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MOJIEKYJIIPHO-TEHETUYECKUE U TOPMOHAJIBHBIE MEXAHU3MbI
BETBJIEHUS KOPHEBBIX CUCTEM*
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K.H. IEMYEHKOL 2

Baxueiimas ¢pyHKuus KOpHS JI000T0 HA3eMHOTO PacTeHHss — olecneYyeHne MUHEPAILHOTO MH-
TaHUs B reTepOreHHoii cpeie ¢ HEPABHOMEPHBIM paclpeneieHHeM MUTATeIbHbIX BemecTs. Heooxomm-
MOCTh KOMIIEHCAIMH 3TOil HEPAaBHOMEPHOCTH NMPUBOANT K BETBJEHHIO KOPHSA W (OPMHUPOBAHMIO KOpHE-
Boii cucTembl. THNBI KOPHEBBIX CHCTEM OTPAXkKAIOT Pa3MYHble CTPATErMH BbDKMBAHUS HA3EMHBIX COCY-
mucteix pacrennii (L. Kutschera ¢ coasr., 1997). UccnenoBanns MosieKy/IsipHO-TeHETHYECKHX U Gu-
3M0JIOTHYECKHX MEXaHM3MOB MHMLMALMN OOKOBOTO KOPHS MPOBOAATCS B OCHOBHOM HA MOJEJIBLHOM 00b-
ekre Arabidopsis thaliana (J.G. Dubrovsky c coasr., 2001; B. Parizot c coasr., 2012; J.G. Dubrovsky
¢ coast., 2017). B nocieanee BpeMsi B n3ydeHHe BEeTBJIEHHSI KOPHS BOBJIEKAKOTCS BaiKHbIE CEJbCKOXO-
35iCTBEHHBIE KYJbTYPHI (3JaKH, KPEeCTOUBETHbIE, OaxyeBble KyJIbTypbl, rpeunxa u ap.). IloayyeHHbie
pe3yJbTaThl MO3BOJISIOT BbISIBUTH XO3SCTBEHHO 3HAYMMBbIE MPU3HAKHA KOPHEBbIX CHCTEM M MCIOJb30BATh
HX B CeJIEKIMOHHOM mpouecce. B Hamem 0030pe mpeacTapieH aHAIM3 COBPEMEHHBIX JAHHBIX O KJIETOY-
HbIX, MOJIEKYJISIPHO-TEeHETHYECKNX M (DM3HMOJIOTHYECKHX MEXAHU3MaX WHUIMANMH u (PopMHpPOBAHUSA 0O0-
KOBbIX KOpHeii. {PUTOropMOH AYKCHH BBINOJHSET MHOXKECTBEHHble (DYHKUMHM NpPH MHUIMALMH OOKOBOTO
kopHs (Y. Du ¢ coast., 2017). OH yyacTByeT B HAYAIbHBIX 3Tanax GopMHUPOBAHNS KOMIETEHIMN KJIETOK
NepUIMKIA K NepBbIM JeJIeHHsIM, B 00pa30BaHMM NPUMOPIMS, a TAKKE 00eCreynBaeT ero ycreimHoe mpo-
JBIDKEHNE HAPYXKY Yepe3 KOpy MaTepuHCKOro Kopas. O0pa3oBanne GOKOBOTO KOPHSI HAYMHAETCS C OCIWI-
JIAIMMA KOHIEHTPALUMH AYKCHHA B 0a3aJIbHO 4ACTH MEPUCTEMbI MATEPUHCKOIO KOpHA W (hopMupoBaHus B
HEKOTOPBIX KJIETKAX €ro HEHTPAJILHOTO IIWIMHAPA MAKCMMyMa KJeTo4Horo otBeta Ha aykcuH (I. De Smet
¢ coast., 2007; K.H. ten Tusscher c¢ coasr., 2017). Cinenywommii 3Tan — crnequaaM3amus KJIE€TOK-OCHO-
paresbhnn (founder cells) B nmepumukie u o0Opasosanne TOYkH BeTmiaeHus (prebranch site) (M.A. Mo-
reno-Risueno ¢ coast., 2010). MbI paccMaTpuBaeM HaYajIbHbIE ITANbI JeTEPMHHAIMM KJIETOK NMEPHIMKIIA,
NPUBOJSAIIME K 00PA30BaHNI0 DOKOBOTO KOPHS, MEXAHHU3MbI Pery/isinnd npomgepanuy KIeTOK MepuimKia
M OKPYXKAIOIIMX TKAHEi, M0JI0KeHHe MeCTa MHUIMAIMH OOKOBbIX KOPHEil BIOJIb OCH MATEPUHCKOIO KOPHS,
a TaKKe ropMOHAJbHble (PAaKTOPbI M MX MHILNEHH, OCYNIECTBISIONINE MOCIeI0BATEbHYI0 NPOrpaMMy pas-
BUTHS 00KOBOro Kophs. IIpuBoAATCS JaHHbBIE O POJIM AYKCHHA B 3TOM Mpoliecce, a TaKkKe 0 MeXaHH3MaX
nepesayd TOPMOHAJIBLHOIO CHTHAJIA HA MOJIEKYJspHbIE MMIIEHH, 00ecHeYMBaIOIMe 3aKJIAIKy OOKOBBIX
KopHeii. KinoueBbivi hakTopamu, ydacTByOIME B 00Pa30BAHNUM JIOKAJIBHOI KOMIIETEHIMH KJIETOK Mepu-
IMKJIA K MHUOMANUA TPUMOPAMS OOKOBOTO KOPHS, CJIyXKaT TpancKpumimonnbii ¢akrop GATA23 (B. De
Rybel ¢ coasr., 2010) u mMemOpaHHO-accoumnpoBanHblii KuHa3Hbli perynasrop MAKR4 (W. Xuan c co-
aBT., 2015). Ocoboe BHHMAaHHE y/eJsieTCSl POJIM TKaHeil KOPHS, OKPYXKAWIINX MEPULIMKII, B PETyJIsIH
HAYAJIbHBIX ITANOB NPoM(epalyi KIeTOK NP MHAIMAIMA 00KOBOro KopHs. OOHAKO cpead NBETKOBBIX
pacTeHHii MMEIOTCS CeMeiicTBA, Y KOTOPbIX HHUIMAIKSA U PAa3BUTHE NPUMOPINS OOKOBOTO KOPHS MPOMCXO-
IUT HENOCPEACTBEHHO B Mepucrteme pomutenbckoro kKopus (U.I'. dyoposckmii, 1986, 1987; K.N.
Demchenko ¢ coasr., 2001; E.L. Ilina ¢ coasr., 2012). Mbl BuepBble NPHBOANM JAHHBIE O KJIIOYEBO
POJIM AYKCHHA HA HAYAJBHBIX 3TANAX MHANMALMH OOKOBOIO KOPHS Y TAKMX PACTEHHil, B YACTHOCTH Y ThIK-
BeHHbIX (Cucurbitaceae). Takke 00CYXKIAIOTCA MEXAHHU3MbI, MO3BOJISIONIME HEKOTOPHIM BUIAM CO31aBATh
OOLIMPHYI0 KOPHEBYIO CHMCTEMY B KpaTyaiilmie CPOKH NOCje mpopactanusi. PaccMaTpuBaloTcsi BO3MOXKHbIE
3BOJIIOLMOHHbIE MEXAHU3MbI ONpee/IeHHsI MECTA HHAIMALMH OOKOBOTO KOPHS Y IBETKOBBIX PACTEHMIA.

KnroueBble ciioBa: ayKCHH, BeTBJIeHHE KOPHS, MHMIMALMS OOKOBOrO KODHS, MepHCTEMA, MPO-
Jmcepanus KJIeToK, pa3BuTHE KOPHS, TPAHCKPHNIMOHHbIE (aKTOPbI.

B MHOro4mnciaeHHBIX MCCIICIOBAHMSIX ITOKa3aHa CBSI3b MEXIy I'eHeTHYe-
CKU JIeTepMMHUPOBAHHBIMU IPU3HAKAMM KOPHS U HPOTYKTUBHOCTBIO CEJIbCKO-
XO3SIMCTBEHHBIX KyJAbTYp (1-3), B ToM uucie B ycnoBusix 3acyxu (4). [lug ce-
JIEKIIMM Ha YJIyYIIeHHEe CBOICTB KOPHEBBIX CUCTEM HEOOXOAMMO BBISIBIEHHE TEX
0COOEHHOCTEM KOPHSI, KOTOphIE MO3BOJIIOT pacTeHUI0 Hambojee 3(DGheKTUBHO
HCIOJIb30BaTh BOMY M IMTAaTe/IbHbIE BEILIECTBA B Pa3IMYHBIX YCIOBUSX. BaxkHo
OIIPElIe/INTh TeHETUYECKU AeTePMUHUPYEMBbIC IIPU3HAKU KOPHS, 00YyCJIOBJIMBa-

* Pa6ora (uHaHCOBO NoanepxaHa Poccuiickum HayuHbIM doHmoM (rpant Ne 16-16-00089). Mccnenopanus poiu
ayKCMHAa B MHULIMALIMKM OOKOBBIX KOPHEH Yy THIKBEHHBIX ObUTM momaepxaHbl Poccuiickum donmoM dyHmameH-
TalbHBIX UcciaenoBannil (rpant Ne 14-04-01413-a).
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IOllIME MOBBIIEHWE YPOXKAWMHOCTU U YCTOMYMBOCTH K CTpeccaM. Ycrex cejiek-
LIMOHHOTO M3MEHEHUSI apXUTEKTYpbl KOPHEBON CUCTEMBI y KYJbTYp 3aBUCUT OT
KOHKPETHOTO MpU3HaKa U XapaKTepa ero HacjeloBaHHsI, a TaKXKe OT MCHOJb30-
BaHMS ONPEISICHHON CUCTeMBbI 3eMJIeIeIMs U XapaKTePUCTUK TOYBHI (5).

KopHeBas cuctema pacteHust obecrieurBaeT IOIJIOIICHUE BOAbI U MHUTa-
TeJbHBIX BEIIECTB, HEOOXOAMMBIX /IS pOCTa M Pa3BUTHS, 3aKpeIUIeHHE pacTe-
HUs B TOYBE, XpaHEHME 3amacHbIX BellecTB. IToMMMO 3TOro, oHa BCTymHaeT B
MHOTOUYUCJICHHBIE B3aUMOIENCTBUS C KOPHSIMM IPYIMX PACTeHUM, TOYBEHHBIMU
MUKpOOpraHmamMamu 1 rpudamu. KopHeBasi cuctemMa — 3To AMHaAMUYHOE OOpa-
30BaHUE, KOTOPOE ITOIBEPXKEHO BIMSIHUIO (haKTOPOB OKpyxKalolleil cpembl (6-8).
CrnocoOHOCTh KOpHS K afanTalysM B OTBET Ha U3MEHEHUE BIAXKHOCTU U KOJU-
YyecTBa MUTATEIbHBIX BEIIECTB B MOYBE ITO3BOJISIET U3ydYaTh MPUPOIHYIO ILIACTHY-
HOCTb KOPHS IJIS1 BbISICHEHUSI T€X €ro 0COOEHHOCTEl, KOTOPbIE MOTYT IOBLICUTh
ypoxaitHocTh (9-11). MHTepec TakKe NpeACTaBIsIeT M3ydeHUE MOJEKYJISIPHBIX
MEXaHM3MOB, KOTOpbIE YIPABJISIOT apXUTEKTYpOil KOPHEBOM CUCTEMBI Y CEIbCKO-
XO3SIMCTBEHHBIX KYIbTyp (5). CTpaTeruu McciaeqoBaHUSI pa3BUTUSI KOPHEBOM CH-
CTeMbl BKJIIOYAIOT METOAbI MPSIMOMA U OOpaTHON TeHETUKM, WCIOJIb30BaHUE MY-
TaHTOB Arabidopsis thaliana, Medicago truncatula v Brachypodium distachyon, a
Takke UACHTU(MUKALIMIO JIOKYCOB KOJMUYECTBEHHBIX MPU3HAKOB, OIpPEIEsSIOIIMX
(EeHOTUITNYECKYI0 U3MEHUYMBOCTh KOpHS B monyisiusx (12, 13).

B HacTosiiieM 00630pe M3JI0XKEHbI COBPEMEHHbBIE TMPEeICTaBICHUs O MOJe-
KYJSIPHO-TEHETUUECKMX MeXaHW3MaX M KJIIOYEBBIX T€HaX, BOBJCUEHHBIX B Camble
paHHYE 3Tanbl MHULMALMK HPUMOPAMST OOKOBOTO KOpHs. MBI BIEpBBIC IIpei-
CTaBJIsSIEM CpaBHUTEJIbHbIE JaHHBIE O TOPMOHAJIbHBIX MEXaHM3Max WHMIIMALUKU
OOKOBOIO KOpHSI B Pa3JIMUHBIX KOPHEBBIX 30HaXx. Ocoboe BHUMaHME YIeasieTcs
9BOJIIOLIMOHHBIM MEXaHU3MaM OIpeaeeHrs] MecTa MHULIMAUY OOKOBOIO KOPHSI.

KneTouHble OCHOBBI MeXaHM3Ma MHMUIHMALMKU OOKOBOTO KOp-
Hs. KopHeBas cucteMa COCTOUT M3 IJIaBHOTO KOpPHSI MU OOKOBBIX KOpHel pas-
HBIX MOPSIKOB. Y OOJBIIMHCTBA BUIOB LIBETKOBBIX PACTeHUI (IBYHOJbHBIX U
OIHOMAOJbHBIX) OOKOBbIE KOPHM 3aKJIaIbIBalOTCSl SHAOTEHHO B IMEPULIMKIE U
BBIXOASIT Ha MOBEPXHOCTb 3HAUMTEJBHO BbILIE 30HbI PACTSKEHUsT MAaTePUHCKOIO
KopHs (14, 15). B anukanbHOI MepucTeMe KOPHS MHULIMAJIbHbBIE KJIETKU IIPOJIM-
depupyior, OTaesIsI CECTPUHCKME KJIETKU, KOTOPblEe MOCTOSIHHO OTOABUIAIOTCS OT
KOHYMKa KOPHS (BO3pacTHasi OpraHu3alus KJIETOK BIOJb OCU KOPHS), IePEXOIsT
U3 alMKaJIbHOM MEPUCTeMbl B 30HY pacTsDKEHUsI, JOCTUIrasi KOHEYHOIo pa3mMepa,
U OpuoOpeTaloT (YHKIIMOHAIbHbIE OCOOEHHOCTU CBOEro TUIa B 30HEe mudde-
penmanmu (16-18). M3yyenue myranToB lhw, wol u ivad y Arabidopsis Tioka3ao,
YTO TE€TEPOTeHHOCTh MEPULIMKIA M OPraHM3alusl MPOBOMSILIUX TKaHEH perysiu-
pYIOTCS OTHMM M TeM Xe KacKaJoM IFeHOB U JETePMUHUPYIOTCSI B MEpUCTEME Ha
paHHux 3Tanax pa3BuTus (19). IlepBble KieTOYHBIE COOBITUSI B MHULIMALIMUA 0O-
KOBOTO KOpPHSI, K KOTOPbIM OTHOCST MUIPALIMIO SIIEP ABYX COCEIHUX B PsAy Kie-
TOK MEepUIMKIAa U MOCeaylolllee HepaBHOE NeJieHUEe BTUX KIETOK, y Arabidopsis
JETEeKTUPYIOTCS HAa PACCTOSIHUM HECKOJbKMX MWLIMMETPOB OT KOHUMKA KOPHS
(20, 21). HecMoTpst Ha 3TO, Ipylna KIETOK MepPUIMKIA HAIIPOTUB KCUJIEMHOIO
rnoJjitoca, Koropas OyneT NMPpUMHUMATh yJyacThe B MHULIMALIMM, OIpPENeIIeTCs elle
B 0a3aJIbHOI YacTU alMKaJlbHOM MepucTeMbl KOpHS (22-24).

Ponp aykcuHa B peryasiliMyd HayajbHbIX 3TaloOB MHULIMALUU
OOKOBOTO KOPHS. AYKCUH UIpaeT BEAYIIYIO POJIb B KOHTPOJE pa3BUTHSI 0O-
KOBOro KopHs (25-28). CemeiicTBO O€JIKOB-peNpeccOpOB ayKCMHOBOTO CHUTHA-
nuHra Aux/IAA nogasisieT pa®OTy TPYIIIbl TPAHCKPUITLIMOHHBIX (pakTopoB ARF
(Auxin Response Factor) (29). Ilpu ¢usuonoruyecki HU3KOM COAEpKaHUM ayK-
cuHa Oenku Aux/IAA oOpasyloT AuUMEphl ¢ TPAaHCKPUILMOHHBIMU (haKTOpaMu
ARF, mpemorBpainass ux cBsa3biBaHue ¢ JIHK u TpaHcKpummuio ayKCHUH-4yB-
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CTBUTEJIbHBIX T€HOB. AYKCUH pEryaupyer MopgoreHeTu4eckue MpoLecChl yepes
OBICTPYI0 YOMKBUTHUH-OIIOCPEAOBAaHHYIO JAerpagauuio 0enkoB Aux/IAA. Tlpu ¢u-
3MOJIOTMYECKU BBICOKOM KOJMYECTBE OH CB3bIBACTCS C pelenTopHbIM F-0okc-
oenkoM TIR1 (Transport Inhibitor Response 1), KOTOpbiii BXOOAWT B OJUTOMEp-
Hblii komruieke SCFTIRL ¢ youkBuTUH-1Mra3Hoil aktuBHOCTHIO (30), 4TO IIPUBO-
JIUT K TIPOTEOTUTUYECKOM merpamaimn Aux/IAA B 26S-tipoteacoMe M BHICBOOOX-
JIeHUI0 TpaHCKpUNUMOHHbBIX (pakTopoB ARF (31). ¥V Arabidopsis 6enku Aux/IAA
u ARF xomupyiorcsi oOIIMPHBIMU TeHHBIMU ceMeiicTBaMK. PocToBbIe TpoliecChl
peryavpylorcsl yepes crneuu@uyeckoe B3aUMOACHCTBUE MEXIY COIMPSLKEHHO CUH-
tesupytoumucs oenkaMu ARF u Aux/IAA (32).

Haubonee BaXHBIM B U3yuyeHUM MopdoreHe3a KOPHEBOIl CUCTEMBI OCTa-
eTcs BOIIPOC O TOM, KaKOW FeHEeTUYeCKWii (haKTop WIM TpyIa OnpeAesisaioT Mpo-
rpaMMy pasBUTHUS KjeToK-ocHoBaTeabHUIL (founder cells) G0KOBOro KOpHS U pe-
TYJMPYIOT TPOCTPAHCTBEHHOE paclipefieieHue MPUMOPAUEB BAOJIb €TI0 MPOAOJb-
Hoit ocu. 1. De Smet ¢ coaBT. (23) mokasajiid, YTO KJIETOUYHBbI OTBET Ha ayKCUH
OCLIWJUIMpYeT B 0a3ajbHOM YacTM MEPUCTeMbl KOPHSI ¢ MHTepBaJaMu B 15 u,
YTO OTpaxaloT MUKW aKTMBHOCTU ayKCUH-YYyBCTBUTEJIbHOIO mnpomoropa DRS.
CyuTaeTcsl, YTO MMEHHO 3Ta OCUMJUISILIMS CIOYXKUT MEXaHU3MOM, ONpeaessiio-
LLIUM pa3MEeTKy MHULMAIBHBIX KJIETOK MPUMOPIUsSI 60KOBOro KopHs (33).

IFeneTnyeckue MUIIEHU A7 ayKCHUHOB. TpaHCKPUIIIIMOH-
Hblii (pakTop GATA23 — ogHa u3 MuiueHeil onocpenoBaHHoro ARF neiictBust
ayKCUMHOB B KJIETKaX-OCHOBATeJIbHUIIAX OOKOBOTO KOpHS y Arabidopsis (34-36).
GATA23 otHocutcs k B-knaccy GATA 6enkoB U XapakTepusyeTcsl AereHepu-
poBaHHBIM AoMeHOM LLM (neiuuH-neiuuH-MeTuoHuH). I'en GATA23 cneum-
¢uyeH st Brassicaceae, ero OPTOJIOTU IO CUX MOp HE OOHApYXEHBI B APYTUX
cemeiictBax (37, 38). GATAZ23, BbIIBIIeHHbIII B CBI3M C MHULMALMENH OOKOBOIO
KOpHs MpU MeTaaHaJIM3e TPAHCKPUITOMHBIX 0a3 HaHHBIX y Arabidopsis, —
HauboJiee paHHWN WHIWKATOp pa3BUTUS O0KoBoro KopHs (36, 39). GATA23
9KCIPECCUPYETCS BO BCEX KIIETKaxX MEpULIMKIIA B KOHIIE 30HBI PAacTSKeHUS, a B
MEePULIMKIMYECKUX KJIETKAaX-OCHOBATEIbHUILIAX — Tieped WX TEepBbIM acUMMET-
PMYHBIM JIeJIeHUEM, UHULIMUPYIOLIMM 00KoBO# KopeHb. ¥ RNAI pacteHuii ¢ no-
nIaBneHueM skcrpeccun GATA23 yMeHBIIAeTCs YUCIO0 NPUMOPAUEB OOKOBOTO
KOpHSI (KaK BBILLIEAIIMX U3 MAaTEPUHCKOIO KOPHs, TaK M OCTAHOBUBILIMXCS B pa3-
BUTUU Ha Oojiee paHHuUX cTamusix). [loBeieHHas skcnpeccust GATA23 npuBOIUT
K YBEJMYEHHUIO YacCTOThbl OOpa30BaHMSI SKTOMMUYECKUX MPUMOPIUEB M IIpealle-
CTBYIOILIEMY YBEJIMYECHUIO YKCJIa KJIETOK-OCHOBATeJIbHUI OOKOBOIO KOPHSI.

B pesynbrare usydyeHus mociaeaoBaTeIbHbIX BpEMEHHBIX TOUEK 3KCIIPecCUu
ayKCUH-YYBCTBUTEIbHBIX KOHCTPYKLUiA pDRS5:GUS n pGATA23::GUS B KOpPHSIX
Arabidopsis Obl1a ycTaHOBIEHA B3aUMOCBSI3b MexXAy 3Kcrpeccueit GATA23 n Kie-
TOYHBIM OTBETOM Ha 3K30TeHHYIO 00paboTKy aykcrHOM (36). B 6a3aibHOI yacTn
MEpUCTEMbI OCLUMJUIMPYIOIINE MUKU aKTUBHOCTU pDRS5::GUS B KieTkax MpOTOK-
CUJIeMbl U COITYTCTByIOLIAs JoKajibHast skcrpeccust pGATA23::GUS B xneTkax
MepULIMKIIA KCUJIEMHOTO ToJIoca HauMHaloTcsl yepe3 10 U mociie muka KJIeTOYHO-
ro OTBETa Ha ayKCUH, YTO MPUMEPHO PAaBHO UTUTEJIbHOCTM MMUTOTUYECKOTO IIMK-
na. CnenmoBarenbHo, aKkcrnpeccust pGATA23::GUS 3zaBucutr ot TIRI1-omocpeno-
BAHHOTIO MYTU Iepenayr ayKCMHOBOIO CHMTrHasa B 0a3aJbHOM YacTU MEPUCTEMBI.

Wzyuenue skcnpeccun GATA23 y MyTtaHTOB aux/iaa Arabidopsis mokaza-
JIO, UTO M OTHOCHUTEJIbHAsI CTEINEHb 3KCIPECCUU, U aKTMBHOCTb MPOMOTOpA reHa
GATAZ23 6bIM CHUXKEHBI TOJILKO Y MyTaHTa CO CBepXd3KcIpeccuelt reHa iaal§- 1.
Y MyrtaHTOB iga2§-1 yucio npuMopaueB OOKOBBIX KOPHE YMEHbIIANIOCh, CIeI0-
BaTeIbHO, 3KcIpeccus: reHa IAA28 cBia3aHa ¢ MexaHU3MOM (POpMMPOBAHMST KOM-
MeTEeHIIMM KJIETOK IMepULIMKIA K 00pa3oBaHUI0 OOKOBOIO KOPHS. DKTOIMMYECcKast
akcnpeccuss GATA23 B kieTKax NEpULMKIA KCUIEMHOTO Iojoca y iaal8-1
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npuBoaUT K deHokonuu aukoro tuna (34). To ectb 6en0ok GATA23 Kak KOM-
noHeHT curHanbHOM cuctembl TIR1—IAA28 paboraer mocie IAA28. Takxke 06-
HapyxeH psanx ARF ¢akropoB (ARF5, ARF6, ARF7, ARF8 u ARF19), B3aumo-
nercTByolMX ¢ 6enkoM IAA28 v cuHTe3upyloIIMXCcs B 0a3aJbHONM YacTU MepH-
creMbl. Okcrpeccusi GATA23 MONHOCTBIO OTCYTCTBOBala Yy JBOMHBIX MYTAHTOB
arf7arf19, uyto ykasbiBaeT Ha ydyactue ARF7 u ARF19 B aktuBauumn GATA23 n
WHULMAIMKU O0KOBOTrO KOpHs. Tak ObUT BBISIBJICH MEPBbI MOJEKYJISIPHbIA KOM-
MOHEHT CIelUMUKALIMU KIETKU TMEepULIMKIIA, YCTaHABIMBAIOIIMI KOMIIETEHIINIO
KJIeTOK MepMIMKIa B 0a3ajJbHON YacTh MEPUCTEMbl K YYacTHMIO B MHULIMALIM
0oKoBOro KopHsl. Dkcnpeccust reHa GATA23 cuntaercss Hanbojee paHHUM COObI-
TUEM, CBSI3aHHBIM C MHULMALMEN mpuMopausi 00KOBOro KopHsi. GATA23 KoH-
TPOJIMPYET HayaJbHBIA 3Tan creuu@uKauud KIeTOK-OCHOBATEeJIbHULL OOKOBOIO
KOpHSI, XOTSl €ro 9KCHpeccHusl M He JIOKaJIM30BaHa ToJabKo B HMX. [Ipencramiser
WHTEepeC MeXaHU3M, ITOCPEICTBOM KOTOPOTO OCLMJUISIIMS MaKCHUMyMOB KOHIIEH-
Tpaluu aykKcuHa U skcrpeccusi GATA23 TOYHO yCTaHABIMBAIOTCSI U COOTHOCSITCS
B MepucrteMe u 30He pactskeHust (15). HeoOxoguma maeHTU(UKALIMS TTO3ULIN-
OHHBIX CHUTHAJIOB, Ojaromapsl KOTOPbIM MPOUCXOAUT CrielU(UKALIUSI KIETOK Iie-
pMIIMKIa U (hOpMUPYETCsS KOMIIETEHLINSI K 00pa30BaHUI0 OOKOBOIO KOPHSI.

Taxke nmokazaHo, yTo MHHoauaykcycHast kuciaora (MYK), obpasyromas-
csl B KOPHEBOM 4eXJIMKe W3 MHAOJ-3-MachsHoil kuciotel (MMK), Momynupyet
aMIIMTyay ocuuuisinuu KoHueHtpaimuu MYK B mepucteme kopHsa (40, 41). Dra
OCLMJUISILIMSI, B CBOIO OYepelb, Oompeaesser, OyaeT JIM co3maHa 30Ha KOMIIETEHT-
HOCTU JiJ11 oOpa3oBaHUsI OOKOBOrO KOpHSI (Tak Ha3biBaeMblii prebranch site) (42).
WUccnenoBanust TpaHckpuntoma Arabidopsis MO3BOAMIN WASHTUOULIMPOBATh HO-
BoIil, peryaupyeMblii UMK xommoHeHT pasmetku KopHsi — MEMBRANE-
ASSOCIATED KINASE REGULATOR4 (MAKR4) (41). On npespailaeT
KOMIIETEHTHbIE KJIETKW B MHUIIMAJbHbIE KIETKM OYAyllero mpuMopaus O0KOBO-
ro kopHs. [lo MHEeHUIO aBTOPOB, MPOCTPAHCTBEHHO-BPEMEHHas pa3MeTKa Kop-
Hs ompeneisiercs npespaieHrneM MMK B MYK B dexiuke U MOCIEAYIOLINM
3anyckoM akcrnpeccuun MAKR4 (41). Kpome Toro, AtMYB93 u3 noacemeiictsa
R2R3 MYB (MYELOBLASTOSIS), skcnpeccusi KOTOpOro MHAYLUPYETCS 3K-
30T€HHbIM ayKCMHOM B 0a3ajbHON MepUCTeMe, MOXET ObITh MOTEHLIUAIBHO BO-
BJIeYeH B (popMUPOBAaHUE OCLMJUISILUM SHIOTEHHOTO ayKCMHa U creuudpuxka-
LIMI0 MHULUAJIBHBIX KJIETOK Ipumopaust (43). DTu ucciemoBaHUsT MO3BOJIUIIN
MPeIIOKUTh KOHIUEIMIMI0 prebranch sites, MosiBaeHME KOTOPBIX PETYIMpYeTCs
LIMKJIMYECKUM aroIlTO30M KJIETOK YeXJIuKa KOpHS (44).

KoHTponb BO300OHOBJEHUS KJIETOYHOTO IMKJA. ACUMMETPUY-
HbIe IeJeHMST KJIETOK NMEePUIIMKIIa, KOTOphle B OyaylleM AaayT Hayajlo MpUMOp-
N0 OOKOBOTO KOPHSI, KOHTPOJIUPYIOTCS aKTUBHOCTBIO KJIETOYHOro LMKIA (45-
50). Y Arabidopsis n apyrux LIBETKOBBIX, Y KOTOPBIX MPUMOPAUU OOpPa3ylOTCs
BbIILIE 30HBI PACTSDKEHMS, ISl peaau3aldy MporpaMMbl MHULIMALMK OOKOBOTO
KOpPHSI HEOOXOIUMO, YTOOBI B KOHIIE MEPUCTEMBI KJIETKU MEePULIMKIIA BBIIUIM U3
KjeTouyHOoro nukia B ¢dasze Gy (46, 51, 52). OmHako Tepen aCMMMETPUYHBIM
JeJIEeHUEM OHM JOJDKHBI OBITh TOTOBBI K BO30OHOBJIEHHUIO Mpojudepaunun (51,
53). IlpennonaraeTcsi, 4YTo IJIsI OMpeaesieHrus] CIIOCOOHOCTU KJIETOK MepULIMKIa
K TpogoxeHuto nponudepaunu BaxeH reH ABERRANT LATERAL ROOT
FORMATION 4 (ALF4), xogupyolluii MaJou3y4yeHHBI OeJIOK C SIepHOoil J10-
Kanuzauueit (47). Y MyTaHToB alf4 HapylieHa MHULMAUsS 60KOBOro KopHs (27,
45, 47). ®ynkunonaiabHas poiib ALF4 ocraerca Bce ele ci1abo M3ydeHHON. Y
MYTAHTOB alf4 Takxke HapylleHO oOpa3oBaHue KauaycoB (54). BepositHo, ALF4
HeoOXoauM Jid obecrieueHUs] KOMIIETEHIMM KJIETOK TMepUIIMKIa K BO30OHORJE-
HUIO mpoaudepaluy MpU 3aKiIaake OOKOBOTO KOPHS BBIIIE 30HBI PACTSDKEHUS.
Hannuue npomykTa 3TOro reHa ITO3BOJISIET KJIETKAM HaXOOUTHCS B COCTOSIHUU
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BPEMEHHOTO TOKOsI Tiepe MepBbIM AeJeHUEeM, MHULIMHPYIOLIUM TIpUMOpauii 60-
KOBOTO KOPHSI.

Ilepexon yacTu KJIE€TOK MEPULIMKIA HA KCUJIEMHOM IIOJIIOCE BBILLIE 30HBI
pactsokeHust u3 cragud G B ctaguio S (BO300HOBIEHUE Tpoandepalii) U Ux
rnocjenyollee AeJeHUe CTUMYJIUPYIOTCS ayKCMHOM. OTU KJIETKU BO30OHOBJISIOT
MUTOTMYECKMI 1IMKJI, TOJIbKO TOCTUTHYB 30HY MHUIIMALIMKM OOKOBBIX KOpHe#t (51,
55). BeposiTHee Bcero, reHbI-TIEpeKIoYaTeIM, aKTMBHUPYIOIIME MUTOTHYECKUI
LIMKJI, HE CITIOCOOHBI 3aIyCTUTbh IpOliecC 3aKIaaKud OOKOBOro KopHs Oe3 AOIoji-
HUTEIBLHON CTUMYJISILIMM ayKCUHOM (48).

SKP2A (S-Phase Kinase-Associated Protein 2A) — F-box-06enok Arabi-
dopsis, KOTOPBIA peryiupyer MpOTEOJU3 TPAHCKPUIILIMOHHBIX (haKTOPOB, BIIUSI-
IOIIMX HA MUTOTMYECKMI LIUMKJI. AYKCUH aKTUBUPYET YOMKBUTUH-3aBHCUMYIO
nerpagauuto 6enka SKP2A, Hanpsimylo cBsa3biBasch ¢ HUM. SKP2A ctumynupy-
et aerpanauvio E2FC/DPB u uHayuupyer nposvdepaluio KIeTOK MEpUCTEMbI
kopHs1. Takxke aykcuH ycunuBaeT B3aumopneiictBue mexnay SKP2A u DPB. To
ectb SKP2A — 3TO ayKCHUH-CBS3bIBAIOLIUI OEJIOK, KOTOPbIi COIJIACOBBLIBAET
Iepeaayy ayKCMHOBOTO CUTHAJIA ¢ Ipojrdepalyeil KieTok (56).

TpanckpunuuoHHblil ¢dakTop E2F cTumynupyer mepexonm K acHMMeET-
PMYHBIM KJIETOUYHBIM JEJEHMSIM B MpOliecce MHMUIMALMU OOKOBOro KOopHs (49,
57). Dkcnpeccust E2Fa perynupyercsl IMMEpOM TPAHCKPUILIMOHHBIX (aKTOpOB
LBD18/LBD33, KoTOphlii, B CBOIO Ouepelb, aCCOLMUPOBAH C Iepemayeil ayk-
cuHoBoro curHana (57). LBD18/LBD33 cnyXuT cBSI3ylOlLIMM 3BEHOM JJIsl 00pa-
30BaHUsI OOKOBOIO KOpPHsS ITOCPEICTBOM aKTWUBallMU TpaHcKpunuuu FE2Fa. 3a-
nyck TpaHckpunuuu FE2Fa ¢ nmomoliupio ¢akropoB LBD — o6umit MexaHusm
ayKCUH-3aBUCUMOI aKTMBallMM MUTOTUYECKOTro Lukiaa (57).

®opMUpoBaHUEe Y KIETOK MEPUIIMKIA B 0a3ajlbHOIl 4aCTU MEPUCTEMBI
KOMIETeHLIMU K MHUIIMALMM OOKOBOTrO KOpHs (prebranch sites) mpoucxoaut, mo
MHEHHUIO HEKOTOPBIX aBTOpPOB, 3a CYeT O00pa30oBaHUs JOKAJIbHOIO MaKCHUMyMa
ayKCHUHa B IpUJIEXAIIMX KJIETKAaX MPOTOKCUIIEMEI (23). DTO OIOKMpPYET Mepexo
K S-¢aze B KiIeTKax nepuuukia. Takue KJIETKM MOKMIAT MepucreMy B Gi-
¢aze U B KOHILIE 30HbBI PACTSKEHUST CIIOCOOHBI BO3OOHOBUTh ABMXKEHUE IO LIMK-
Jly, TPUBOASILEE K IBYM CHUHXPOHHBIM NEICHUSIM, UHULMUPYIOIIUM OOKOBOM
kopeHb (51). B panbHeiilieM CIOCOOHOCTb KJIETOK MEPULIMKIA BO30OHOBUTH
npoaudepauuio onpeaenserca npu ydyactun nukiamHa D-tuma CYCD4;1 (58).
CHmxeHue skcrpeccun CYCD4;1 B mepulukiie IOJ BIUSHUEM JIOKAJBHOTO
MaKCMMyMa ayKCHMHa B 0a3aJlbHOM 4acTM MEPUCTEMbl MPUBOAUT K OCTaHOBKE
npoaudepalud HeKOTOPHIX KieTok mnepuuukia B Gy (nmepen cuHresoM JIHK)
(59). Ilpu obpazoBaHMU TPUMOPAUEB OOKOBOIO KOPHS BbILIE 30HbI PACTSIKe-
HUs BO30OHOBJEHME TMPOABUXKEHMS KJIETOK IMEepMIMKIa Mo S-¢ase COMpoBOX-
naetcs (OpMUpPOBAHMEM HOBOIO JIOKAJIBHOTO MakKCMMyMma ayKCHMHa 3a CYeT ero
TpaHcropTa u3 3HHoAepMbI (60). DTO MO3BONSET MPOJOIKUATE MPOIUdepaIiio
KJIeTOK M c(hpopMUpOBaTh MO3AHEE OCh NpuMoOpaus. TakKuM 00pa3oM, CUHXPOH-
Has mpeapasMeTka (priming) ABYX NpUJIEXAIMX B Psay KIETOK MEPULIMKIIA
omnpeaessieT TOUKy MHULIMALIKUU O0KOBOro KopHs. Ilo HaleMy MHEHUIO, UMEH-
HO OIHOBPEMEHHOE BO30OHOBJIEHME MpoJjudepalru MOCPEACTBOM Iepexoaa U3
G B S B 9TUX KJIETKaX M KJIETKax JABYX COCEIHUX PSIOB IMEpPULIMKIA OOYCIOB-
JIMBaeT TOYHOE MECTO MHULIMALMU (DOPMUPOBAHNSI OOKOBOIO KOPHSI.

Posnb K1€TOYHOTO OKpYXEeHHUS NMPU MHULIMALUU OGOKOBOTO
KopHs. B mocienHee Bpems B JUTepaType LIMPOKO OOCYXKIAETCs peryysiTopHast
pOJIb KJIETOYHOIO OKPYXXEHMS TMEepUIIMKIa B 30HE MHULIMALKUU OOKOBOTO KOPHS
(60-64). Uzyuena (pyHKIMS MeXaHMYECKUX B3aUMOIEMCTBUI MEXIY KIIETKaMM
MepULMKIa U 3HAOAEPMbI B IIPOLIECCe MHULIMALUMU M pa3BUTHSI OOKOBOIO KOPHSI
(64). IlokazaHo, YTO elle OO IEPBOIO ICJICHUS, IMPUBOAIIICTO K €r0 MHUIIMA-
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LIMY, TIPOUCXOAIT POCT U yBeJIUYEHUE B 00beMe (BBIISIUYMBAHME) ABYX COCETHUX
KJIETOK MepULIMKIA U OJHOBPEMEHHOE YMEHbIIIEHME MPWIeTalolnX K HUM Kie-
TOK 3HpoAepMbl. [lanee aktuBupyercsi skcnpeccusi reHa GATA23 u npoxoaut
nepBoe HepaBHOE aHTUKJIMHaAbHOE AejieHue (28). AYKCMHOBBIN CUTHAJ U3 Kie-
TOK MEPMUMKIA IOLKeH OBbITh BOCHPHMHAT B KJETKax 3HAomepMbl. JIIs u3yye-
HUSI 3TOM CBSI3U ObLIa co3paHa nuHus Arabidopsis CASPIpro::shy2-2 co cneun-
¢dUUyecKNM TMOHaBleHHWEM OTBETa Ha ayKCUH B KJeTKax sHmomepMmbl (64). I'en
penpeccopa aykcuHoBoro orBeta — SHORT HYPOCOTYL 2 (SHY2) naxonun-
cs mon ympasieHueM npoMoTtopa reHa CASPI, 6enok KOTOpOro accouuupoBaH
¢ nmosickamu Kacmapu. ¥ pacrenuii, akcnipeccupymwoiux CASPIpro::shy2-2, pas-
BUTHE OOKOBBIX KOpHEl OJOKMPOBAIOCH A0 MEPBOr0 aCUMMETPUYHOIO MEJCHMSI.
IIpu 00paboTKe TaKuX paCTeHUIl SK30TeHHBIM ayKCUHOM (HATUIIYKCYCHOM
KHCJIOTO) MHAYLUUPOBAJIOCH Pa3BUTHME HEOOJIBLIOIO 4ucja OOKOBBIX KOpPHEH,
HO MPUMOPIUMU HE BBIXOIWJIM Ha MOBEPXHOCTb KOPHS M ObLIU IJIOCKMMH, YTO
yKa3blBaeT Ha HEOOXOAMMOCTb OTBeTa Ha ayKCHMH B KJIETKaX 3HIOAEPMbI IS
BBICBOOOXKIEHUsI OOKOBOro KOpPHs. JleHCTBUTENbHO, KJIETKU SHAOJAEPMBI Y pac-
teHuit CASPlIpro::shy2-2 ocraBaniuch OObEMHBIMU, XOTSI B HOPME OHU YMEHb-
LIAI0OTCS M Jal0T BO3MOXHOCTh PAacTH pPa3BUBAIOIIEMYCsI OOKOBOMY KOPHIO.

IIpu paspylieHUM KJIETOK HAOAEPMBI Jla3epOM BO30OHOBISLIACH MPO-
Judepalvs B MEpULIMKIE, OMHAKO IUIaH IeJeHUN MEHSJICS C aHTUKJIMHAJIBHOTO
Ha MepUKIUHAIbHBINA, M IporpaMMa pa3BUTHSI NPUMOPAUS OOKOBOTO KOPHSI He
3amyckayiach (63). Bo3o6GHoOBIeHMe mpoidepallii B KJIETKaX MEPULIMKIIA TTPO-
KWCXOIUJIO BHE 3aBUCUMOCTM OT HMX IMOJIOXKEHMS Ha IPOAOJBLHONW OCH KOPHSI.
PaspylilieHre Ki1eToK KCUJIeMBbI, KOPbl U PU30IEePMbl HE BJIMSIO HA BO30OHOBIIE-
Hue JejeHuil B rnepunuykie. [1o MHEHUIO aBTOPOB, BCE KJIETKU IEpPUIIMKIA Y
Arabidopsis NoTeHLIMAbHO CIIOCOOHBI K BO30OHOBJICHUIO Mpoaudepauu, ogHa-
KO IIpWJieTaloliye KJIeTKU 3HIOIePMbl OJ0KMpYIOT 3TOT mepexon (63). KocseH-
HO 3TO TOATBEPKAAETCS CIIOCOOHOCTBIO KOpHeil Arabidopsis, a Takxke APYrux
npenacraButeneil Brassicaceae hopMUpPOBaTb MHOXECTBEHHbIE OOKOBbIE KOPHU
pu 00paboTKe ayKCMHAMK B BHICOKMX (10 90 MKM) KoHLeHTpamusax (65, 66).

Y MmytaHTOB Arabidopsis yucca ¢ TOBBILIEHHBIM OMOCHHTE30M ayKCHMHA
(67, 68) paspylueHHe SHIOAECPMBI He IIPUBOAMIO K CMEHE IUIaHa IeJICHU Kle-
TOK IIepULIMKJIA ¢ aHTUKJIMHAJIbHBIX Ha NEepUKIMHAJIbHEIE (63). Y MyTaHTOB IIO
nepenaye ayKCMHOBOTo curHania tirl/afb2/afb3 (transport inhibitor1/auxin signaling
f-box2/afb3) wn sir/iaal4 (solitary root/indole-3-acetic acidl4) ¢ MHOXeCTBEHHBI-
MM HapyLIEHUSMU PA3BUTUS KOPHS MpPHU pa3pylIeHUU SHAOAEPMbI KIETKHU Tie-
PMIMKIIA MEHSUIM TUIaH IeJIeHUsI Ha MepUKIMHAIbHBINA, KaK U B KOPHSX OUKO-
ro tumna. OgHako mpu oOpabOTKe 3K30I€HHBIM ayKCMHOM KOpHEH MyTaHTa
tirl/afb2/afb3 uncno nepeopueHTaAUU AeNeHU cHIKaloch. O0OpaboTKa KOpHEH
JIUKOrOo THUMAa C pa3pylleHHON »sHAomepMoil HapTWI(PTAIaMOBONM KHUCIOTOMN
(61okaTOp TpaHCIOpPTa ayKCMHA) He BIMSIA HAa CMEHY IUIaHa JEJIEHUN KJIeTOK
nepuuukia. I[Ipu paspylieHMH 3HAOAEPMbBI OHU CTAaHOBWJIMCH TMEPUKIMHAIb-
HBIMU, KaK U y KOHTPOJIbHBIX pacTeHuil. Bo3aMoXxHO, cMeHa IiaHa AejeHui
KJIETOK TepUIIMKIa 3aBUCUT OT COXpaHEHMsI MYyTU Iepenayd ayKCUHOBOIO CUT-
HaJjla, HO He OT TpaHCIopTa aykcuHa (63).

JlokanbHOE MOBBILIEHWE COAEPXKAaHWSI ayKCMHA B IPYINe KJIETOK Mepu-
LIMKJIa HEe TOJBbKO (hOpMUPYET B HUX KOMIETEHIIMIO K MHULIMALIMKM OOKOBOIO KOp-
HsI, HO M 3aIlyCKaeT OTBET Ha ayKCHH B IIPWICTAIOIIMX KJIeTKax sHmomepMbl (60).
B mocnegHux MpoOMCXOOUT KpaTKOBpeMEHHasl 3KCIpeccHsl reHa TpaHcrhopTepa
aykcuHa PIN3, u cuHTe3upyeMblii Oe/IOK JIOKAAU3yeTcsl Ha MeMOpaHe KIIETKU SH-
JIOEePMbl, KOHTAaKTUPYIOILLEH C KIETKON MepulMKiIa. DTo obecreuyrBaeT OTTOK
ayKCUHA U3 KJIETOK SHA0AEPMbI B KJIETKM MEepPULIMKIA. YPOBeHb aKcrpeccun PIN3
B BHIOAEPME HAUMHAET CHUXKATHCS yepe3 15 U mociie MepBOro MHUILIMMPYIOLIETO
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neeHus, a ellle yepe3 2 4 0e0K MOJHOCThIO Mcue3aeT. Y MyTaHTa pin3 HabGmona-
JIOCh YBEJMYEHVE KOJMYECTBA KJIETOK MEepULIMKIA ¢ MaKCMMyMOM ayKCuMHa M
CHWXXEHVE 4YMCJa TMEepBbIX aCUMMETPUYHBIX AeneHuil. Myrtauus mo reHy PIN3
HapyllaeT Mepexol KJIETOK-OCHOBATEJbHUILL K ACJEHUSIM, WHULMUPYIOIIUM TIPU-
Mopnuii. CienoBaTenbHO, 3a cueT PIN3-omocpenoBaHHOIO OTTOKA ayKCMHA W3
SHIOIEPMbI CHOBA MOBBIIIAETCS KOJIMYECTBO 3TOrO TOPMOHA B KJIeTKaX MEePULIMK-
J1a, 4YTO CTUMYJMPYET MX K MepeXoay K MepBOMYy aCUMMETPUYHOMY AEJCHUIO.

MexaHu3M oIlpeaesieHUs pazMepa U GopMbl ONpuMopaus 60-
KOBOTO KOpHs. YKClIo KIETOK, MPUHUMAIOIIMX YYacTHe B AEJICHUSIX, KOTOpbIe
3aJal0T JUaMeTp MPUMOPAUS, OTPAaHMYEHO pelenTop-noaodbHoi kuHazoin ACR4
(69). O6beM IpUMOpPIMS CO3AETCS 3a CUET NMEPUKIMHAIBHBIX ACJCHUM, YBEIM-
YHBAIOLLIMX YUCIO cioeB. Ha aToMm atame obpa3oBaHue MPaBUJIBHOMN KYIOJI000-
pasHoil (hopMbI MPUMOPAUS PErYIMPYETCsl HECKOJIbKMMU MeXaHW3MaMH, B TOM
YyHpCclie Yepe3 HampaBlIeHHBI MOTOK aykcuHa (63). 'en MYB36 skcrnipeccupyert-
Csl B NEPUIIMKIEe B OCHOBAHMHM IMPUMOPAHUS, HAUMHAS C 5-U cTaguy pa3BUTUS
(70). INoxkazano, yto MYB36 HampsMyio y4acTBYeT B KOHTpOJIE€ TpaHWI ITpH-
MOpAUs, MOCKOJBbKY ¥ MyTaHTa myb36-5 yBeJMYeHO YUCIO KJIETOK IO ILIUPUHE
npumopausg. MYB36 HeoOXoaum IjIsT Tepexoja OT IIOCKOTO K KYIoJioobpas-
HoMmy npumopauio. Ilpu 3ToM ocTaHaBIMBAIOTCS KJIETOUYHbIC ACJICHUS Ha Mepu-
depun U ompenenseTcs KOHeYHasl IIMpuHa npumopausi. Dkcnpeccuss MYB36
Ha ypoBHe MPHK u Genka mpoucxoguT B HEKOTOPBIX KJIETKaX IEpULIMKIIA 6e3
rnepeJayu CHUrHajoB OKPYXKAIOIIMM KJIeTKaM 3HAOJAEPMbI, KaK 3TO ObUIO IOKa-
3aHo 11 SHY?2-omocpemoBaHHOTO oTBeTa Ha aykcuH (60, 64). Dxcnpeccus re-
HoB nepokcunasbl PER9 u PERG4, OTHOCSIIUXCSI K BTOPUYHBIM MHUIIEHSIM
MYB36, cunbHO cHIDKeHa y MyTaHTa myb36-5. BeposTHO, BCIEICTBHE 3TOTO Y
HEro IMOBBIIEHO CcoAepXaHWEe MEepPeKUCH BOAOPOAA, MOCKOJbKY IpU 00paboTKe
oaumoM Kajusl (MOIJIOTUTENb MEePEKUCH) Y MYTAaHTHBIX KOpPHE BOCCTaHaBIMBA-
JIOCh pa3BUTHE NpUMOpAueB. TakuM 00pa3oM, OKOHYaTeJbHbIN padmep U dopma
MPUMOPAMS 3aBUCAT OT CYMMBbI CUTHAJIOB, KOTOPbIE CTUMYJUPYIOT WJIM YTHETAIOT
npoaudepalunio ero KieTok. K aTMM cuUrHajllaM OTHOCSITCS aKTHMBHBIE (hOPMBI
KHCJI0pOaa, KOJMYECTBO KOTOPBIX OMOCPEIOBAHHO peryaupyercs reHom MYB36.

IIpencraBneHHble HaMU TaHHbIE MOKAa3bIBalIOT, YTO OCHOBHBIE I'€HETHUYE-
CKYi€ MPOLIECCHl OMpeneeHUs] KOMMETEHIIMM KJIETOK MEepULMKiIa M MHULIMALUU
npuMopausi 00KoBoro KopHsl Yy Arabidopsis nocrarouHo usydeHbl. OIHAKO €CThb
rpynmna pacTeHWi, Yy KOTOPBIX MHULMALMSI W DPa3BUTHUE NPUMOPAUEB OOKOBBIX
KOpPHEH MPOUCXOISAT HEMOCPEACTBEHHO B allMKaJbHOW MEpUCTeMe IIaBHOTO KOp-
Hs. Takoit TMN 3aKjankKu OOKOBBIX KOpHEH XapaKTepeH IJIsl BUAOB U3 CEMEICTB
Cucurbitaceae (TrikBeHnsie), (71-75), Polygonaceae (I'peuniinbie) (76), Convol-
vulaceae (BrioHkossie) (77), a TakKe HEKOTOPBIX BOAHBIX PAaCTEHUII U3 CEMEICTB
Pontederiaceae (Ilontenepuennie) (75, 78) u Araceae (Apounmnnie) (79). Kpome
TOrO, BCACACTBUE 3aKIaAKW TPYII MPUMOPAHUEB OOKOBBIX KOpPHEH B 3MOpHOre-
He3e Y 9TUX BUIOB MPOUCXOAUT paHHEe BETBJACHME IJITABHOTO KOPHSI MpU Ipopac-
tanun (72, 80). BricTpoe pa3BUTHE MOIIHONM KOPHEBOl CHUCTEMbI IIO3BOJISIET
YCHEIIHO KOHKYPUPOBATh C IPEACTABUTENISIMU IPYTMX BUIOB 3a IOYBEHHBIE pe-
cypchbl U HabupaThb 3HAYUTENbHYIO OuMomaccy. Perynsiiuss KopHeoOpa3oBaHUsS Yy
9TUX PACTEeHUN MpPaKTUYeCKU HE M3yuyeHa.

PesynbraThl, mojyyeHHble HaMW TMPU U3YUYEHUU KIIETOYHBIX U TOPMO-
HaJIbHBIX MEXaHU3MOB WMHMLMALIMA OOKOBOro KOpHsI y Kabauka (Cucurbita
pepo), OMHO3HAUHO CBMIETEJBLCTBYIOT, UYTO HayalbHbIe OTallbl JeTepMUHALUU
KJIETOK MEepULMKIA U 3HIONEPMBI, a TakKke HUX Iepexold K MepBOMY aHTUKIU-
HaJIbHOMY JIeJIEHUIO Y BUIOB U3 cemelictBa Cucurbitaceae WIEHTUYHBI C MpOILIEC-
camu y Arabidopsis i 1pyrux pacTeHUi, UHULIMUPYIOIIUX OOKOBOl KOpPEHb BbI-
e 30HbI pacTskeHus: (81). Tak, mepBbIM 3TanoM OeTepMUHALIMM CTAaHOBUTCS
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MOSIBJIEHUE JIOKAJIbHOTO MaKCUMyMa KJIETOYHOIO OTBeTa Ha ayKCMH B IMapax
CEeCTPUHCKHMX KJIETOK TpeX BHYTPEHHUX PSIOB NMEPULIMKIIA, ABYX PSAOB HapyX-
HOTO MEepULIMKIa, a Takxke psma sHmoaepMbl. s Arabidopsis mokazaHa omHO-
BpEeMEHHasl aKTUBALIMSI Map KJIETOK TpeX psIoB MEpULIMKIA HAa KCWJIEMHOM IO-
moce (55). Y kabauka MepBOMY aHTUKIMHAJIBHOMY JEJIEHUIO IIPEAlICCTBYET
¢dopMUpOBaHUE JIOKATBHOIO MaKCHMMyMa KJIETOUHOIO OTBeTa Ha ayKCHH B JIBYX
COCeOHUX B psady Kierkax. Y Arabidopsis n 31aK0B, KPOME TOTO, MPOUCXOIMT
HaTIpaBJIeHHOE IABIDKEHUE SIep 3TUX KJIETOK HaBcTpedy Apyr apyry (36, 73).

CrenoBatesibHO, TMEpPBbIC AENCHUS, UHUIMUPYIOIME OOKOBO KOpEHb,
BHE 3aBMCHMMOCTU OT MECTa €r0 MHHWIIMALIMU, — 3TO aHTUKIMHAJIbHBIC NeJeHUS
nmapbl CeCTpUHCKUX KJeToK. HekoTopoe ornuuue npenacraBurteneit Cucurbitaceae
COCTOUT B OTCYTCTBMU HEPABHBIX aHTUKJIMHAJIBHBIX ACJIEHUI U MUTpPALIUU SIIEp,
MOCKOJIbKY BCE MPOLIECChl MHULIMALMM MPOXOAST B MEPUCTEME KOPHSI M KJIETKHU
He pactsaruBatorcs. [lo HalIMM JaHHBIM, Y Kabauyka MpYM MHULMALMK OOKOBOTO
KOpPHSI B MEPUCTEME POIUTEILCKOTO HE MPOMCXOAUT BO30OHOBJIEHUSI MUTOTHUYE-
ckoro nukiaa u3 Gi-dasbl, Kak Impu (GOpMUPOBaHMU OOKOBOIO KOPHS BbIILIE 30-
Hbl pacTsekeHus (51, 53). B pesynbrate ogHOrO M3 aHTUKIMHAIBHBIX JEJICHUI B
psny nepuuMKia (Kak v A 9HA0AEPMbl) (DOPMUPYIOTCS ABE CECTPMHCKUE KIET-
KU-TIpealIeCcTBeHHUIIBI. X danbHeiilee NpoaBHXKeHUe M0 MUTOTUYECKOMY 1IMK-
ny G1—S—G2 Oyaer coOnmpoBOXIATLCS IOSBACHUEM JIOKAJIBHOTO MaKCUMyMa
ayKCHHA M 3aBEPLIMTCS TMEPBbIM aHTUKJIMHAIBHBIM AejieHueM. OHO U OyneT nep-
BbIM JIeJICHMEM B MHUILIMALWM MPUMOPINS OOKOBOIO KOPHSI.

Takum obGpazoM, MbI IpeanojiaraeéM, 4ro (U3MOJOTMYECKUe U MOJEKY-
JISIPHO-TEHETUYECKME MEXaHM3Mbl MHUIIMALIMKM OOKOBOTO KOPHSI B pa3JIMYHBIX
Ipynrax Ha3eMHBIX pacTeHUMN HMEIOT eauHoe IpoucxoxiaeHue. IIpenkoBbie
¢dopMbI BCeX LIBETKOBBIX MMEJIU 3HAOTEHHO (hOpMHUpYEMble 3a4aTKh OOKOBBIX
KOpHE#, a MECTO MHMIIMALMU OOKOBOI'O KOPHSI pacrioyiarajioch B HEMOCPEACTBEH-
HOIl OMM30CTM OT MHULIMAIBHBIX KJIETOK aIlMKalbHON MepucTeMmbl. B mpoiiecce
9BOJIIOLIMM TPOUCXOAWJIO TOCTENIEHHOE CMElleHHWEe MecTa MHUIMAlMU OOKOBOTO
KOpHSI OT KJIETOK amekca K 0a3ajJbHOM 4acTM: U3 MEPMCTEMbl POIUTEIHCKOIO
KOpHSI 3a Mpenesbl 30Hbl pacTsbkeHusl. OIMHAKO B HEKOTOPBIX CeMEHCTBaxX 1IBET-
KOBBIX PAaCTEHMI COXpaHWICS apXauMyHbIM THI MHMLMALMKM OOKOBOTO KOPHS —
HETIOCPENICTBEHHO B alMKajJIbHON 4YacTW MepucTeMbl poauTenbckoro. Ilpu mame-
HEHUM MecTa MHULMALIMU MPOMCXOINJIO TaKXKe YMEHBIIEHNUE POJIM OKPYKAIOIIHX
MEePULIMKII TKaHel B 00pa30BaHMU BPEMEHHBIX CTPYKTYP MTPUMOPINS.

HWtak, B uHcclefoBaHUSIX KJIETOYHBIX, MOJEKYISIPHO-TEHETUUYECKUX M
(GU3UOJOTMYECKHUX MEXaHM3MOB MHMUMALUMU U (HOPMHUPOBAHMS OOKOBBIX KOP-
Hell HAKOIUIeH OOILIMPHBIN (haKTUYeCKUil MaTepuasl, HO MHOTHE IMPOLIEeCChl, CO-
MPOBOXKAAIOLINE TOSIBJIEHME HOBOIO OpraHa Ha MaTepMHCKOM KOpHE, elle Tpe-
OyI0T u3ydyeHuss. Mbl 10 CHX MOp He 3HaeM, KaK KJIeTKM-TIPEIIIeCTBeHHUIIbI 00-
KOBOTO KOPHSI MOJIy4YaloT CUTHAI U YTO MPUBOAUT K OMPEACSICHUIO KOMITETEHTHO-
CTU KJIETKHU K JajibHelileMy o0pa3oBaH1I0 OOKOBOIO KOPHS UIMEHHO B 3TOM Me-
cre. MccnemoBaHusl peryisiTOPHBIX TEHHBIX ceTell ToJIbko HayaTbl. Ckopeiiliee
paspelleHre 3TUX BOIPOCOB ITO3BOJMUT MEPEUTH K CeleKLMU MO MpU3HaKaM,
OIpeACISIIOIIMM CIIOCOOHOCTh KOPHEBBIX CHCTEM JIy4lle agarnTUpOBaThbCsS K Me-
HSIIOIIMMCS YCIOBUSIM CpPebl, U, B KOHEUHOM UTOTe, MTOBBICUTH YPOXKANHOCTD.
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Abstract

The most important function of any plant root system is the supply of mineral nutrients.
The soil is a heterogeneous environment characterized by irregular distribution of nutrients. The
branching of the main root which leads to the formation of the root system is regulated by the neces-
sity of compensation for this unpredictable environment. Different types of root systems may reflect
different strategies of adaptation of vascular plants to land (L. Kutschera et al., 1997). In recent
years, a vast array of experimental data on this subject has been collected. Investigations were carried
out on the model plant Arabidopsis thaliana (J.G. Dubrovsky et al., 2001; B. Parizot et al., 2012;
J.G. Dubrovsky et al., 2017) as well as on a wide range of crops (cereals, crucifers, gourds, buck-
wheat etc.). The accumulated data allow the identification of economically important traits of root
systems that can be exploited to design breeding strategies to optimize root system function. This
review contains an analysis of the current data on cellular, molecular genetic and physiological
mechanisms of lateral root initiation and development. The phytohormone auxin performs multiple
functions during lateral root initiation (Y. Du et al., 2017). It participates in the earliest stages by
determining of competence for the first division by pericycle cells that leads to primordium for-
mation. Furthermore, auxin facilitates the emergence of the primordium from the parental root cor-
tex. Recent studies have shown that the formation of the lateral root begins with the oscillation of
auxin concentrations in the basal part of the parental root meristem and the formation of an auxin
response maximum in some cells of central cylinder (I. De Smet et al., 2007; K.H. ten Tusscher et
al., 2017). The next stage is the specification of founder cells in the pericycle and the subsequent
formation of the prebranch site (M.A. Moreno-Risueno et al., 2010). Questions ranging from the
mechanisms that determine which pericycle cells can become founder cells for lateral root primordia,
the mechanisms of regulation of cell proliferation, the positioning of lateral roots along the axis of
the parental root, and hormonal factors and their targets, all leading to the successive development
of lateral roots, are discussed in this review. Data on the role of auxin in this process and on the
mechanisms of auxin signal transduction in the course of lateral root initiation are provided. The key
factors involved in the determination of the competence of pericycle cells to initiate lateral root pri-
mordia are the transcription factor GATA23 (B. De Rybel et al., 2010) and the membrane-associated
kinase regulator MAKR4 (W. Xuan et al., 2015). Special attention is paid to the role of neighboring
cell layers in the control of the initial stages of cell proliferation in the pericycle that result in the
formation of a new organ. However, there are a number of families among flowering plants in which
the initiation and development of lateral root primordia occurs directly in the parental root meristem
(J.G. Dubrovsky, 1986, 1987; K.N. Demchenko et al., 2001; E.L. Ilina et al., 2012). For the first
time, data on the key role of auxin in lateral root primordia initiation in these species, in particular
in Cucurbitaceae, are presented in this review, and the mechanisms that open the opportunity for
early and rapid branching of the main root are discussed. Special attention is paid to evolutionary
mechanisms of branching site determination in flowering plants.

Keywords: auxin, cell proliferation, lateral root initiation, meristem, root branching, root
development, transcriptional factors.
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