuu (noaMel. st obecriedeHus IIPaBUILHOM
OpPHUEHTALINM MeJICHUS KJIETOK KaMOMsI BaXKeH Tpaju-
eHT KoHIeHTpauu rentuaoB TDIF, koTopsiii B HOp-
Me coznaetrcs npu nocryruieHnd TDIF u3 gaosmer;
M3MEHEHHE 3TOT0 I'paareHTa (HaIlpuMep, IIpyu CBEpX-
akcnpeccuu reHa CLE41) npuBOIUT K U3MEHEHUIO
OpPMEHTALIMM KJIETOYHBIX [EJICHUII W HapyLICHUIO
YIOPSAOYEHHOM CTPYKTYPhI CTEIBI (“IepeMelIrBa-
HUIO” 30H KCHJIEeMBI, (DJIOOMBI U KaMOUsI, U3MEHE-
HUIO HampaBJIEHUs POCTa IIPOBOISIINX 3JIEMEHTOB).
TDIF-3aBucuMbIii KOHTPOIb HAIIPaBJICHUST KIIETOY-
HBIX AeJICHUI B KaMOUM 3aBUCUT OT HAIMYUS (DYHK-
MoHaabHO akTuBHOro petentopa TDR/PXY (my-
TaHT tdr/pxXy TaKKe XapaKTepU3yeTCsl IePEeKPhIBAHUEM
KCUJIEMBI U (pJI0AMBI), HO HE 3aBUCUT OT aKTUBHOCTH
Td WOX4 [55]. Peryasauust nuddepeHIIMPOBKU KaM-
OMAJIBHBIX KJIETOK B KJICTKI KCUJIEMBI [IPOUCXOINUT OJ1a-
rogaps Bzaumozaeiictauio perienropa TDR/PXY ¢ 6ei-
Kamu cemeiictBa GSK3, yyacTBylOIIMMU B Miepeaaye
curHaja OpaccHOCTepouaoB (cM. Boiie). I1pu cBsI-
spiBaHuu nentunoB TDIF ¢ peuentopom TDR/PXY
npoucxoguT muccomuanus kommiekca TDR/PXY ¢
GSK3, yro npuBoauT K nHakTuBauuu GSK3—cuen-
CTBMEM DTOTO SIBJISIETCS ToAaBiieHUe auddepeHIn-
POBKHU KcujieMmsbl [49].

AHTaroHucToM peryistopHoro monyias TDIF-
TDR, no-BumuMomy, siBisiercs 6mmskast K TDR/PXY
peuenrropHasg knHaza MORE LATERAL GROWTH 1
(MOL1), motepst (pyHKUIMU €€ Y MyTaHTOB BbI3bIBA€T
MHTEHCU((pUKALIMIO TTPOLIECCOB BTOpUYHOTO pocTta. [1o-
BummMoMy, MOLI1 HeraTMBHO peryJmpyeT Hpoarde-
pauuio Kietok Kambusi HezaBucumo ot TDR/PXY.
Elie oqHa perienTopHasi KWHa3a, urpatoiiiasi pojib B pe-
rynstumy akTnBHocTH Kamonst —REDUCED LATERAL
GROWTH 1 (RULI): mockojbKy MyTaHTbI C ITOTe-
peit ee (yHKUMU HWMEIOT CHUXKEHHYIO aKTUBHOCTb
Kamomd, mipenmoiaraercs, uto RUL1 — eme onma
aKTUBATOp MpoJindepalu Kamous. JIuraHabl U MU-
IIEHU 3THX PEIETITOPHBIX KMHA3 HEM3BECTHHI [56].

ITomumo TDIF, B peryasiiuu pa3BUTHs IIPOBOIS -
111eii CUCTeMbl paCTeHU I MOTYT y4acTBOBAaTb U ApYTye
nenrmuasl CLE. Hanmpumep, B pa3Butum (hJIo3MBI B
KOpHe apabuponcuc ydactByloT nentuabl CLE25 u
CLE45, cBga3pIiBaoniyecs: ¢ pa3HbIMUA PELEOTOPHBI-
mu komriekcamu [57]. Ilenrrun CLE10 HeratmBHO

OU3NOJIOTUA PACTEHUN Ne 4

TOM 67 2020

345

peryinmpyeT pa3BUTHE COCYIOB, Oiraromapst WHTUOM-
poBaHMIO 3KcTipeccu TeHOB ARR tuma A, ARRS n
ARRG6, XonupyloluX pernpeccopbl nepenadyr CurHasia
LK [58]. [Tentun CLE19, HaripoTuB, cCUNTAETCS aKTH-
BaTOPOM Pa3BUTUS KCWIEMBI: CBEPXIKCIIPECCHUsI TeHa
CLE19 npuBoauT K 00pa3oBaHUIO KCUJIEMHBIX “OCT-
POBKOB”, HE CBSI3aHHBIX C TPOBOISIIIEH CHUCTEMOIt
pacTeHus, B opraHax IIBeTKa apaOUIIOIICUC W Kally-
cThI [59], a TakKe MOBbIIIAeT KOJINYECTBO 3JIEMEHTOB
KCWJIEMBI — COCYIIOB M OJIpe€BECHEBIIIE KCHIEMHOI
MapeHX1MMBbI — B 3aracalolieM KopHe peauca [60].

TEHETUYECKUWI KOHTPOJIb 3ATTACAHUS
ITMTATEJIbHBIX BEIIIECTB B KOPHE

3aracaloiniye KOpHU BBIOIHSIOT (YHKIIIO Ha-
KOIUIEHUS YIJIEBOIOB (B OCHOBHOM B BHUI€ KpaxmMaJa)
KaK MCTOYHUKOB TMUTAHUS 11 MHOTOJIETHUX WJIU
IBYJIETHUX BMOAOB pacTteHuil. ['eHeTn4eckuii KOH-
TPOJIb OTJIOXKEHUS 3aI1acalolInX BeIIeCTB B KOPHE SIB-
JISIETCST CJIOKHBIM, MHOTOTPAaHHBIM U HE TTOJIHOCThIO
M3YYEeHHBIM ITIpolieccoM. Ha ocHOBaHMM MOIydYeH-
HBIX B MocJjienHue roabl faHHbIX [11, 13, 61] MoXHO
cKazaTh, YTO BEAYLIMMHU “TpeHAaMu”’ B pa3BUTHUU 3a-
Iacalollero KOpHs y pa3HBIX BUIOB PACTCHUI SIBJISI-
€TCsI, BO-TIEPBBIX, YBEINUYEHUE COASPKAHMSI Kpaxma-
Jla U caxapoB U, BO-BTOPBIX, CHIDKEHUE YPOBHSI OMO-
CUHTEe3a JIMTHUHA B KOPHE.

Kpaxmair, nipeacTaBiagroninii coooii cMech MOJM-
MEpPOB aibda-TIIOKO3bl — JUHEUHOTO (aMUJIO3bI) U
DPa3BETBJIEHHOTO (aMUJIONEKTUHA), SIBJSIETCSI OCHOB-
HOIT (OPMOI1 YTIIEBOIOB, OTKJIAABIBAIOIICIICS B 3aI1a-
calollMX KOPHSIX: HallpuMep, B KOPHETJIOAe KaccaBbl
MaccoBast Joist KpaxMmaina coctapisieT 70—80% [62].
B 3amacarommx TKaHsIX pacTeHUM KpaxMall oopa3yeT
rpaHyjbl pa3Hoil (opMbl U pa3MepoB (AUaAMETPOM
0.1-200 MKM), mMewIIre MNOIYKPUCTAIUINYECKYIO
CcTpyKTypy. OCHOBHOE MECTO CMHTE3a U HAKOTUJIEHUS
KpaxMmalia B KOpHe — IUIaCTUAbI (aMUJIOILIACThI). YT-
JIEBObI, CITy>Kalllhe ChIPhEM JJISI ET0 CUHTE3a, TOCTY-
MalT B KOPEHb M3 HaJA3€MHOI 4acTU pacTEeHUS IO
¢J103Me B BUE caxapo3bl U 3aT€M PACIIPEACIISIIOTCS B
TKaHSX KOPHS KakK Mo 1jaa3MojecMam, Tak U Mpu Io-
MoIIM MeMOpaHHBIX TpaHcIiopTepoB [63]. B naib-
HelIeM MOCTYNHUBIAs B KOPEHb caxapo3a paclier-
JISIETCSI 10 TeKCO3, KOTOPble MOTYT HCIIOJIb30BaThCS
JUJTsI OMOCHUHTE3a Kpaxmasla Ui CHOBa MpeBpaliaTbCs
B caxapo3y U HaKaIUIMBaTbCs B BAKyOJIsIX (HarpuMmep,
B KOpHE caxapHoii cBekJibl). CHHTe3 KpaxMaJjia KaTaau-
3UPYIOT HECKOJIBKO IPyTI (DEPMEHTOB, KOTOPbIE BBICO-
KO KOHCEepPBaTUBHBI Y pa3HbIX BUAOB pacTeHuii [64]. Ha
MEPBOM 3Tarie ocylecTBsieTcs (hochopuimpoBaHue
arb@da-TIIOKO3bEl ¢ 00pa3oBaHWEM ameHO3MHANGOC-
dart raokossl (AJD-r10Ko3bl) oA AeicTBUEM ¢hep-
meHTa AP -tmpodocdopuiiazel. 3aTeM ¢ ydacTh-
em AJ1ID-rmoKko3bl nof AecTBUEM (hepMeHTa III0-
KO3WJITpaHCcdepasbl CUHTE3UPYETCSl OJUTOcaxapui,
COCTOSIIIMI U3 2—4 OCTaTKOB TJII0OKO3bl, KOTOPbIit 1a-
Jiee CIyXHUT aKLEeNTOPOM ISl MPUCOENUHEHUS TJIIO-
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KO3HBIX OCTaTKOB OT AJIM-raioKo3bl MpU CUHTE3E
nmoaumMmepa. OOpa3oBaHME HEpPa3BETBJICHHBIX 1IEIIO-
YyeK aMMWJIO3bl KaTaIM3UpPYIOT (EepPMEHTHI TPYIIIIbI
AP -kpaxMaJIrIoKo3uiITpaHcdepas: ¢ MOMOIIBLIO
3TOro (pepMeHTa OCTaTOK ITI0KO3bI OT AJID-T1I0KO-
3bI IIEPEHOCUTCSI Ha YeTBEPTHII aTOM YIJIEpOa MOJIE-
KYJIBbI TJIIOKO3bI B COCTaBe IIEPBUYHOIO aKIIEIITOpa, B
pe3ysbTaTe yero oopasyercs anbda-1,4 cBSI3b U IJTI0-
KO3Hasl 1ieTb YIJIMHSIETCSI HA OUH OCTaToK. B aHrio-
SI3BIYHOM JIUTEpaType 3TU (PepMEHTHI TAKXKe Ha3bIBa-
10T KpaxMan-cuHTaszamu (Starch Synthase, SS). Cun-
Te3  pPa3BETBJICHHBIX  MOJIEKYJ  aMWIONEKTUHA
OCYIIECTBIISIETCS C ydyacTueM (DepMEHTOB, IIpUHAIJIE-
KalluX K CeMEUCTBY TJIIOKO3UA-TUApOJIa3; OHU pac-
LIETUISIOT aib(da-1,4-T1I0KaHOBBIE LIETTIOYKU U Mepe-
HocaT ux Ha OH-rpyIiny mecToro yriepoaHoro ato-
Ma OIHOIO M3 ITIOKO3HBIX OCTAaTKOB JIPYroi Lemnu,
o6pasys anbda-1,6 cBa3u. B aHMI0SI3BI9HOI JTUTEpa-
Type (QepMeHTBI, YYacTBYIOIINE B pa3BETBICHUU
KpaxMajla, Ha3bIBalOT “(epMeHTBl BETBJICHUS”
(Branching Enzymes, BE). Hapsiny ¢ BE, Boinensiior
taxcke Debranching Enzymes (DBE) — nzoamMuiasst
U IeKCTPUHA3bl, KOTOPbIE TUAPOIUIYIOT O~ 1,6-CBA3MN
¥ BBICBOOOXXIAIOT TUHEITHbBIC LIETIOYKU.

HaxkormieHnue cooTBETCTBYIOIINX (PEPMEHTOB MJIN
aKTUBALIUS SKCIPECCUM TEHOB, MX KOAUPYIOIIUX,
OBLJIM BBISIBJICHBI B IIPOTEOMHBIX M TPAHCKPUITTOM-
HBIX VICCJICIOBAHMSIX 3allacalolinX KOPHEH y pa3HbIX
BUIOB KYJbTYPHBIX pacteHuit [11, 13, 61]. B To ke
BpeMsl, KOpHU OJIM3KMX BUIOB pacTeHUli, He oOpasy-
IOIIMX KOPHEIUIOAOB MJIM KOPHEKIIyOHE, comepKar
MaJjio TMMapeHXVMMHBIX KJIETOK M HaKaIUIMBAlOT MaJjlo
kpaxmaia [11], a TakxKe XapaKTepu3yIOTCs HU3KUM
YPOBHEM 3KCIIPECCUM T'€HOB, OTBEYAIOILIMX 3a OMO-
cuHTe3 Kpaxmadna [13].

Bunbl cemeiicTBa C10XKHOIBETHBIX B KAU€CTBE OC-
HOBHOT'O PE€3€PBHOTO BEIIECTBA TAKXKE OTKJIAIbIBAIOT
¢dpyKTaHbl — NOJIUMEPHI (DPYKTO3BI: HAIIPUMED, Y TO-
nuHaMOypa GpyKTaHbl cocTaBiasioT 10 80% macchl
K1yoHs. OOBIYHO B 3aracaroliX opraHax CJIOXKHO-
LIBETHBIX HaKaIJUBarOTCSd (PpyKTaHbl UHYJIMHOBOTO
TUIIA, KOTOPbIE COCTOSIT U3 MHOXECTBA CBSI3aHHBIX
Mostekya -D-hpyKTo3sl ¥ OmHOM MOJIeKyIbI O-D-
1toKo3bl. CUHTE3 MHYJUHOBBIX (DPYKTAHOB MPOXO-
IUT B IBa aTarna. Ha mepBom ararie, KOTOPbIi KaTalu-
3upyeTcs (pepMEeHTOM caxapo3a-caxapo3a-(ppyKTo-
sunTpaHcdepasoii (SST), u3 IByxX MOJIEKYJI caXapo3bl
00pa3yroTcs TJI0K03a U Tpucaxapui 1-Kectosa; npu
5TOM caxapo3a SIBJISIeTCSI U JOHOPOM, U aKIIEITTOPOM
(PYKTO3UIBHBIX OCTAaTKOB. Jlajee MpoucXoauT Io-
JuMepusanusi GpykTaHa noj nefictBueM depMeHTa
dpykTaH-dpykTaH-dppykTozuiaTpaHchepassl (FFT),
KOTOPBIH ITEPEHOCUT HOBbIE (DPYKTO3UIbHbIE €TUHU -
LBl Ha aKLIENTOPHYIO MOJIEKYJTy dpyKTaHa [65].

HMHTepecHBIM HCKITIOUeHWEM Cpedu pacTeHUit ¢
3aracaroliuM KOpHEeM SIBJISIeTCS caxapHasi CBekja
(Beta vulgaris), koTopasi HAaKaruIMBaeT caxapo3y BMe-
CTO TIoNMcaxapunaoB. [IpmmedaTenbHO, YTO TakKas

KY3HELOBA u np.

OCOOCHHOCTH BBISBJICHA HE TOJBKO y KYJBTYPHBIX
(opM CBEKJIBI, HO M Y UX TUKOTO MpeaKa — CBEKJIbI
MoOpcKo¥ (B. vulgaris ssp. maritima): mpearoaraercsl,
YTO 3Ta CTpATeTHS MOSBUJIACH Y Hee KaK pe3ybTar
afarTanyy K YCJIOBUSIM 3acojieHus . [1pu 9ToM TreHHsl,
KoaupymoIe (epMeHTH OHOCHMHTE3a Kpaxmaa,
MIPUCYTCTBYIOT B TEHOME CaxapHON CBEKJIBI M 3KC-
MPEeCCUPYIOTCS Ha BHICOKOM YPOBHE TIpu 0Opa3oBa-
HUU KOopHerutona. [1pearonoxeHne o MOBBIIIEHHOMN
aKTUBHOCTH aMmja3, PacIIeTUISIONINX KpaxMmal, B
KOPHETUIONE CBEKJIBI HE TMOATBEPAMIOCH — TO €CTh
CIIOCOOHOCTh CaXapHOM CBEKJIBI K aKKyMYJISIIMU B
KOpHE caxapo3bl BMECTO KpaxMalia 10 HAaCTOSIIIEeTO
BpPEMEHU SIBJISIETCSI 3aTagKoil [66].

JIurHuH, npencTaBIsSIONINKi cO00ii cMech apoMa-
TUYECKUX MOIUMEPOB — MPOM3BOIHBIX (PEHMIIIPO-
IaHa, BXOOUT B COCTaB OAPEBECHEBIINX KJIETOYHBIX
CTEHOK pAaCTUTENIbHBIX KJIETOK (B OCOOCHHOCTU —
CTEHOK ITPOBOISIINX 3JIEMEHTOB). buocuHTe3 nur-
HMHA — CJI0XHBII IIPOLIECC, KOTOPHIA BKITIOYAET B ceOs
OMOCHMHTE3 MOHOMEPOB JIMTHMHA U WX MOJIMMEpHr3a-
muo. Ponp B peryiasdaium comepxKaHusl JUTHUHA B
KJIETKE UTpaloT KaK (pepMEeHTHI, KaTaJu3UpYyIollue
OMOCUHTE3 MOHOJIUTHOJIOB, TaK Y (DepMEHTHI JIaKKa-
3bl, KaTaJU3UPYIOIINE CUHTE3 MOJMMEPOB JTUTHUHA
[67]. OmHOI U3 0COBEHHOCTEM 3amacaroixX KOpHeil
SIBJISIETCSI CHIDKCHYE HAaKOIICHMSI JIMTHUHA T10 CpaB-
HEeHMIO ¢ He3danacamowmumu [13, 68]. OtyacTtu 3TO
CBSI3aHO C OCOOCHHOCTSIMM aHATOMMUU 3allacalolInx
KOpHei, a MMEHHO — ¢ 00pa3oBaHneM OOJIBIIOrO KO-
JIMYeCTBa 3altacaloieii mapeHXMMBbI CO C1a00 JIUTHU-
GULMPOBaHHBIMU KJICTOYHBIMU cTeHKaMU. C Ipyroi
CTOPOHHI, IT0 KpaliHell Mepe, y OaTaTa yCTaHOBJIEHA
B3aMMOCBSI3b MEXKIy MeTaboan3MoM (eHMIIIpOoIIa-
HOMJOB Y KpaxMajia B Ipoliecce pa3BUTHS 3aracaro-
IIET0 KOPHS: Y TPAHCTEHHBIX PACTEHUI C IIOBBIIIICH-
HBIM YpOBHEM OMOCHHTE3a JIMTHWHA HaOII0daIoCh
CHMKEHME KOJIMYECTBA Caxapo3bl U TEKCO3 B JIMCThIX
M, COOTBETCTBEHHO, YPOBHS Kpaxmajla B KOpHE, a
TaK>Ke CyIIeCTBEHHO CHIKAJIOCh YTOJIIIIEHUE 3araca-
IOLIMX KOPHEH. ¥ 3TUX pacTeHUl TakxKe ObLI BBISIB-
JIEH BBICOKMIA YPOBEHb Aerpajallid Kpaxmaia Kak B
JIMCThSIX, TaK U B KOPHE, YTO ITO3BOJISIET MPEANOJI0-
>XKUTb MepepaciipeaesieHre (poToacCUMUISITOB B CTO-
pOHY HaKOIIeHUs JIMTHUHa [13].

POJIb KOMMVHE/IKAL[I/II/IUHAILBEMHOIU/I
N MOA3EMHON YACTEW PACTEHUWA
B PASBUTUUN 3ATTACAIOIIEIO KOPHA

Pa3Butue 3amacaioniero KOpHsi, O4€BUIHO, 3aBUCUT
OT HAI3EMHOM YacTH, KOTOpasl SIBJISICTCSI MICTOUHUKOM
METabOJINTOB M PETyJIITOPOB pocTa. Bo-1repBhIX, o-
TOCUHTE3UPYIOLIME JIMCThS ITOCTABJISIOT YIVIEBOIbI
JIJIsl MOCTPOSHUST TKaHE KOPHS, HO HEe CTOUT 3a0bI-
BaTh U O TOM, YTO, IOMUMO ITOCTPOECHUS KICTOYHBIX
CTeHOK M 3allacaHusl B BUIE KpaxMasa, caxapa, Imo-
CTynampIle B KOpeHb M3 HaJA3eMHOI 4acTU pacTe-
HUSI, TAKXKE MOTYT BBIIIOJHATh (PYHKIIUIO CUTHAJIb-
Ned 2020
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HBIX MOJIEKYJI 1 PeTyJISITOPOB pocTa. Tak, M3BECTHO,
YTO OT YPOBHSI caxapo3bl 3aBUCUT YPOBEHb IKCIIPEC-
cuu reHoB CYCD, onpenensiolmx Iepexo KJIeTKN K
neneHuio [69]. YannHeHne M BTOPUYHBINA pOCT KOp-
Hel pa3HbIX BUJOB PAaCTEHUWI 3aBUCUT OT YPOBHSI caxa-
PO3BI, TPAHCIIOPTUPYEMOI U3 JINCTHhEB: Ha IPOPOCTKAX
apabuaoIricuc ObUIO ITOKAa3aHO, YTO MOCTYMNAoIIas U3
ceMsiioNieid caxaposa sIBJISIETCSI HEOOXOMMMBIM U J10-
CTaTOYHBIM CHUTHAJIOM, PETYJMPYIOIIUM POCT KOPHS
He3aBHUCcUMO OT ¢utoropmoHoB [70]. M3 Ham3eMHOMI
YacTU B KOPEHD MTOCTYNAIOT TAaKXKe€ TOPMOHBI, PETYJIM-
pymwoliye ero pa3BuTue, B nepByto ouepenb — MYK, a
TaK>Ke W APYTUe CUTHAJbI “HajJbHEro neicTBus”’, Ha-
npumep, oenku u PHK, onpenensronine moguduka-
LIIO IIPOTPpaMMBbI Pa3BUTUSI KOPHSI 110 TUITY 3aItacaio-
IIEro opraHa.

K peryasaTopHbIM MenTuaaM, KOTOpble TpaHC-
MOPTUPYIOTCS U3 JIMCThEB B HUXKEJIEXKAIIMe OpraHbl
pacTeHU, OTHOCITCS MPOAYKTHI TEHOB CEMEMCTBA
FLOWERING LOCUS T (FT). Y apabumoricuc Ko-
potkuii 6enok FT BeimmonHseT pyHKImio (piopureHa —
MOOMJIBHOI'O CUTHAaJa B (OTONEPUOAUIECKOM KOH-
TpoOJie 1LIBETEHUSI, KOTOPbIA CUHTE3UPYETCSl B JIM-
CTbSIX M TPAHCIIOPTUPYETCS B allMKaJIbHYIO MEpU-
ctemy nobera [71]. B manbHeililieM Oblia BbISIBJIEHA
poab FT-momoOGHbIX 6€JIKOB B pa3BUTUM 3aI1acaloIInX
OPraHoOB: BIIEPBbIE 3TO UX CBOMCTBO ObLJIO MTPOIEMOH-
CTPHUPOBAHO Ha IpUMepe KITyOHS KapTodeisi, GopMu-
pOBaHME KOTOPOTO CBA3aHO C MHTEHCUBHBIM BTOPUY-
HBIM POCTOM U 3aBUCHUT OT IUTMHBI THA [72]. YuacTne
oenkoB cemeiictBa FT B pasBuTUu JTyKOBUILI Y JTWJICH-
HEIX [73, 74] TI03BOJISIET IIPEAIIOIOXUTH UX POJIb KaK
YHUBEPCAJIBHBIX PETYJISATOPOB pa3BUTUS 3ariacaro-
IIMX OPraHoOB pacTeHUIi. ¥ caxapHOM CBEKJIBI [75] u
KaccaBhl [76] BeIgBIIeHBI 110 aBa 6enka FT, perynmupy-
IOIIUX MEPEXO] K LIBETEHUIO, HO UX (DYHKIIMU B pa3-
BUTUHU 3allacalolliux KOpHEW He u3ydeHbl. Bo3aMoxK-
HO, 6eaku FT Moryr perynupoBaTh (hOpMUpOBaHUE
3aracarollero KOpHs: 1o KpaitHeil Mepe, 1Jis psina
pacTeHU MoKa3aHa 3aBUCUMOCTD YTOIIIEHUST KOPHSI
OT OJIVUHBI OHA [77].

ITo ¢yoaMe ocylIecTBIIsIETCST TaKKe Oa3UIleTalb-
HbIIi TpaHcmopT omnpeaeaeHHbIx MPHK u manbix
PHK, B TOM 4mCIe MpMHUMAIOIINX YYaCTUEC B pery-
JISILIAU BTOpUUYHOTO pocTa. K Takum peryasitopam oT-
HocsTcs, B yactHoct, MPHK, xonupyoniie rome-
onoMmeH-conepxaiiue Td cemeiictBa BEL. U3Bect-
HO, 4T0 3TU T® MOryT 06pa3oBbIBATh FreTEPOAMEPHI
¢ TO KNOX, peryaupys pa3BUTHE JTUCThEB U APYTUX
opraHoB pacteHuii [78]. Y kapTodens mpu BeIpaln-
BaHWUU B YCJIOBUSIX KOPOTKOTO JHSI UMEET MECTO Mepe-
Merenre T StBELS, StBEL11 u StBEL29 no dio-
9Me U3 JINCThEB B CTOIOHEI, TTpy 3ToM StBELS B3anmo-
neiictByeT B cTtosioHe ¢ T® POTATO HOMEOBOX 1
(POTH1) u3 cemeiicteBa KNOX [79]. CBepxacrpec-
cusa StBELSy kapTodens NpuBOINT K aKTUBALIAM Te-
HoB MetabommaMa MYK (YUCCA) u UK (IPT, LOG),
YTO IO3BOJISIET MPeanonoXxuTth poiab TM StBELS B pe-
TYJISIIAN MX SKCIIPECCUU TIpU pa3BUTHU KiryoHs [80].
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Optonoru StBELS5S v POTH 1 BeIIBICHBI V KaccaBhl,
Oarara, peauca, MOPKOBH U CBeKJIBI. [Ipeamoaraer-
CsI, YTO OHU MOTYT OBITh PEeryJsiTopaMyd BTOPUIHOTO
poCTa KOPHS 1 CTUMYJIMPOBATh (POpMUpPOBaHUE KOP-
HeTUIoAa Yepe3 pPeryJisiiunio GUTOropMOHaIbHOTO 0a-
JIaHca: TI0 KpaiiHeil Mepe, V CBEKJIbI B IPOMOTOPHBIX
obomactsax reHoB YUCCA, IPT, ARF§ n GA200x BBISIB-
JIEHbl KOHCEpPBAaTUBHBIE MOTUBBI IS CBSI3bIBAHMS
numepoB BEL5-POTHI1 [15, 81]. M3BecTtHO, YTO B
cradbmm3anu MPHK mpu mx Tpancnoprte mo ¢io-
9Me€ yYaCTBYIOT O€JIKM-1I1aIIepOHbI KOHCEPBATUBHOIO
JIJTsL pacTeHuil 1 XUBOTHEIX ceMelictBa PTB (Polypy-
rimidine Tract binding Protein): y kaprodens B TpaHc-
nopte MPHK BELS5 mpuHuMaror ydactue Oenku
StPTB1 u StPTB6; nx opTojioTH BEISIBICHBI Y MHOTHUX
KOPHETUIOMHBIX pacTeHMiA [81].

IMTomumo MPHK, B pa3BuTuM 3amacarpllyx opra-
HOB pacTeHUI Takske yuacTBytoT Maible PHK, Tpanc-
mopTUpyeMble 1Mo ¢GJiosMe, B 4acTHOCTH MiR156 u
miR 172, urparoliiue npoTUBOMNOJOXHbBIE POJIU B KOH-
TpoJie Tepexoja OT IOBEHUJbHOU K B3pocioii ¢asze
pa3BUTUS pacTEeHUIi: ObLa BhISIBJIEHA UX POJIb B pa3-
BUTUU KJTyOHe# KapTodeisi, U UX OPTOJIOTY BhISIBIIE-
HBI Y IPYTUX KOPHEIUIOOHBIX pacTeHuit [15].

Taxkum obpa3om, TaHHBIE O CUTHAJIAX, IOCTYIIAlO-
VX U3 CTEONISI U PeryIMpyIoIINX pa3BUTHE 3aracaro-
IIUX OPTraHOB PacTEeHUIA, MOJTyYeHbI IIaBHBIM 00Pa30oM
Ha KIIyOHsIX KapTodesi, TorIa KakK Yy KOPHEIUIOMHBIX
pacTeHnii MX M3ydYeHHE HaXOOMTCSI Ha HavyaJlbHOM
aTarne. BeposiTHO, TaHHBIE O TaAKUX CUTHAajJaX B pa3-
BUTHUM 3aI1acarolIero KOpHs OyAyT MOJy4eHbI B O~
Xaiiliee BpeMs.

TEHETUYECKHI KOHTPOJIb
PA3BUTHS 3AITACAIOIIEIO KOPHAA
Y PASHBIX BUJOB PACTEHUUA

K HacTostiieMy BpeMeHU Ha pa3HbBIX BUIAX PACTEHUIA
ObUIM NOJIydeHbI JaHHBIE O T€HETUYECKOM KOHTpPOJIE
pAa3BUTHSI 3aITACAIOIIETO KOPHS: B YACTHOCTH, ITPOBEIE-
HbI IIMPOKOMACIITAOHBIE TPAHCKPUIITOMHbBIE YICCIIEIO-
BaHUS, BbISIBUBIIIME OCHOBHBIC T€HBI, SKCIIPECCUS KO-
TOPBIX 3HAYUTE/IPHO IMOBBIIIACTCI WM CHIXKAETCS B
3aracarolImx KOpHsX.

Bungpr cemeiictBa Brassicacea — penuc (Raphanus
sativus) u pena (Brassica rapa) GopMUPYIOT MOHO-
KaMOUWaJIbHBI KOpHeruion KcwiemMHoro tumna. Co-
JIJACHO aHATOMWYECKMM MCCJIeIOBAHUSIM, OOJIbIIAs
4acTh MX KOPHEIUIONA 3aHsTa KIeTKaM1 BTOPUYHOM
KCWJIEMbI, CPEIM KOTOPBIX MpeobIafaloT TOHKOCTEH-
HEBIE ITapEHXUMHBIE KJIETKM, B HUX IIPOMCXOIUT OTJIO-
XKEHMEe M XpaHEHME 3aIlaCHbIX BelecTB. HakoruieHue
Kpaxmaja B KOpHEeIUIoax KalmyCTHBIX TAaKXkKe TTPOUCXO0-
JIUT B IIMPOKUX IMapPEeHXUMHBIX JIydaX, pa3desioIImX
TSDKA U3 COCYIOB M MEJIKMX MapeHXMMHBIX KJIETOK.
MMeHHO cuibHOe pa3BUTHE KCUJIEMHOI TMapeHXUMBbI
OTJIMYAET KyJIbTYPHBIC BUABI KAITyCTHBIX OT TUKOPACTY-
IIUX 1 3aBUCUT OT aKTUBHOCTU KaMbus (puc. 2) [5].
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B pesynbraTe TpaHCKPUIITOMHOIO aHaiIu3a pas-
HBIX CTaguii pa3BUTUSI KOpHerjona penuca (R. sati-
vus) [82—84], OblIM BBIOEJIEHBI HECKOJBKO TIPYII
TPaHCKPUNTOB, YPOBHM KOTOPBLIX HamOoJjee CyIIe-
CTBEHHO BO3PAaCTalOT B IPOLECCE POCTA U PA3BUTHUS
KopHeruiona. Cpeny HUX Hauboliee IIMPOKO IIpeli-
CTaBJICHBI T€HBI, PEeTyIUpYIoILIne aejaeHne (HEKOTO-
pbi€ T€HbI IUKJIUMHOB U LUKINH-3aBUCUMBIX KMHA3)
M pacTsDKeHMEe KIIeTOK (TeHBbI, Komupyomue dep-
MEHTHI OeCTaOMIN3ali KJIIETOYHOM CTeHKU — DKC-
MaHCUHBI U KCUJIOITIOKAH-3HIOTPAHCTIINKO31UIa3bl)
[84], perynsiTopbl pa3IMYHBIX METaOOJIMYECKUX ITy-
Teil M CUTHAJIWHTA (HalpuMep, TeHbl, KOOUPYIOIIe
T® pasHBIX ceMeMCTB U KOMIIOHEHTbI MAP-ku-
HA3HOTrO KacKaja), a TAaKXKe TeHbI-PEeryIsTOphbl 010-
CHMHTE3a M MeTabojau3Ma Kpaxmajaa M caXapo3bl U
OMocuHTEe3a BTOPUYHBIX MeTabouTOoB [82, 84]. Tak-
JKe IIpH pa3BUTUU KOPHEIUIOAA peanca ObIJIO OTMeYe-
HO MOBHIIIIEHIE YPOBHEM SKCIIPECCUU HEKOTOPHIX I'e-
HOB, PETYJIUPYIOIINX MeTaboJM3M U/WIN Tiepeaady
curHazia ¢uroropmoHoB — MYK (renst GH3, perynu-
pytome cuHTe3 KoHbioraroB WYK, reHbl TpaH-
CKpuMLMOHHBIX pernpeccopoB AUX/IAA u Mambix
aykcuH-peryaupyembix PHK SAUR), LIK (renst ARR
A-tuma), strieHa (reHsl, Kogupyomne T® ERF) u
ABK (rensi, komupyromiue peuentop PYR1 u nmpote-
uHdocparazy PP2C58, yuyacTByloliylo B nepenaye
curHana ABK) [84].

C 1IoOMOIIIbIO TPAHCKPUIITOMHOTO aHAJIM3a TaKXKe
OBUIO MOKa3aHO, YTO MNPH POCTe KOPHEIUIONA pemarca
MIMeeT MECTO HaKOIUIEHHE OOJIbIIIOro KOJUYecTBa pas-
HooOpa3HbIX MUKpOPHK — cpenn Hux mpencraBieHbI
Kak paHee He naeHTHuIpoBaHHbie MUKpoPHK, Tak
1 Te, MUILIEHSIMU KOTOPBIX SIBJISIIOTCSI BBISIBJICHHBIC
PETYISATOPEl BTOPMYHOIO POCTa KOpHsI, TaKMe, KakK
reHbl 9KCIAaHCUHOB U TeHbl, Komupywoinue Td ce-
meiictB NF-YA u bHLH [83].

[Ba KaHauMgaTa Ha poJib PEryJISITOPOB Pa3BUTUS
KOPHEIUIONOB OB BBISIBJIEHBI CPEId MHOTOYMC-
neHHbIX reHoB CLE penuca — 3to CLE41, romosoru
KOTOpPOIro y apabuaorcuc 1M JPYyrux pacTeHUid Bbl-
MOJHSIOT (YHKIMUU PEryasitopa AeJAeHUS KIETOK
KamOusi U penpeccopa nuddepeHIInPOBKU KCUJIEeMbl
[52, 53] u CLEI9, niasg KOTOPOro IIpeariojiaraeTcs
PpOJIb KaK CTUMYJISITOpa TUddEepeHLIMPOBKU COCYIOB
[59]: nsg 3TUX TeHOB OBLIO TTOKAa3aHO MHOTOKPATHOE
BO3pacTaHWe YPOBHEU 3KCIIpecCur MpU pocTe Kop-
HEeIUIo[a peauca 1 JIOKaau3amusi 9KCIpecCruu B CTPO-
ro omnpeaelieHHbIX TKaHsX KopHerioga (CLE41 Bo
¢dmosme u kambum, CLE19 B kcuneme). B onbiTax 1mo
cBepxakcnpeccun CLE4] v CLE19y pennca noces-
Horo R. sativus n ero nuKoro npenaka R. raphanistrum
ObLIO TTOKa3aHo, uTo CL E4] BBI3BIBACT pa3pacTaHue
MPOBOASAIINX ITYYKOB, YBEIUUYEHUE KOJUYECTBA KJle-
TOK KaMOUsI U TOHKOCTEHHOI KCUJIEMHOM MapeHXu-
MBI, Torna Kak CLE 19 noBhlIaeT KOIUIECTBO OJIpe-
BECHEBAIOIINX 3JIEMEHTOB KCUJIEMbI, B OCOOCHHOCTH
TOJICTOCTEHHOW MapeHXUMbl C MeXaHUYeCKUMU
dyukuusamu [60, 85].

V pennl (B. rapa) (puc. 2) ¢ IIOMOIIIBIO METOIOB
MapKep-0oIoCpeIOBaHHOM ceIeKIIUM ObLIN BBISIBIE-
HBI JIOKYChI KOJIMYECTBEHHBIX IIPU3HAKOB, aCCOLIUM~
pOBaHHbBIE C MPU3HAKAMU “yBEJIMUCHHBII AUaMeTp
KOpHs”, “yBeJIMueHHAasI AJIMHA KOpHs”, “yBeJIMUeH-
Hast Macca KopHs”. TpaHCKpPUINITOMHBII aHAJIU3 TPEX
CTaIuii pa3BUTHUS KOPHEILIONA Pebl, KaK 1 B cllydae
penuca, BbISIBUI TTOBBILICHUE DKCIIPECCUU Psiia Te-
HOB, KOIUPYIOIINX 3KCITAaHCUHEI, a TAKXKE T€HOB, BO-
BJICUEHHBIX B MeTAabOJIU3M caxapo3bl U Kpaxmajaa —
TaKUX, Kak TeH SuSy, IpoayKTOM KOTOPOTO SIBJISIETCS
caxapo3ocuHTa3a. Tak:Ke Ipu poCcTe KOPHEIUIONA pe-
OBl OBLUIO MOKA3aHO MOBBIIIEHUE SKCIPECCUM psaa
reHoB, Kkogupytomux T® pa3Heix rpynn. Cpeny HUX
perysiTopbl akTUBHOCTU KaMbus (HBS) u nudde-
peHuMpPOoBKH Kopbl 1 9HAoAepMEL (SCARECROW), a
Takke 4 reHa, kogupyloiue Td cemeiictea MADS.
Takke B pacTyiieM KOPHEIUIOE PENbl ObLIO BEISIBIIC-
HO TTOBBIIIIEHNE YPOBHS HeKOTOpEIX MUKpoPHK, Ta-
Knx, Kak miR156a, miR172a n miR157, dyHkium Ko-
TOPBIX IIPEAIIOJIOXKUTEIBHO CBSI3aHBI C Pa3BUTUEM
KCcuieMbl [86].

Hearn c¢ coaBr. [6] mpoBenud cpaBHUTEIbHBIN
TPAaHCKPUIITOMHBIN aHaJIU3 TUIIOKOTUJIE U KOpHEH
y (bopM Brassica, pa3nuyaroiiuxcsi o ClocoOOHOCTH K
3anacaHMIO: IEKMHCKOM KammyCThI 1 KaJjie, He (DOpMu-
PYIOILIUX 3aIiacalolliero KopHs U cTe0is1, perbl, pop-
MUPYIOIIEH KOPHEIUIOA, U KOJIbpadbu, (opMUpYIO-
mieit 3amacaromnmii creoensb. B pe3ymbraTe OBLIN BBI-
SIBJICHBI MM dEepeHIINaTbHO 3KCIIPECCUPYIOIINECS
TeHbI, IPEANOJOXUTEIILHO YJ4acTBYIOIINE B pa3BU-
TUH 3aItacaionmux opraHoB. Cpeny reHOB, IOBBIIIA-
IOIIMX YPOBHU 3KCIIPECCUU B 3amacaroliuxX KOpHe U
cTebiie, CaeayeT OTMETUTh Te€HbI-PEryISITOPhl Pa3BU-
s kamomsa (HBS m REVOLUTA w3 cemeiicTBa
HD-ZIP I1I; xomnoneHThbl cucteM WOX-CLAVATA —
reH T® WOX4, kamouii-cneliiuIHbIe PELIETITOPbI
nentugoB CLE PXY/TDR, RULI n MOL1, a Takxe
peuernrrop CLV I, neficTByIOILIMIT B alIMKAJIBHBIX MEPH -
cTeMax), reHbl, Kogupyoomue TAd apyrux ceMeicTB
(Hanpumep, peryisaTopa sHmoaepMbl SCARECROW),
reHbl 9KCTIAaHCUHOB; Y KOJIbpabu Tak>ke MmoKa3aHa akK-
TUBaLMs 9Kcrpeccuu reHoB ARF5 u ARF 17, xonupy-
romux MYK-3asucumere TO.

TpaHCKpUNITOMHBIN aHATU3 TPeX CTamIWii pa3BU-
TUSI 3arlacaloliero KOpHs ObLT MTPOBEIEH TakKe IS
FOXXHOAMEPUKAHCKOM KOPHEIUIOTHON KYJIbTYpPHl W3
ceMeiicTBa KaITyCTHBIX ITOJI Ha3BaHWEM MaKa IepyaH-
cKas (OoHa Xe KJIOIoBHMK MeiieHa, Lepidium mey-
enii). Cpenn TeHOB, SKCITPECCUST KOTOPBIX MOBHITIA-
eTCsI B pacTyIlleM KOpHEIUIone MaKy, Hanbosee IIT-
POKO OBLIM TpeAcTaBiIeHbI T'eHbl, YYaCTBYIOIIUEC B
MeTaboJIM3Me caxapo3bl M Kpaxmaia, a TakKke TeHBI
TOPMOHAJIFHOTO CUTHAJIMHTA U PETYJISITOPHI OMOCUH-
Te3a BTOPUYHBIX METa00JUTOB [87].

Csekna (Beta vulgaris) ¢hbopMmupyeT moaukKaMOu-
aJIbHBI KOPHEIUION, B Pa3BUTUMU KOTOPOTO IIEH-
TpaJlbHOE MECTO 3aHMMAET aHOMAJIbHbII BTOPUYHBIMI
Ne 4 2020
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Puc. 2. ®parmMeHTHI MoNepeyHbIX CPe30B KOpHeit ABYX hopM Brassica napus, 6prokBbl (B. napus subsp. rapifera) v panca (B. na-
pus L.), paznuyaronimxcs no crnocoOHOCTH K pa3BUTHUIO 3allacalolieil TapeHXMUMBI: a, B—II — CPe3bl 3aracaloiiux KOpHeil OproK-
BbI Bo3pactom 20 (a), 40 (B) u 60 (1, 1) aHeii; 6 — IoINepevHbIil cpe3 He3alacallero KOpHsI parca, Bo3pact pacteHust 20 nHeit.
n — nepuuepMma, K — Kopa, ¢ — BropuuHas djosMa, K3 — KamOUalibHasi 30Ha, BK — BTOPUYHAs KCWieMa, MK — MeTakcuiema,
P71 — paauaibHble Jy4u, C — COCYI, KK — KpaxMaJibHbIe 3epHa B aMWJIOTIJIACTaX 3aracarolieii mapeHX1UMBbI.

IJIaBHBIM 00pa3oM B ITAPEHXMMHBIX KJIETKAaX, BO3HU-
KaloIMX IIPU JeJIEHUU JONOIHUTEIbHBIX KOJIEL KaM-
oust. UMeHHO B 3THX KJIeTKaX MMEET MEeCTO IKCIIpec-
CUs T€HOB Caxapo30CHUHTa3bl, MPUYEM BHYTPU IIa-

pOCT — 3aKJjaaKa AOIOJHUTEIbHBIX KOJel KAMOUS K
nepudepun OT LEHTPaIbHOro umiauHapa (puc. 3).
HaxkormieHne caxapo3bl — OCHOBHOTO 3aracacMoro
BeIlIECTBA B KOPHEIIOAE CBEKJIBI — HMEET MECTO

®U3NOJTIOTUA PACTEHUM  T1om 67 Ned 2020
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Puc. 3. ®parMeHTHI OIIEPEYHBIX CPE30B KOPHETUIONOB NBYX (hopM Beta vulgaris, caxapHoii cBeKJIbI B. vulgaris subsp. vulgaris
var. altissima (a) u MaHrosabaa B. vulgaris subsp. vulgaris var. cicla (0), IeMOHCTPUPYIOILIMX Pa3HYIO CTEIEHb Pa3BUTHSI 3araca-
1o11Ieit mapeHXUMBbI (Bo3pacT pacTeHuii 60 nHei): 1K — 106aBOYHBIN KaMOMiA, A1 — 100aBOYHBIN MTPOBOISIINIA ITYYOK, 31 — 3a-
racaroniasl mapeHxuma (BTOpMYHasi MEXITydKOBasi TKaHb), BK — BTOpUYHasi KcuiieMa, ¢ — BropuuHas (pyrosma.

PEHXMMHBIX KJIETOK CaXxapO30CHMHTA3a JIOKAIN3YeTC s
BOJIM3M TOHOILIACTA, YTO, BEPOSTHO, MMEEeT 3Hade-
HUe JIJIs1 3aIlacaHUsI caXxapo3bl BHYTPHU BaKyoJieit [88].

Zhang c coaBT. [89] npoBeau TpaHCKPUIITOMHBIMN
aHaJIM3 3aIacalollero KOPHS CBEKJIbI Ha MSITA CTaau-
SIX: HadaJlbHasi CTagusl pOCTa, CTAamMsl mepexoma K
OBICTPOMY POCTY, CTamusi OBICTPOIO pOCTa, CTaIMs
nepexoja K HaKOIUICHUIO caxapo3bl U CTaaus 3aMe/l -
JIEHHOTO POCTa C aKTUBHBIM HAaKOIJIEHUEM CaXapOo3bl.
Haubonsimee konmyectBo muddepeHIIMaabHO 3KC-
MPEeCCUPYIOLIMNXCSI TeHOB OBLIO BBISIBJIEHO HAa BTOPO 1
TpeThel cTagusx. Tak, mpy pocTe 3aIacaloliero Kop-
HST CBEKJIBI ObUT BHISIBIICH TTOBBILLIEHHBIA YPOBEHb 3KC-
npeccun reHa CYCD3, a Takke TeHOB MeKTHUHa3, beTa-
DIIOKO3Wa3, TMHEWHOB ¥ KUHE3UHOB, KOTOPHIE BEPO-
SITHO, YYaCTBYIOT B ITpolieccax AeICHUS KJIETOK U pacTsI-
>KEHUST KIJIETOUHBIX CTEHOK IIpYM POCTe KOPHEIUIoma.
TpaHCKpUNTOMHBII aHAIN3 KOPHETLIONA CBEKJTBI TAKXKE
BBISIBUJI MIOBBIIIICHE YPOBHEMN SKCITPECCUM GOIBIIO-
ro KOJMYeCTBa T€HOB, 3a/lciiCTBOBAHHBIX B pETYJIsi-
Uy OMOCHUHTE3a M MeTabonm3Ma (PUTOrOPMOHOB —
OpaccuHOCTEPOUAOB (2 13 4 TEHOB CTEPOMATUIPOIIA3
CYP90BI1), UYK (5 u3 16 renoB cemeiictBa YUCCA n
4 u3 5 renoB GH3), LIK (5 u3 13 reHoB IPT), ruboepein-
JHOB (6 13 13 TeHOB GA;-0x 11 5 13 11 TeHOB GA 5-0x) —
MPU POCTeE 3aIIacaloIIero KOpHS. ['eHbI, peryampyroime
repenavyy CMrHajga 3TMX TOPMOHOB, TaKKe ITOBBIIIAIOT
YPOBHU 3KCIPECCUN MPU PA3BUTUN KOPHEIIOIA CBEK-
JIBI: 3TO TeHBI, 3a/IeiiCTBOBaHHBIC B Mepeade CUrHaja

o6paccuHocTepounoB (2 u3 5 reHoB BZR), YK (7 u3
17 reHoB ARF v 7 u3 16 reHOoB AUX/IAA;17 3 38 reHOB
SAUR), IIK (20 u3 38 reHoB ARR B-tumna u 6 u3 9 re-
HOB ARR A-tuna). IloBbillleHUE YPOBHEI 3KCIIpec-
CUM TIPU POCTE KOPHEIJI0Aa OTMEUYEHO 11 TEHOB S.S
(Sucrose Synthase), SPS (Sucrose Phosphate Synthase)
u SI (Sucrose Invertase), IpoayKTaMu KOTOPBIX SIBJISI-
OTCST (hepMEHTHI MeTaboJIM3Ma caxapo3bl, a TaKke
reHoB, Koaupymomux Td pa3HBIX ceMeNCcTB, B 4acT-
Hoctu obmmpHoro cemeiictea WRKY, mpencraBure-
JIM KOTOPOTO y pacTeHMI 3a1eiiCTBOBaHbI B pa3HOO0-
pa3HBIX Mpolieccax — OT AIMOpUOTreHe3a U Pa3BUTUS
KOPHSI 10 OTBeTa Ha cTpecc [89].

MopkoBb (Daucus carota subsp. sativus L.) ¢dop-
MUpPYET KOpHeIuion (Gao3MHOro tumna. OCHOBHBIM
OTJINYMEM KOPHSI KyJIbTYPHOM MOPKOBU OT KOPHS e
nukoro npenka (D. carota subsp. commutatus) siBIISICT-
Csl CHUXKEHHUE coAepXKaHMSI JIUTHUHA, 3HAUYUTEIbHOE
yBeJIMUYeHre coepKaHusl (hJIO3MHOM MapeHXUMBbI, 3a-
macamolleil caxapa, HaKOIUIEHHME KapOTMHOMIOB, a
TaKXXe CHIDKEHHOE KOJIMYECTBO OOKOBBIX KOpPHEIt
[90, 91]. CpaBHMTENIBHBII TPAHCKPUIITOMHBIN aHAIN3
Ppa3HbIX CTAAU pa3BUTUSI KOPHSI Y IUKOI U MOCEBHOI
MOPKOBH BBISIBUJI B 3peJIOM KOPHE TTOC/IeIHEN N3MeHe-
HUE YPOBHEU 3KCHPeCcCUM OOJBIIOTO KOJWYECTBA Te-
HoB. Tak, HanboJiee 3HaYUMMOE TTOBBILLICHUE YPOBHE
SKCIIPECCUN ObLIO MOKA3aHO IS T€HOB, YJ4aCTBYIO-
IIUX B PETYJISLUU MOCT-TPAHCISLIMOHHBIX MOIUMU-
Kalnii 6eJKOB (B YaCTHOCTY, YOMKBUTUHUPOBAHMS),
®U3UOJNOTUSI PACTEHUI Ne 4
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a HanOoJbIIIee CHIDKEHHNE SKCIIPECCUN — TS TEHOB,
pPEeryIupyoInux perokc-curHaiuHr. Cpeayd TeHOB,
MOTEHIIMAJIbHO MMEIOIINX OTHOIIEHWE K Pa3BUTHIO
3arracaronero KOpHsS, y ITOCEeBHOM MOPKOBHU OBIIO
BBISIBJICHO TIOBBIIIIEHWE YPOBHEW IKCIIPECCUM psiaa
TeHOB-PETYISTOPOB KJIETOYHOTO ITUKJIA, Pa3BUTUS
TIPOBOISIIEH CUCTEeMBI 1 METabOJIM3Ma CaxapoB 1 Ka-
POTMHOMIOB, a TAKXKe TeHOB, Konupytomux Td paz-
HBIX ceMeicTB [91, 92], B TO XXe BpeMsI, HaOII0aaI0Ch
CHIDKEHWE YPOBHEI 3KCIIpECCHMU T€HOB, NEiCTBYIO-
IIMX B ITyTU OMocuHTe3a JurauHa [90].

B kxcuiieMHoI TTapeHXUMe pacTyIIero KOpHeIio-
Jla IPyTOTO BUIA CEMEMCTBAa 30HTUYHBIX — IMacTepHa-
Kka (Pastinaca sativa), ObUIO BBISIBICHO HAKOILICHME
Kpaxmajia U akTUBaIUsI 3KCIIPECCUU TeHOB ero 0uo-
cuHtesa: APS (ADP-glucose Pyrophosphorylase Small
Subunit), APL (ADP-glucose Pyrophosphorylase Large
Subunit), SS (Soluble Starch Synthase), GBSS (Gran-
ule Bound Starch Synthase), SBE (Starch Branching
Enzyme), ISA (Isoamylase) v T.1. [66].

3amnacaloiine KopHu 6artara (I[pomoea batatas) ot-
HOCSITCSI K TUITY KOPHEKIyOHel, rie MHTeHCUBHBIN
BTOPUYHBIN POCT U HAKOIUJICHUE KpaxMaJa IIPOMUCX0-
ISIT B OOKOBBIX M IIPUAATOYHBIX KOPHSIX MOUKOBATOM
KOPHEBOI cucreMbl. MopdoJjiornyecku Mpolecc
pa3BUTHUSI KOpHSI 6araTa BKIIIOYAET B ceOsI TpU CTa-
Iuu: oOpa3oBaHME BOJIOKHUCTHIX KopHeil (fibrous
root) AUaMeTPOM 110 2 MM, CTaaUIO0 MOJIOJBIX 3ariaca-
IOIIMX KOPHE TUaMETPOM 2—5 MM U CTaIHIO 3pEIbIX
3aracalpinxX KopHeil nuaMmeTpoM 6oiree 5 mm. Ilpm
MHUILIMAIIAY 3aMacalolnx KopHeil 6arata numeet Me-
CTO aKTUBHas Ipoimdepanus KIeTOK KaMOus U
dopMHupoBaHe OOIIUPHOI 30HBI KCMJIEMBI, a TAKXKE
AHOMAaJIbHBIII BTOPUYHBIA POCT, CBSI3aHHBINA C 3aJ10-
KEHUEM JTOITOJIHUTEIILHOIO KaMOUSI BOKPYT OTIIE/Ib-
HBIX COCYIOB WK UX Tpyni [61, 93]. Pazsutue 3ana-
calolInX, HO He BOJJOKHUCTBIX KOpHEl OaTaTa cBsI3a-
HO C 3amacaHueM OOJIBIIOrO KOJIWYEeCTBA Kpaxmalia,
TOTHa KakK JIMTHU(UKAUS IIPOBOISIINX SJIEMEHTOB
HaOJI0AaeTCsl MPEUMYIIIECTBEHHO Ha CTaluU BOJIOK-
HUCTBIX KOPHEH, HO IIPEISITCTBYET POCTY KOpHeE-
KJIyOHeli OaTara Ha Oojee mo3gHuUX cramusax [93].
M3zyueHune MOJIEKYISIPHBIX MEXaHU3MOB Pa3BUTUST KOP-
HEKJIyOHel 0aTrara HayaTo JOBOJILHO JgaBHO: B 2003 T.
You c coaBr. [94] nomyurim oubmoreky kK IHK momo-
JIBIX 3aIlacalolliX KOpHEH, B KOTOpoii cpeau nudde-
PEHIIMAILHO 3KCIPECCUPYIOIINXCS ObLIN BBISIBJICHBI
reHbl, kogupymoiie TA ¢ MADS-6okcom u T ce-
MeiictBa NAC. CpaBHeHue omoanorek kJIHK Bo-
JIOKHUCTBIX M 3allacalolInX KOpHell, IpoBeIeHHOE
Tanaka c coaBrt. [95], Tak:Ke BBISIBMJIO B 3a11aCarolIeM
KOpHE TMOBBILIEHHYIO 3KcTipeccuto reHa IBKN1 ce-
meiictBa KNOXI n reHa, KOOUPYIOIIETO PelenTop-
MMOAOOHYIO KMHA3y.

B nanbHeileM ceKBEeHUPOBAHUE TPAHCKPUIITO-
MOB Pa3HbIX CTaJAUI pa3BUTHUsI KOpHeit 6aTaTa ¢ 1o-
MO0 TexHOJIoruit NGS mo3BoJINIO BLISIBUTH MHO-
ro TMOTEHLMAJIbHBIX PETYJISITOPOB 3TOro IIpoliecca.
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Tak, Firon ¢ coaBrt. [61] npu cpaBHEHUM TPAHCKPUII-
TOMHBIX TpoduJieii BOJOKHUCTBIX U MOJIOJIBIX 3alia-
calolInxX KOpHel 0aTaTa BBISIBWIM B ITOCJICOHUX I10-
BBILIIEHME 3KCIIPECCUM T€HOB, YYacTBYIOIIMX B Ha-
KOIUJICHUM KpaxmaJlia U yIJeBOJHOM MeTaboiu3me, a
TaKKe I'eHOB, 3aeliCTBOBAaHHBLIX B KOHTpPOJIE IIeJic-
HUS KJIETOK U HOMIepXKaHUs MEpPUCTEM (T€HBI, KOIM-
pyromne T KNOX knaccoB I u 11, nukimHbI Kirac-
coB A 1 D, reHbl LHUKJIMH-3aBUCUMOI KMHa3bl A 1 e¢
aKTHUBaTOPOB).

Ponniah ¢ coaBT. [96] nmpoBenu cpaBHEeHHUE TpaH-
CKPUIITOMOB pacTylluX KopHeil [pomoea batatas n
ero mukoro mpenka Ipomoea trifida. Cpeau TeHOB,
9KCIpPECCUsi KOTOPBIX MOBBILIAETCS IPU Pa3BUTUU
KOPHSI TOJILKO Y KYJIbTYPHOTO 6artaTa, ObLJIM OTMeUe-
HBI TeHbl MeTa0OoJIM3Ma KpaxmMaja, a TAKKe TeH MOH-
Horo tpaHcnoprepa KEAS5 (K*efflux antiporter), u
reH peuentopHoii knHa3sl ERECTA, ydacTByromeit
B CUTHAJIMHTE (DUTOTOPMOHOB U PETYJISILIUM PA3BUTHUS
Kamb6us1. B To xe Bpems, B KopHe 1. trifida otMedeHO
YCWJIEHUE 3KCIIPECCUY T€HOB OMOCUHTE3a JIMTHUHA.

Eserman c coaBrt. [11] mpoBenu cpaBHUTEIbHBIN
TPAHCKPHUITTOMHbBIM aHAJIU3 Pa3HbIX CTAAUil Pa3BUTUS
KOPHEN y YEThIpEeX BUAOB CEMENCTBA BLIOHKOBBIX, OTHO-
csmxcst K Tpubam Ipomoeeae 1 Merremieae 1 pa3nu-
YaoIIMXCS MO CMTOCOOHOCTH K (hDOPMUPOBAHUIO 3ariaca-
1o111ero KopHsi. OCHOBHbIE OTJIMYMSI BUJOB C 3aracaro-
MM KOPHEM 3aKJIIOYaJIMCh B TIOBBIIICHUN YPOBHEI
9KCIPECCUM TEHOB, PETYJIMPYIOLINX META00IN3M caxa-
PO3bI U CUHTE3 KpaxmaJa, a TAaK:XKe HEKOTOPbIX T€HOB,
koaupytomux TA (Hanmpumep, optosioroB WOX4).

KaccaBa (Manihot esculenta) nMeeT MOYKOBATYIO
KOPHEBYIO CUCTEMY, COCTOSILYIO U3 KOPHEN ABYX TH-
OB — BOJIOKHUCTBIX U 3aI1aCaloluX, KOTOPbIC pa3inya-
JOTCS TIO COCTaBY KCUJIEMbI: B BOJIOKHMCTBIX KOPHSIX
OHa, TIOMUMO COCYIOB, COIEPXKUT MHOIO KCUJIEMHBIX
BOJIOKOH, TOTJa KakK y 3aracarolux OOJIbIIYI0 4acTb
KCUJIEMbl 3aHUMAIOT TOHKOCTEHHbIE ITapeHXWUMHbIE
KJIETKM, HakaljudBawllue Kpaxmal. bbulio nmokasa-
HO, YTO B BOJIOKHUCTBIX KOPHSIX KacCaBbl 10 CpaBHE-
HUIO C 3aIacallMU KOPHSIMY 3HAYUTEJbHO MOBbI-
IIEHbl YPOBHU 3KCIPECCUU HEKOTOPBIX TEHOB IPYyIl-
el VND [97]. B To e BpeMsI, TIpU pocTe 3aracaroiiero
KOPHSI UMeeT MecTo TToBbIlIeHue ypoBHs LK, a Takke
akTuBanms skcrpeccun reHoB KNOX knacca I m re-
Ha MADS MeAGL20 [98].

HMrtak, TpaHCKpUNOTOMHEIN aHaJIM3 3aIlacaloiiux
KOpPHEM y pa3HbIX BUAOB PACTEHUIA MO3BOJIMJI BbI-
SIBUTh PSII CXOOHBIX YEepT, TaKMX, KaK aKTUBalUs
SKCIPECCUU T€HOB KJIETOYHOTO IIMKJIa I TEHOB, Pery-
JIMPYIOIIMX PacTSLKEHUE KJIETOK, MEPUCTEM-CIIeII-
(GUYHBIX T'eHOB (B TOM YMCJIe T€HOB, KOIUPYIOIINX
komnoHeHTBl cucteM WOX-CLAVATA), TrcHOB,
YYACTBYIOIIIMX B OMOCHHTE3€, MeTabOIM3ME U TIepe-
Jlaye CUTHaJla pasUuYHbIX (PUTOTOPMOHOB, a TaKXKe
reHoB pas3muyHblx TP — Hanpumep, MADS u
WRKY. DT paHHbIe TTO3BOISIOT MPEAITOI0XUTH Cy-
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IIECTBOBAHUE OOIIINX MEXaHU3MOB PAa3BUTHS 3alIlaca-
IOLIMX KOPHEN Y PACTEHUA.

SAKJTIOYEHHMNE

B cBs131 ¢ IIMPOKUM pacrpocTpaHeHUEM 1 O0JIb-
IIIMM 3HAaYeHUEM KOPHEIUIOAHBIX KYJIbTYp, pa3BUTHE
3arracaloniero KOpHs — OAWH U3 HauboJjiee BaKHBIX
SKOHOMMYECKM 3HAYMMBIX IPU3HAKOB CEJIbCKOX035 -
CTBEHHBIX pacTeHuii. CrocoGHOCTh K (OpMUpPOBa-
HUIO 3aI1acarolIero KOpHs BO3HMKIIA B 9BOJIIOLIMM HE-
KOTOPBIX JIBYJETHUX M MHOTOJIETHUX PACTeHMIA KaK
MEXaHM3M aJallTalliid K IepeXKUBAHUIO IJIUTEILHBIX
HeOJIaroIpUSITHBIX YCJIOBUIA, Y ObLJIA UCITOJIL30BaHA U
3aKperuieHa 4eJIOBEKOM IMpH AoMmecTukaumu [6, 11].
3armacaiomuii KOpeHb — KOMILJICKCHBIN IIPU3HAK,
KOTOPBIM BKJIIOYaeT B ceOs1 KaK MUHUMYM JIBE CO-
CTaBJISIIONINX: KOHTPOJIb pa3pacTaHusI KOPHS B pagui-
aJIbHOM HAaIlpaBJIEeHUM (BTOPUYHEIN POCT) U HAKOII-
JIeHre caxapoB (KpaxMmaia, ¢pyKTaHOB, caxaposbl). B
MOCJIEIHUE TOIbl C MPUBJICYEHUEM TPAHCKPUIITOM-
HBIX, IIPOTEOMHBIX 1 METAa0OJIOMHBIX MCCJICAOBAaHUIA
OBLIU MOJYYEHBI JAHHBIE O TEHETUYECKOM KOHTpPOJIEe
3TUX IIPOLECCOB Y MHOTMX BUIOB CEJIbCKOXO3SIii-
CTBEHHBIX PAaCTEHUIA C 3aI1acaroIMU KOPHSIMMU [82—
98]. Bmecte ¢ TeM, m1s1 GOJIBIIIOrO KOJIMYECTBA BUIOB
CEJIbCKOXO3SIMCTBEHHBIX KOPHEIUIOAHBIX  KYJIbLTYP
HUCCJICAOBAaHUS TE€HETUYECKOIO KOHTPOJISI Pa3BUTUS
3arracaloliero KOpHsI He IIPOBOIMIIMCH VIN HAXOOSATCS
Ha camMoM HadajibHOM aTare [99, 100]. MHTepecHO,
YTO B CPAaBHUTEJILHBIX UCCIEAOBAHUSIX TPAHCKPUIITO-
MOB KYJIBTYPHBIX pacTeHHIl C KOpPHEIUIOmaMU U KX
OECKOPHETJIOAHBIX IUKHUX TIPEIKOB ObUT TIOJyYeH
pSiI HAHHBIX, CBUACTEJILCTBYIOIIUX O CYIIECTBOBa-
HUM KOHCEPBATUBHBIX MEXaHU3MOB PETYJISLIUA pa3-
BUTHS 3aracalolinx KOpHEH y pasHbIX BUIOB [6, 11,
92], KOoTOphiC, MO-BUAMMOMY, ObLIM MHOIOKPATHO
“HCIIONIb30BaHbl” B 3BOJIOLIUM IIPU HE3aBUCUMOM
BO3HMKHOBEHUU CIIOCOOHOCTH K (HOPMHPOBAHUIO
3arracaronx KOpHeil B pa3HbIX ceMeiicTBax.

IMoxanyit, ogHO¥ M3 HamboJiee IEePCIIEKTUBHBIX
(1 HauMeHee U3YyYeHHBIX Ha TeHETUYECKOM YPOBHE)
TeM HKCCJIENOBaHUII B 3TOM HaIpaBJICHUM SIBJISIETCS
3aBUCHMMOCTh Pa3BUTHUS 3allacalollinuX KOpPHEH OT
¢dakTopoB OKpyXalolleil cpeabl (IJUHBI THS, OO-
CTYITHOCTH BOIBI, YPOBHS a30THOT'O MUTAHMS ), a TaK-
K€ OT CUTHAJIOB, ITOCTYMNAIOIINX U3 HAA36MHOM YaCTU
pacteHuii. B HacTosIee BpeMs poJib CPEAOBBIX haK-
TOPOB ¥ KOMMYHHMKAIIIM pa3HbIX YacTeil pacCTeHUsI B
GYHKIIMM 3armacaHusl OBIIM M3YdeHBI Ha MOJICKYJISIP-
HO-TeHETMYECKOM YypOBHE Ha MpUMEpe PpPa3BUTUS
KJIyOHEM KapTodeisi; BHpodyeM, UCCICOOBaHUS, IIPO-
BeIACHHBIC B MOCJIEAHYE TOIbl Ha 3aIlacaroiiux opra-
Hax pa3HbIX BUIOB PACTEHUi, TTO3BOJMIMN BBISBUTH
psiI aHAJIOTMYHBIX MEXaHU3MOB, ASHCTBYIOIINX U B
3aracaromieM KopHe [15]. Takum odpa3om, TaabpHEH -
1ee M3ydeHUe MeXaHU3MOB Pa3BUTUS 3aIlacalolinX
KOpHEI SIBISICTCSI MEepCIIEKTUBHBLIM HaIllpaBJIEHUEM
TEHEeTUKM Pa3BUTHUSI PACTEHMI, KOTOPOE OTKPHIBACT

HOBbI€ BO3MOXHOCTH JIJ11 HAy4HO 0OOCHOBaHHOM ce-
JIEKIIUY KOPHETUIOAHBIX (hOpM.

PaGoTra BEINONIHEHA IIpU MOMIEPXKKE TIPAHTOB
Poccuiickoro ¢poHma pyHmaMeHTaTbHBIX UCCICI0BA-
Huii 18-04-01017 u Poccuiickoro HaydyHoro ¢oHaa
16-16-10011.

ABTOpBI 3agBISIIOT 00 OTCYTCTBUM KOH(PIMKTA
nHTepecoB. HacTosas cTaTbs HE COOEPXKUT KaKUX-
NGO UCCIIeTOBAHU C yIaCTUEM JIIOAEH Y SKMBOTHBIX
B KaueCTBe OOBEKTOB UCCICAOBAHMSI.
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