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Paccmompena ungopmayus o cenemuueckoll pesyisyuu npoyecca OemepmMuHayuu
JIUCMOBOU MEPUCMEMbL U PO INUSCHEMUUECKO20 «3AMOIKAHUSY 2€HO8 8 NOO0ePIHCAHUU
0emepMUHUPOBAHHO20 — COCMOsiHUA — Kiemok — aucma. Tlokaszana — céi3b  Mencoy
DYHKYUOHUPOBAHUEM — 2€HO8,  OCYWECMBIAIWUX — DPA3HOHANPAGIEHHblE — NPOYECChl
no00epICanUsi HeOeMePMUHUPOBAHHO20  COCMOSAHUS  KIEMOK U OemepMUHUPYIOUUX
Mepucmemy IUCma, U CmpyKmypou 1ucmd.

Paspurne mobera — pe3ynsTar (QyHKIIMOHHPOBAHUS allMKaJIbHOH MEpPUCTEMBI mmodera
(AM), koTOpasi CIIY)KUT MCTOYHUKOM KIETOK sl ()OPMUPOBAHUSI JIATEPATIbHBIX JIMCTOBBIX
MepucteM. OOpa3zoBanrne W (YHKIHOHHPOBAHUE JIMCTOBBIX MEPHUCTEM KOHTPOJIHPYETCS
OOJBIINM YHCIIOM B3aHMMOJEHCTBYIOIIMX T€HOB, KOTOPHIC BKJIIOYAIOTCS HAa Pa3HbIX JTarax
MopdoreHesa JUCTa U OTBEYAIOT 32 pa3Hble CTAJUK €ro pa3BuTHi. B Hacrosuiee Bpems, B
NepByl0 ouepenb Ojarofaps HCCIEeNOBaHUAM Ha MOJIENBHBIX T'€HETHYECKHX OOBEKTaX,
noJy4eHa oOmmpHas HHGOPMaIHs O TEHETUUYECKOM KOHTPOJIE paHHUX 3TanoB Mopdorenesa
JIMcCta — PpasMCTKHU MCECTOIIOJIOKEHNUA JIMCTHEB, ACTCPMHUHAILIUN JINCTOBOM MEpUCTEMBI,
BEpXHEH M HIDKHEH CTOPOH Pa3BUBAIOLIETOCS JIMCTA. JTa MH(OPMALMs, pacCCMOTPEHHAs B
psine 0030pHBIX paboT [4; 22], mponaMBaeT CBET HA TE€ T'€HETHYECKHE MEXaHHU3MBI, KOTOPbIC
CBITPaJII OCHOBHYIO pOJIb B BO3HMKHOBEHHMH JIUCTa M JBOJIOLMH €ro MopdgoreHesa.
Tenomuast Teopus Mop(doreHesa JIHCTa HPEANONAraeT, YTO MaKpO(pHUUIbl BO3HUKAIH B
pe3ysbrare JACTePMUHALUMKN HEJICTEPMUHUPOBAHHBIX YYACTKOB TEJIOMOB, UX YIUIOLICHUS W
cpactanus [5]. ['eHbl, JICTEPMHUHUPYIOUIME KICTKH HPUMODPIHS JIMCTAa, & TAKKE TICHBI,
obecrieunBamIMe HX aJaKCHAIbHO-a0aKCHANBHYIO TMOJSPHOCT, IO CYTH SBIISIOTCS
MOTEHLUAIbHBIMU YYaCTHUKAMH JIBYX H3 MPEAINOJIaraeMbIX ATaloB paHHEW 3BOJIIOLHH
JIHCTA.

[TonsiTve neTepMHHALMM SIBISETCS OJHMM W3 OCHOBOIIOJIATAIOIIUX B OHOJIOTHH
pa3BUTUS ¥ 0003HAYAET MOCTEINIEHHOE OrPaHUUCHUE TOTEHIMH KJIETOK (KOMMHTHUPOBAHUE),
KOTOPOE SIBJISIETCS MPEIIECTBYIONINM 1 HEOOXOANMBIM 3TAIOM JUI MX AU PEepPeHIIUPOBKU —
npolrecca CrenualIn3aliy, IPUoOpeTeH s crenn(pUIeCcKUX CBOMCTB CTPYKTYPBI M (yHKIUH.
Ilepexon K JETePMHHUPOBAHHOMY COCTOSIHHIO CBSI3aH C  IIOJIy4E€HHEM KJIETKaMu
CHELHUaIbHBIX HHAYKTHBHBIX CUTHAJIOB (MJIM CHATHEM JAEHCTBUS JPYTHX CUTHAJIOB), KOTOPBIE
MOSBIIAIOTCS B PE3yJbTaTe AaKTHBAIMM OMNPEACICHHBIX TeHOB (WJIM WHAKTHUBAlMeH,
«3aMOJIKaHHEM» JIpyTuX). B maHHOi cTathe 0000IIEHBI pe3yIbTaThl H3yUSHUS] TCHETHYECKOH
U SMUTCHETHYECKOM PEryislyM Ipolecca AeTePMUHALUK JHCTOBOW MEPHCTEMBI, B TOM
Yrciie U NOoIy4YeHHbIe Ha Kadeape reHeTuku MI'Y.

T'enemuxa u snueenemuxa. Tepmun K. Yoauarrona, BBeieHHbIH B 40-X IT. MPOILIOTO
CTOJIETHS CHIELMAIILHO JJIsl 0003HAYEHUs TIpoliecca peali3alnuy reHeTHUeCKoi HHpopMauu
B MHJMBUIYaJLHOM pPa3BUTHH, JIOBOJILHO PEIKO HCIOJL30BAJICS TE€HETHKAMH B IMPOILIOM
BEKe, MOCKOJIbKY MEXaHHM3MBI 3TOTO SIBJICHHS OBUIM COBEPIICHHO HEe MOHSATHbIMH. CeromHs,
Omaromapsi CEpbe3HBIM JIOCTHKCHHSAM B WCCICIOBAHUW MOJICKYJIIPHBIX MEXaHU3MOB
PETYISAIUK JEHCTBHUSI TEHOB, TEPMHH «3IUTCHETHKA» OOpeNl HOBYIO >Ku3HB. [losBHiach
BO3MOXKHOCTh JIaTh 0OJiee YETKOE OIpPE/CIICHHE 3TOMY TEPMHHY, KOTOPBIA C CAMOTO €ro
POXIEHUST OKa3aJCs HEOMHO3HAYHBIM. MOXKHO BBIICIHTH OBA OCHOBHBIX OIpEICICHUS
JAHHOTO TEPMHHA, KOTOpPBIE MMEIOT Pa3HyI0 CMBICIOBYIO Harpy3ky. Hambomee mmpoxoe
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ONpeleNieHne JaHO caMMM YOIUHITOHOM B 1942 r. OH KOTOpBIM MOHUMaN TOJ
SMUTECHETUKON «pa3nen OHOJIOTHU, U3yUYaroui NPUINHHO-CIICICTBEHHBIE B3aUMOCHCTBHUS
MEXIy TeHaMH W WX MPOXYKTaMH, U KaK OHH PEaI3yIOTCA B OIpEIcIICHHBIE (hECHOTHITBI.
AHANOTUYHBIA CMBICI BKJIaAbBal B TepMuH u P. Xommmned, onpexenmsmuii B 1990 T.
SMHUTEHETUKY KaK "MCClIeJOBaHHE MEXaHM3MOB BPEMEHHOTO U IIPOCTPAHCTBEHHOTO KOHTPOJIS
TeHHOW aKTUBHOCTH B CJIOXHBIX opranusMax'". Takoe ompenereHHe paccMaTpUBAET
SMHUTCHETUKY KaK pa3fesl TeHETUKH, M3YYaloUUi JTH00ble MEXaHU3MBI PErYJIIIUN T€HHOTO
neiictBus. Ilockonbky mpoOjeMa peryJsiiii 9KCHPECCHM T'€HOB SBISIETCSl OJHOW W3
OCHOBHBIX MTPOOJIEM [CHETHKH, [0 CyTH, POUCXOIUT MOJAMEHA OJHOTO TEPMUHA IPYTUM.

Bonee y3koe omnpenenenune npemioxkeHo B 1996 r. Pycco: «uccnenoBaHue
MHUTOTHYCCKU W/WIIN MEHOTHYECKH HACIICAYEMBIX NU3MCHEHUI B SKCIIPECCHH TEHOB, KOTOPHIC
Henb3st 00bsicHUTh u3MeHeHussME B JIHK». Takoe onpenencHre OTAAET SMUTCHETHKE JIUIIb
HEKOTOpHIE AaCHEeKTHl OOIMMPHON NpoOJIEeMbI TEHHOH pEeTryIsluN, KOTOpPHIE CBS3aHBI CO
cnenupUIecKuMA MOJIEKYJIIPHBIMA MEXaHH3MaMH, MMO3BOJIIOMIMMH IepeIaBaTh JOYCPHUM
KJIETKaM TOT IMATTePH SKCIPECCHH TEHOB, KOTOPBHIH OBLI XapakTepeH IS POTUTEIHCKON
kiaeTkn. K TakuM mexaHm3MaM OTHOCSTCA mporecchl metmnupoBanus JIHK, mpuopureTst
OTKPBITHS KOTOPOTO MIpUHAIEKAT poccuiickuM yueHbM (b.®. Barnrommay u ero xomieram),
a TaKKe IPOLECCH], MPHBOIAIINE K H3MEHEHHIO COCTOSIHHS XpOMAaTHHA (CBS3aHHBIE C
Momu(UKAIMed TUCTOHOB M JPYTUMH MOJCKYJSIPHBIMH COOBITUSAMH). VIMEeHHO 3TH
MOJICKYJISIPHBIC H3MCHEHHUS CIIOCOOHBI MOJICPKHMBATh B PAa3HBIX TKAHAX W OpraHax Te
0COOEHHOCTH 3KCIIPECCHUH TCHOB, KOTOPBIC IPHUAAIOT UM BCE HEOOXOMUMBIC CBOICTBAa U
OTIIMYAIOT OJHU TKAaHH W OpraHel oT npyrux. CraOwibHOE COXpaHEHHWE W Iiepejada
JIOYEPHUM KJIETKaM T[E€PBOHAYAIBHO JOCTUTHYTOTO COCTOSIHUSL JETEPMUHUPOBAHHOCTU
WHUIAANICH SIBISETCS HEOThEMJICMOH 4YacThio MOpQOreHe3a H BO3MOXHO Omaromaps
SIUTCHETHYECKAM W3MEHEHHsSM. B ITaHHOW cTaThe MBI Oy[eM HCIIONB30BaTh UMEHHO 3TO
MMOHUMaHHE ATATCHETUIECKUX SIBJICHUN.

T'enemuueckuii konmpons demepMuHayuy 1UCmMogou mepucmemsl. B otnmane ot AM,
COJICpKAIlE TIyJd CTBOJIOBBIX KJIETOK, JIMCTOBBIE MEPHCTEMbI JI€TEPMUHHPOBAHBI,
XapakTepu3ylTCs OrPaHUYECHHBIM YHCIIOM JAEJICHUH KIETOK M IpOIH(EepHPYIOT
OrpaHUYCHHOEC BpPEMHI. Hepexo,u KJIE€TOK OT HCACTCPMUHHUPOBAHHOTO COCTOSAHHUA B
JIETEPMUHUPOBAHHOE SIBJISICTCS PE3YJIbTATOM «3aMOJIKAaHHMS» B KIETKaxX 3ayarka JIHCTa
BBICOKOKOHCEPBATHUBHBIX T'OMEOOOKCHBIX TeHOB (KNOX-reHoB kimacca 1), KoTOpbie
MOJIJIEP)KUBAIOT HEJETEPMUHUPOBAHHOE (CTBOJIOBOE) COCTOSIHUE KJIETOK B AM. DTH reHsl,
BIIEPBbIC MICHTH(GUIMPOBAHHEIE Y KyKYpy3sl B 1991 T., KOIUpYIOT peryiasTopHble Ok ¢
JIOMEHaMH, KOTOpPbIE CIIOCOOHBI CBS3BIBATHCS C PETYJISITOPHBIMU YYaCTKAMH JIPYTUX I'€HOB H
ynpaBisITh ux TpaHckpunmueir. Otu JJHK-cBsa3pBaromniie JOMEHBI MMOKA3bIBAIOT TOMOJIOTHIO
C TOMEOJOMEHaMH OENKOB, KOHTPOJIHMPYIOIINX Pa3BUTHE >KUBOTHBIX (AETEPMHUHHPYIOMINX
pasHbBIe y4acTKH SMOpHOHa). Y IUIOJOBOM MYIIKH HapyIIeHHe paboThl TaKWx OENKOB
MPUBOJUT K SIBJICHUIO TOMEO3UCAa — 3aMEHE OJHHMX OpPTaHOB Ha Apyrue (OTcrofa Ha3BaHHE
JIOMEHOB — TOMEOJIOMEHBI, & TAKXKE T€HOB — TOMEO3UCHBIE TCHBI, B COCTaB KOTOPBIX BXOJST
roMe0o0O0KChI, KOAMPYIOILIHE FOMEOIOMEHbI). Y pacTeHuil mpu HapyuieHun paborsl KNOX-
reHoB kiacca 1 (mamee — KNOXI) romeosuca He HAOIIOJACTCS, TMOITOMY OTH T'CHBI
Ha3bIBAIOT HE 'OMEO3UCHBIMH, a roMe00OKCHbIMU. DyHkius KNOXI-reHoB jydlie BCEero
HCCIIC/IOBaHA Y MOJICTIBHOTO PACTEHUS M3 CeMeiCTBa KpecToUBETHBIX Arabidopsis thaliana, y
KOTOPOT'O BBISIBIIEHO 5 OCHOBHBIX TeHOB (WUS, STM, KNATI,2,6), urpaiomuyx BaXXHYIO pOJb
B CO3JIaHMH M TIOJIIEP)KAHUH ITyJia CTBOJIOBBIX KJIETOK M HEJEPMHHHPOBAHHOCTH KJIETOK AM
nobera.

Ha mepudepmm AM, rme Oyzmer pa3BuUBaThCs OyAymuid NpUMOpIui jimcta (B
WHUINWATGHBIX ~ KIETKaxX JIICTOBOTO  mpuMopaws) dkcmpeccmrn KNOXI-TeHOB y
MOJABIISIFOIIETO OOJIBIIMHCTBA HCCIICAOBAHHBIX BUAOB HE HaOmomaeTcs. JTO CBS3aHO C
MOJABICHUEM MX TPAaHCKPHUILUY TOA AEHCTBHEM JIBYX OCHOBHBIX (DaKTOpPOB: 1) JIOKaNbHBIX
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BBICOKMX KOHIIEHTpaluii ayKCHHa, KOTOpbIE pa3MEyaloT IOJIOXKEHHE JIMCTHEB U 4Yepes
CHCTEMY CUTHAJIBHBIX OCNTKOB BIHUSIOT Ha dKcmpeccrio KNOXI-reHoB; 2) paboToOH B 3THX
y4acTKaX HETaTUBHBIX peryiaropoB KNOXI-renoB (puc.l). 3To BBICOKOKOHCEPBATHUBHBIC
PETYJIATOPHBIE TEHBI, KOAUPYIOUINE TPAHCKPUIIMOHHbBIE Oenku ¢ MYB-noMeHoM, KoTOpbIe
BBIBJIICHBl Y MHOTHX BH/IOB IIOKPBITOCEMEHHBIX, a TAKXKE HEMHOTUX HCCIIECIOBAHHBIX BHUJIOB
TOJIOCEMEHHBIX ¥ MANOpPOTHUKOB. Y Arabidopsis thaliana 3to ren ASYMMETRIC LEAVESI
(4S1), y xykypy3sl — ROUGH SHEATH2 (RS2), y neBuHOTO 3¢Ba — PHANTASTICA
(PHAN), y Tabaka — NtPHAN, y ropoxa — ren CRISPA. Hanu4ue TpaHCKPHIILMY 3TUX T'€HOB
1, OJHOBPEMCHHO, OTCYTCTBUEC B YyHaCTKaxX pasBUTUA NMPUMOPAUCB JINCTA TPAHCKPUIIITUN HUX
mumieHeil — KNOXI-reHOB — cHyXaT paHHUMH MapKepaMu HWHHULUALMKA JHCTOBOM
MEpHUCTEMBI U MEePEX0/1a KJIETOK Ha JICTEPMUHAHTHBIN ITyTh PA3BUTHSI.

VY Bcex HCCleOBaHHBIX MYTAaHTOB MM TPAHCI'€HHBIX PAacTeHUil C HapylIeHHEeM
aKTUBHOCTH T€HOB — OpTONOroB ASI/RS2/PHAN — HaOnronand TOBBIIICHHE JKCIIPECCHU
KNOXI-renoB u Oornee WM MEHEE BRIPAXCHHOE MPOSBICHUE YKTONMMYECKOI Tpoudepariu
KJIETOK. B I0nB3y OPTONOrMYHOCTH TEHOB CBHIETENIBCTBYIOT HE TOJBKO HX BBICOKAs
TOMOJIOTHSI, CXOJCTBO (DEHOTHIIA MYTaHTOB, Y4acTHE T€HOB B nofasiacHun KNOXI-TeHOB, HO
u crnocoOHOCTh MYB-reHa OIHOTO BHIA KOMIICHCHPOBATh YTpaTy (QYHKIHMH OpTOJOra
npyroro Buaa [33 ; 19]. Yuactue oprosoroB B momasieHHH SKcmpeccunn KNOXI-TeHOB,
NOJJIEP)KUBAIOIIUX ~ HEJACPMUHAHTHOE  COCTOSIHME  KIETOK,  CBHJIETENbCTBYET O
KOHCCPBATUBHOCTU TCHETHYCCKHUX MEXaHHU3MOB JACTEpMUHAINU KJICTOK JIMCTOBOT'O
npuMopausi HE€ TOJIBKO Yy BHUAOB C HPOCTBIM, HO W Yy BHIAOB CO CIJIOXKHBIM JIMCTOM,
NIPECTaBUTENIEM KOTOPBIX SIBJISICTCS TOPOX.

JeranbHoe M3yueHHE OCOOEHHOCTEH IKCIIPECCHH TOMEOOOKCHBIX I'€HOB KyKYpy3bl B
pacTeHusIX MyTaHTa 7s2 (PacTeHHs C HEaKTHBHBIM IeHOM RS2 — HEraTMBHBIM PETrYJISATOPOM
TOMEOOOKCHBIX TEHOB) IOKa3allo, YTO B JHCTBAX MyTaHTa dkcmpeccuss KNOXI reHOB
BO300OHOBIISIETCS, YTO TPHBOAWT K TIIOSIBICHUIO SKTONMYECKOW MeEpHCTEMaTHYECKOH
aKTHUBHOCTH B JIUCTe. B TO ke BpeMsi 0OHapyXeHO, YTO B HEKOTOPBIX JIMCTBSIX HAPAMY C
KJIOHaMH' KJIETOK, JKCIPECCHPYIOIMMH TOMEOGOKCHBIE T'eHbl, HAGMIONANH KIOHEI, B
KOTOPBIX MX 3KCIpeccHu He Obu1o [34]. DTH pe3yabTaThl SIBIIUCH IEPBBIM CBHIETEILCTBOM
TOTO,  YTO  PpEryjsiuusi  OKCIPECCHMM  TOMEOOOKCHBIX  T'€HOB  OCYIIECTBISIETCS
SIMUICHCTUYCCKUMHN MEXaHU3MaMM, KOTOPBIC, B OTJIMYHEC OT APYTUX MCXaHU3MOB PCTryJIsIIUA
OKCIIPECCHMHM TEeHOB, CIIOCOOHBI IIepelaBaTh HEAaKTHBHOE COCTOSHHE T€HOB 4epes
MHUTOTHYECKHE (a2 MHOTJa M 4epe3 MEHOTHYEeCKHe) JeNeHHs. DTO IPeIoJIOKeHne ObLIo
MOATBEPXKIEHO 0OHAPYKEHHEM IPSIMOTO B3aMMOJECHCTBHS MPOAYKTOB MYB-T€HOB pe3yLIKH
(AST1) n xyxypy3sl (RS2) ¢ npyrumu Oesikamu, cpeid KOTOpBIX MpucyTcTByeT u 6enok HIRA,
KOTOpBIH, 0 AAaHHBIM HMCCICAOBAHUM HA IPOXOKAX M HAa MIIEKONUTAIOUINX, YYacTBYET B
W3MEHEHHH CTPYKTYpbl XxpomaTtmHa [28; 17]. B OenKOBBII KOMIUIEKC, BBI3BIBAIOIININ
«3aMOJIKaHHE» TOMEOOOKCHBIX TeHOB, BxoauT nu PHK-cBs3piBatomuii 6eok RIK [28], uro
MOXeET yKa3biBaTh Ha ydacTue Manblx PHK B smureHeTndeckoMm noJaBiIeHHUH IKCIPECCHH
KNOXI-renoB. OTMeTHM, 4YTO OKCIPECCHS TOMEO3HCHBIX T€HOB JKHBOTHBIX TaKXKe
MOJIABJISIETCSI SMUTEHETHYECKU ¢ ydacTieM OeskoBoro komiuiekca Pcb (Polycomb-repressive
complex-1), xoropeiii Takke BriarouaeT PHK-csaspiBarommii 0eok, KOTOPBIH, IO-
BUIMMOMY, YYaCTBYET B HaBEJJCHUH OEJIKOBOT0 KOMIUIEKCA Ha TeHbI-MUILeHH [28].

Paznuyus  ocobennocmeii sxcnpeccuu KNOXI u MYB-cenoé u ux cesa3v co
cmpykmypou aucma. KOHCEpBaTUBHOCTh B3aUMOJEHCTBUSI MexAy oprtoioramu KNOXI-
TeHOB M MX HETaTUBHBIMU PETYJISATOPAMH, C OJAHOW CTOPOHBI, U W3MEHEHHE OCOOEHHOCTEH
9KCIPECCUH ITUX KOHCEPBATUBHBIX I'€HOB, C APYTOH, MOXKET IPUBOIUTH K CYILIECTBEHHOMY
W3MEHEHHI0 CTPYKTYPHI JIMCTA, YTO MPOIECMOHCTPHPOBAHO HWCCICIOBAHISIMH MATTEPHOB
HKCIPECCHH ITHX T€HOB y BHUAOB C pa3HOU CTPYKTypoi jmcra (puc.l). Y pacTteHnil AUKOTO

1 o o
Kion — COBOKYIIHOCTB KJIETOK, UMCHOIINUX 0611.[86 IMPOUCXOXKJACHUE OT OAHOU POAUTEIILCKOU KIICTKH.
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THUIIA KYKypy3bl, PE3YIIKH, Ta0aka W JILBUHOTO 3€Ba, UMEIOIINX IPOCTHIEC EJbHBIE JIUCTHS,
skcnpeccust KNOXI-TeHOB, BBHIKIIOUEHHAS B yYacTKaX WHHUIHAIMH MPHUMOPIUEB JIUCTA, HE
BO300HOBIISIETCS W Ha MOCIEAYIOMNX CTaAuAX ero pa3sutus (puc.l, 6) [32; 24; 25; 35]. ¥
cepneunuka Cardamine hirsuta ¢ pacCeYeHHBIMH IUCThIMHU dKcrpeccuss KNOXI-reHoB
BO300HOBIISIETCSl B JIMCTOBOM MPUMOPAMKM W OOyCijBIMBaeT npoiudepaiuo KIeTOoK,
HEOOXOAWMYIO JJIi BO3HHKHOBEHHS JIOTIACTEH B Yy4YacTKaX, KOTOPBIE MAapKHUPYIOTCS
aKkcripeccueir opronora reHa ASI. TlokazaHo, 4TO pa3nuyus B XapakTepe SKCIPECCUU
oprosioroB reHa KNATI B pacrenusx Arabidopsis thaliana w Cardamine hirsuta
0OYCIIOBIICHbI PAa3IMYUSIMU B CTPYKTYPE PETYJSTOPHBIX YYAaCTKOB 3THX OpPTOJOTHYHBIX
reHoB [19]. BeuiBneHHBIE pa3nMuMs MOTYT 3aTPyIHSITH WM JeJaTh HecTaOMIIBHBIM
CBSI3bIBAHME OEJIKOBOTO KOMIUIEKCA C TOMEOOOKCHBIMH TI'€HaMHM, YTO JIEJNACT BO3MOXHBIM
BO300HOBJICHHE MX IKCIIPECCHU U OTKPHIBAET BO3MOXKHOCTH ISl TIOJIMMEPH3ALIIH JIICTOBOTO
npuMopaus. DTH JaHHBIE TOATBEPXKOAIOT THIIOTE3y O TOM, YTO W3MEHEHHE XapaKTepa
AKCIPECCHH KOHCEPBATHUBHBIX PETYISATOPHBIX T'€HOB — THUI T€HETHYECKOW W3MEHYHBOCTH,
KOTOPBII MOXET IOCTaBIATh IIEHHBIH MaTepHall Ui €CTECTBEHHOrOo oTOOpa W JIEeXKaTh B
OCHOBE 3BOJIIOIMOHHBIX ITpeodpa3oBaHuii Mopdomorudeckux cTpykTyp [14].

Bo3zoonosnenrne skcnpeccun KNOXI-reHOB HAOMIOJAd W MPH Pa3BUTHU CHIBHO
pacceueHHBIX/CIOKHBIX JHcTheB Oxalis purpurea (Oxalidaceae), Achillea millefolium
(Asteraceae), Aquilegia vulgaris (Ranunculaceae), Pseudofumaria lutea w Eschscholzia
californica (Papaveraceae), Lepidium perfoliatum w L. hyssopifolium (Brassicaceae), Daucus
carota (Apiaceae), Cissus congestum (Vitaceae) [7; 16]. Dxcopeccuss KNOXI-reHoB
oOHapyKeHa TaKKe B BalsX MamoOpOTHUKOB [29]. TOT ¢akT, 4TO B pACCEUCHHBIX U CIIOKHBIX
JUCTBAX HSKcnpeccupyrorcss KNOXI-reHsl, MapKUpyIOLIUe HEIETepMHUHUPOBaHHY0 AM
nobera (puc.l, B), NOKa3plBaeT, 4YTO 00a THMA JIUCTEEB COXPAHSIOT HEKOTOPYIO
M00EeTrono00HOCTE.

KNOXI-reHpl SKCHpecCHpYIOTCS B LEHTPAIbHOW 30HE JIUCTa y BHIOB C
paccedeHHBIMH JUCTBIMH. Takas ke KapTHHA HAOIIOHAaeTCs y MYTaHTOB C HapyIIeHHEM
paboTel HeraTuBHBIX peryisaropoB KNOXI-reHoB. B Hactosimee Bpems kpome MYB-reHa
AS1 y A.thaliana BbISIBIEHBI IONOJHHUTENbHBIE HETATHBHBIE PETYISATOPH TOMEOOOKCHBIX
reHoB. ['en AS2 xogupyer Oenkom cemeiictBa LOB, xoTopblii 00pa3yer rerepoanMepHbIii
OenKoBbIN KOMIUIEKC ¢ mpoxykToM reHa AS1 [21; 31; 36], uTo Xopo1o 00bSCHIET CXOJCTBO
(eHoTHa MyTaHTOB @s2 (NIMCTbS MyTaHTa as2, TaK e Kak asl/, UMEIT HEPOBHYIO,
OyrpHCTYIO TOBEPXHOCTH, OOpa3yrOT 3KTONMYECKHE BBIPOCTBHI) W IPOSIBICHUE B JINCTBAX
000HX MyTaHTOB dKTonU4eckoit npomudepanu KNOXI-renoB KNATI, 2, 6 [9; 10; 30; 23].
Oprosor reHa AS2 (reH indeterminate gametophytel) BbIsIBIEH Uy KyKypy3sl [15]. JIBa
HOBBIX PETyJSATOpa OBLTH HACHTU(HUIIMPOBAHBI HEAABHO — 3TO TOMOJOTHYHEIE TeHbl BOPI, 2
KOTOpBIE BMecTe ¢ TeHamu A4S/, 2 yJacTBYIOT B IOJaBIIeHUH dKcripeccun reHoB KNATI, 2, 6
B JIUCTBAX U MPUHUMAIOT YYaCTHE B PETYJLIIHAN Pa3BUTHS MPOKCUMAIIbHON YacTu Jucta [18;
26]. UnentudunupoBanublii B Hamel sadopatopun red TAENIATA (TAE) nopaBiser He
TONbKO 3Kcmpeccuio reHoB KNATI, KNAT2, KNAT6, vo u rena STM [6]. MyrtaHt fae
o0pa3yeT Ha MOBEPXHOCTH JINCTHEB JIUCTOBEIE JIOMACTH U JMCTHS C MPIIUCTHUKAMH (puC. 2,
a, 0), MOYKM B Ma3zyxax ITUX JAOMOJHUTENBHBIX JIUCTOUKOB (pHUC. 2, T) U IeNble PO3ETKU
JUCTBEB (pUC. 2, B), KOTOPbIE MOTYT AaBaTh IIBETOHOCHI (pHC. 2, 1T).
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a DD . KNEOXEI .-(\\

P 3aMONKAHHE [EHOB KNOX1

Puc. 1. CBsi3p MeXIy BpEMEHHBIMU M IPOCTPAHCTBEHHBIMH OCOOCHHOCTSIMU
JKCIpeccun ToMe00OKCHBIX KNOXI-TeHOB, YPOBHEM IETCPMUHUPOBAHHOCTH KIIETOK
JUCTOBOW MEPUCTEMBI U MOpdotorueit micra:

a — cxemaTudeckoe usobpaxenune AM moGera, HEACTCPMHUHHUPOBAHHOE COCTOSIHHE KOTOPOH
noaaepxkuBaercst akcrpeccueil KNOX1-renoB (cepblii uBer); Ha nepudepun AM JoKanbHbIE YIaCTKH
KOHIICHTPALIUK ayKCHHA Pa3MEYaloT MOJNOKEHHE OYAyLIMX PUMOP/MEB JIUCTHEB (TOUKM); IKCIPECCHS
B MPUMOPAMAX Oymymiero Jmcra HeraTuBHbBIX peryisaropoB KNOXI1-renoB AS1/RS2/PHAN (6embrit
uBeT) obecmeunBaeT mopaBieHue TaM  TpaHckpumuun KNOXI1-reHoB; 6 -  cBA3bIBaHHE
TPAaHCKPUNIMOHHEIX peryiaTtopoB - 6enxoB AS1/RS2/PHAN ¢ aByMs peryJsITOpHBIMH OOJaCTSIMH
KNOXI1-renoB u ux B3aumojeiicrBue ¢ Oenkamu AS2, HIRA, RIK o6ecreunBaer mnojaBieHue
tpanckpunima KNOXI-reHoB B JIMCTE 3a CUST KOMMIAKTU3aluu xpomatiHa [28; 17]; crabuibHOE
SIMreHeTudyeckoe «moiyanney» KNOXI-reHos NpUBOAUT K PpasBUTUIO IMPOCTOro JiKUCTa; B —
Bo3oOHOBIIeHHE 3Kcrpeccun KNOXI-reHoB B NPUMOpPIAMM JIMCTAa, BO3MOXKHOE, HAmNpUMep, HU3-3a
W3MEHEHUH B HUX PEryIsATOpHBIX O00NacTsIX, Kak 3TO MokasaHo i cepaeunuka C.hirsuta [19],
obecrneunBacT BO3MOKHOCTh TIOJIMMEPU3AUA TTPUMOPIUA U PAa3BUTUA PACCCUYCHHOTO WU CIOXKHOTO
mucTa; T - Bo3oOHOBIeHHE dkcnpeccud KNOX1-reHOB B OCHOBaHUM JIHICTA MOKET HNPUBOIHUTH K €ro
JUITMTEIBHOMY POCTY

Hcnonp3oBanue pernoprepHoro reHa GUS mox KOHTPOJIEM PETYJISTOPHOW 00JacTu
reHa KNATI (KNATI::GUS) u ayKCHHYYyBCTBUTEIBHOTO CHHTETHYECKOTO IPOMOTOpA
(DR5::GUS) mo3Boamio 1mokas3arb, YTO B JIMCThSIX MYyTaHTa fde, B OTIMYHE OT JIMCTHEB
JKoro tuna (puc. 2, ), HaOMoaaeTcss OJJHOBPEMEHHO HAKOIJICHHE aKTHBHOI'O ayKCHHA Ha
nepudepun nucra (puc. 2, ) u 3kcrnpeccusi rena KNATI B NeHTpadbHOH 00JacTh JIUCTA
(puc. 2, 3). CnegoBaTenbHO, B TKAHAIX JINCTa MyTaHTA fde IPOTEKAIOT MPOIIECCHI, TOXO0XKHUE Ha
WHULMALUIO OPUMOPIMEB JIMCTHEB alMKAJIBHOM MEpPUCTEMOM, TIJIaBHBIMH Yy4aCTHUKaMU
KOTOpO# sBsttoTCst TeHBI KNOX] (3kcmpeccupyroTcs: B eHTpe AM) U JTOKalbHBIE YIaCTKA
ayKCHHA, Pa3MEYaoNIie TOJI0KEHHE JIMCTOBBIX MpuMopaneB Ha mepudepun AM (puc.l).
JleiicTByst B pa3sHBIX Yy4acTKaX OIHON HEJETePMHUHHUPOBAHHON CTPYKTypel (AM wmim B
JUCTBAX MYyTaHTa fde C HapyIIEHHEM JICTEPMUHAIMKA) W OCYIIECTBIISIL B3aWMHYIO
HETaTUBHYIO PEryJisilMIO, 3TH BaKHEHIMEe KOMIIOHEHTBI MOTYT OOYCIjBIMBaTh pa3BUTHUE
nuctheB (o 6okam AM B pacTeHMSX IUKOTO THIA) MM JIMCTONOJOOHBIX CTPYKTYp (Ha
JIUCThSIX MyTaHTa tae). B mazyxax momoOHBIX CTPYKTYp y MyTauTa Arabidopsis thaliana tae
(hopMUpYIOTCS TMa3yIIHBIE MEPUCTEMBI M IMOOETH, YTO HANOMUHACT sBJICHHE (HoIMapHOU
BUBHIIAPHH, KOTOpOe HaOMoaaeTcs y Ipyrux BUJIOB KpecTolBeTHIX — Cardamine mathioli u
C. pratensis [1]. OGHapyxeHue MyTaHTa fae y A.thaliana ¢ TpU3HaKaMH BUBHUIIAPUU
MO3BOJISIET MpeAnoiaraTe, 4ro red TAE Mor ydacTBOBaTb B KOHTPOJIE 3TOrO INPHU3HAKA Y
KpPECTOLIBETHBIX.
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Puc. 2. Pa3BuTHe 10omONHUTEIBHBIX JIonacTel (a, 6) u moyek (B, T, 1) Ha JINCTHAX
MyTaHTa tae A.thaliana cBsi3aHO ¢ HAKOIIJICHWEM ayKCHHaA (3K) Ha epu(epuu JTUCTHEB U
sKTONMUYecKoi akcnpeccueit rena KNAT! (3) B LIeHTpe JUcTa.

Ha puc. 6 u r npencrasnens! ganasie COM, Ha pHC. T CTPENIKOH OTMeUeHa IT0UKa, Ha PUCYHKE [
— OCHOBaHME JIMCTa, Ha KOTOPOM Pa3BIJICS HOBBIH 1ober. [[pyrie oObsICHEHUs B TEKCTE.

Ha w™opdornoruo maucra BiIMsSeT HE TOJNBKO caM (DaKT HaIMYMA/OTCYTCTBUS
9KCIIPECCHH TOMEOOOKCHBIX T€HOB B JIMCTE, HO W HPOCTPAHCTBEHHBIE OCOOEHHOCTH HX
skcnpeccur. Tak, HapuUMep, y TOJIOCEMEHHOT0 pacTenus Welwitschia mirabilis ¢ TpocTIMU
JIMCTBSIMU, PACTYLMMHU Ha MPOTSDKEHUU BCETO OHTEreHe3a pacTeHus, B paHHEM HPUMOPINH,
skcnpeccust KNOXI-renoB He HaOnronmaercst (kak ¥y OONBIIMHCTBA JPYruX BHJIOB
pacTeHuit), OHAKO MO3Ke IKCIPecCHsi 00HApYKUBACTCS B MPONU(EPUPYIOIEM OCHOBAHUH
JucTa (Kak IoKa3aHo Ha cxeMe Ha puc. 1, ). CienoBarensHo, y atoro Buna KNOX]-reHsl,
9KCIPECCUPYSCh B OCHOBaHWHM JINCTa Ha MPOTSHKCHUH BCETO OHTOTCHE3a pacTEeHUS,
00ecTeynBarOT HeAETEPMUHIPOBAHHBINA THIT Pa3BUTHS IIPOCTOTO JwcTa [27].

Okcnpeccuss KNOXI-TeHOB B ITHUCTE, IO-BHONMOMY, MOXXET OOYCIIaBIHBaTh HE
TOJIBKO BHJIOBBIE OCOOCHHOCTH MOP(OJIOTHH JHCTa, HO M BHYTPHUBHIOBYIO BapHAIHIO
Mop¢ooruy Jucra. Y pesymKH OOHApyKEHO OOJbIIOE KOJIMYECTBO NPHUPOIHBIX pac
(3KOTHUMOB), KOTOPHIE OTIMYAIOTCS APYT OT JIpyra Mo pasMepy u (¢opme MPOCTOTo JIHCTA.
Paca Blanes (iunus K-6 u3 xomnexiuun kadenpsl renerukn MI'Y) oTinuuaercst OT Apyrux
pac Oosiee TPOJOIDKUTENFHBIM MEPUOJAOM pPOCTa JIMCTa W ero JuimHoil. McciemoBanue
skcnpeccun KNOXI-TeHOB MOKa3ajo, 4YTO B 3peNbIX JIUCTAX PO3ETKH y PAacTeHHH 3TOMH
pacel, B otimure or pac Columbia (yiuamst K-8) u Dijon (K-1) Habmromaercst akTHBHas
akcrpeccusi reHoB KNAT2,KNAT6 (puc. 3 a), KoTopas COCpelOTOYEHAa B OCHOBHOM B
obacTy 4epelika u ocHoBaHus Jiucra (puc. 3 6). CnenoBaTenbHO, BO30OHOBICHUE B 3PEIIOM
mucre skcrnpeccun KNOXI-TeHOB, «3aMOJIKAIOIIMX» B MOMEHT WHHWLHUALUHM Pa3BUTHA
JHCTOBOTO  TPHUMOPAMS, MOXET  0OyclIaBIMBaTh  OCOOCHHOCTH  BHYTPHBHIIOBOM
MOP(]OJIOTHYECKOH BapHaLlMK CTPYKTYPBI IPOCTOTO JiMcTa. Hapymenne «3nureHeTuIeckoro
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MOJYaHUS» WM €ro NPOJODKHTEIFHOCTH MOXKET OOBSCHITHCS KaK HM3MEHEHUSIMH
PETYJIATOPHBIX MOCIIEA0BATENIBHOCTEHl TOMEOOOKCHBIX TE€HOB, TaK W IMOIMMOPHHU3MOM
JPYTHX TEHOB, MPOXYKTHI KOTOPBIX BXOIAT B MYJIBTHOGIKOBBIN KOMIIIEKC, BBI3BIBAIOIINH
KOMITAKTU3aLHI0 XpoMaTHHA u MpeKpaleHue SKCIPECCUU KNOXI-reHos,
MOJJIEPKUBAIOIIIX HEAETCPMUHUPOBAHHOE COCTOSIHUE MEPUCTEM. BO3MOXXKHO, 4TO BapHaluu
CTPYKTYpPBI JINCTA, KOTOPbIe HAONIOAAIOTCSI HA OJHOM U TOM JK€ PACTEHWH M 3aBUCST OT
CTaJuM OHTOT€HE3a M BHEIIHMWX YCIIOBHUH, TaKXe MOTYT OBITh PE3yJIbTaTOM W3MECHEHHMS
BPEMEHHBIX U IPOCTPAHCTBEHHBIX apamMeTpoB dKkcrpeccud KNOXI-reHoB.

Lpyaue ¢paxmopul, enusowue na mopgozenes aucma. 3aBUCUMOCTb CTPYKTYPBI
JmcTa oT ocobeHHocTel (yHKIoHupoBanusi KNOXI-reHOB 1 MX HETaTHUBHBIX PEryJISITOPOB
MOKa3zaHa JUIst OoJbIIMHCTBA HCCIIeIOBaHHBIX BUJIOB. [Tockonbky 9TH
BBICOKOKOHCEPBATUBHBIE TEHBI SIBISIOTCS «IPEBHUMW», OHH, BO3MOXKHO, Y4acTBOBAJIM Ha
CaMbIX PaHHMX 3Talax BO3HHUKHOBEHUS JINCTa — B COOTBETCTBHHU C TEJIOMHON TEOpHEH OHH
MOTJIH 00YCJIOBUTH JETEPMUHALMIO HEACTEPMHHHPOBAHHBIX YYaCTKOB TEIOMOB. TeM He
MEHee, Hellb3s BCe MHOTooOpasnWe CTPOCHHs JIMCTa CBECTH TOJNBKO K 3TUM reHam. Bo-
MEPBBIX, YK€ CErOAHS MMEIOTCS JJaHHBbIE, CBHJCTENBCTBYIOIIHUE O TOM, YTO B KOHTPOJE
JETepMUHAMA U MOJIMMEPH3ALUM TNPUMOPAUS JIUCTA MOTYT YdYacTBOBAaTh M JIPyTHe
TeHEeTHYECKHe CHCTEMBI. Y CTaHOBICHO, YTO Ha PaHHUX JTarax MopdQoreHesa Jucra ropoxa
reisl KNOXI mepecTaioT SKCIPECCHpPOBATHCS B NPUMOPAUM U JalbHEHIIee pPa3BUTHE
CIOKHOro JHcTa KoHTpoiupyercss reHoM UNIFOLIATA (UNI), TpaHCKPHIIIUS KOTOPOIO
peryiupyercsi aykcutoM [12]. I'en UNI siBisiercst oprosnoroM reHoB LFY A.thaliana v FLO
JIbBUHOT'O 3€Ba, KOHTPOJIHUPYIOIIMX Pa3BUTHE (QIIOPATHHON MEPHCTEMBI, HO B OTJIMYHME OT HUX
OJTHOBPEMEHHO KOHTponupyeT MopdoreHes smcrta [20; 13]. V MyTaHTOB uni ropoxa BMECTO
CIIO’KHBIX JINCTBEB pa3sBUBArOTCs NpocThle MUcThi. Optonor LFY u FLO-ren FALSIFLORA
TOMaTa TaKke HE BIMSET HA MOpP(OreHe3 CHIBHO PACCEYEHHOro JIMCTa y 3TOrO BHIA,
MIPEATION0KNTEIBHO BO3HUKIIEIO CPAaBHUTENBHO HENABHO B pE3yJbTaTe KOHBEPI€HTHOU
SBOJIOLUH W3 MIPEAKOBON (POPMBI ¢ IPOCTHIM JIcTOM. [Ipenmonaraercsi, 9To y NpeAKOBBIX
¢bopM BYINONBHBIX PACTEHHUH CYIIECTBOBAIM MBE TI'€HETHUECKHE CHCTEMBI, KOTOpBIE
Y4acTBOBAJIM B MOIMMEPU3ALNH IPUMOPANS U Pa3BUTHH CIOKHOTO M PACCEUEHHOTO JINCTA —
KNOXI w UNI/LFY/FLO. Y coBpeMEHHBIX NpEACTABUTENCH B 3THUX Ipolleccax padoTaroT
nu00 o00e cucTeMbl (Kak 3TO TMOKa3aHO i KamudopHuiickoro wMaka Eschscholzia
californica), nub0 oiHa U3 HUX yTpayHBaeT Takyto GyHkmuto [8; 16].

Bo-BTOpHIX, Ha KOHEYHYIO CTPYKTYpy JIHCTa MOTYT BIUSTH TE€HBI, KOTOpBIE
(DYyHKIMOHMPYIOT Ha OoJiee IMO3MHHMX OJTalax pasBUTHS JIMCTAa. AKTUBHOCTh 3THUX T'€HOB
NPUBOJUT K TOMY, YTO MOTEHIHAIHHO BO3MOXHOE 3a cueT (pyHKumoHupoBaHus KNOXI-
TEHOB YCJIOXKHEHHE JMCTa He peanmsyerca. Tak, mpuMOpAui mpocrtoro nwmcta Lepidium
oleraceum cHa4ama UMEET JIOACTH, XapaKTePHbIE YIS PACCEUCHHBIX/CIIOKHBIX JUCTHEB, YTO
cBs3aHO ¢ akcmpeccneit KNOXI-renoB. OmHako Ha TOCIEAYIOMMX CTAAWAX OHTOTEHE3a
MPOUCXOIUT OJIMTOMEPU3AIMs MHOTOJIONACTHOTO TPHMOPAUS, NPHUBOIAIIAS K Pa3BUTHIO
npocroro sucta. CriemoBaTesibHO, YHPOIIEHHE CTPYKTYphl nucTa L.oleraceum sBnsercs
BTOPHYHBIM, MMO3HEE MPUOOPETECHHBIM Mpu3HaKoM [7]. OOpa3oBaHue MPOCTHIX JIUCTHEB H3
CIOKHBIX 3a4aTKOB IIyTeM OJIMTOMEpU3alu HaOmojaercss B ceM. Rosaceae (y
npeacraButeieii moacem. Prunoideae [2]), B poxe Daucus [11] u ap. Y BumoB poxa Acer
(k7eH) Tocje YHUBEPCAIBHON CTaauM 3-JIOMACTHOTO 3a4aTkKa MOXKET Pa3BUBATHCS MPOCTOM
et (A. tataricum), HaOMOAATHCS TOJIUMEPH3aLUs 3a4aTKa, IIPUBOAAIIAS K (POPMUPOBAHHIO
IIPOCTOro S-JIonacTHoro jmcra (A. platanoides) niv c10)XHOTO HETIAPHONIEPHCTOTO JiucTa (A.
negundo) [2]. CnoxHas 3aBUCUMOCTb MEXIy KOHEYHOH CTPYKTYpOH JINCTA M HAYAIbHBIMU
sTanmamMu ero (hpopMHpOBaHHS TOBOPHUT O TOM, YTO B OCHOBE 3BOJIOLHUH Pa3HOOOPA3HBIX
THIIOB JINCTA JISKAT MPOLECCH TOJIMMEPH3ALNH U OJUTOMEPH3ALMK 3a4aTKa JINCTa, KOTOPbIE
MOTYT COYETaThCSI Pa3IMIHBIME criocobamu [3].
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Pucynok 3. CpaBHurenpHblid aHanu3 sxcnpeccuu KNOXI-renoB KNATI,2,6, STM B
3penbIX JMCThsX pac Blanes, Columbia u Dijon (2) u B pa3HbIX yacTsx packl Blanes (6) ¢
ucnoiyib3oBanueM metoja [P B peanbHOM BpeMeHH

CeroflHs TCHETUKH MMEIOT HWHOOpPMAUWI0 O TeHaX, KOTOphle Y4YacTBYIOT B
MOMUMEpHU3aIiY, T.e. 3aJI0KEHHH H pa3sBUTHH dYacTedl mpumopnaus (remsl KNOXI u
UNI/LFY/FLO), ogHaKo T€HBI, KOTOPBIE BKIFOYAIOTCS TOCIe (OPMHUPOBAHUS 3aUaTKa JIHCTa
U BBI3BIBAIOT CIMSHHE JIONACTEH (OIMrOMepH3allyio), IMOoKa He HIACHTU(GHIHMpoBaHbl. WX
uneHTuuKanysa OyneT BO3MOXKHA, €CIM Y BHAOB, XapaKTEPHU3YIOIIMXCS BTOPHYHON
OIIMTOMEepHU3aIel CI0KHOTO 3a4aTKa Jucta (tuma L. oleraceum), OyayT HalIeHBI MyTaHTHI
WJIW TIPUPOJHBIE BapHalMHK (TIOJBHIBI, PAChl) CO CII0KHBIM/PACCEUSHHBIM JIUCTOM.

Hccneoosanusi  noodepocanvt  epanmamu  POOH  07-04-01515-a, DLI1 HII
4202.2008.4, npoepammamu PAH «/Junamuxa eeHO®oHO08 pacmenutl, HCUBOMHLIX U
YenogeKay.
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GENETIC AND EPIGENETIC REGULATION OF LEAF MORPHOGENESIS
T.A.Ezhova, H.T.Vu

Lomonosov Moscow State University, Moscow

The information on genetic regulation of leaf meristem determination is observed and
the role of epigenetic silencing in maintaining of determinant state of leaf cells is noticed.
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The connection between function of genes regulating different cell state (indeterminant or
determinant) and leaf structure demonstrated.
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