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OO60011eHb] pe3yabTaThl U3YYEHUs] FTEHETUYECKO! peryJIsliui HadajbHbIX 3TaoB MOpgoreHesa Jucra —
pa3MeTKu NoJIoXKeHHs OyAyIero NpIMOPANS 1 Iepexofja KIETOK Ha IeTePMUHUPOBAHHBIN My Th PAa3BUTHSI.
IToxa3zaHa KOHCEpBAaTHUBHOCTb T€HETUYECKUX CUCTEM KOHTPOJIS Pa3BUTHSI 3TUX CTaUil U pacCCMOTPEHbI TH-
MOTE3bl O BO3MOXKHBIX MEXaHU3MaX 3BOTIONIH MOP(OJIOrAN JINCTHEB HA UX OCHOBE.

Karouesnble cnosa: TeHeTUKA pa3BuTus, JUCT, 9BOJIIONUA Mopq)oreHe3a.

PazButne mobera — pe3ynbTaT (PYHKIMOHMPOBA-
HUSl anuKanbHON Mepuctembl (AM) nobera — camo-
NOAJCP>KUBAIOIIENCS CTPYKTYPbI, KOTOpasl CIYXKHUT
UCTOYHUKOM KJIETOK 11 (pOpMHUpPOBaHUS JHUCTOBbIX
MEpHCTEM Ha BCEM MNPOTSIKEHUH OHTOreHe3a pacTe-
Husl. JIner — 6a30Bas CTPyKTypa nodera, KOTopast BbI-
MOJTHAET BaskHeIne (PyHKINA (POTOCHHTE3A U [IbIXa-
HUSI, a TakXe psj] ClelquaaTu3upOBaHHBIX (DYHKINI,
MO3TOMY U3yU€HHE T€HETHIECKOTr 0 KOHTPOJISI MOpo-
reHesa JIUCTA SIBJISIeTCS BayKHEHIINM pa3fesioM reHe-
TUKU U Ouosioruu pa3BuTHs. OCHOBHBIM OOBEKTOM
9TUX WUCCIENOBAaHUI SBISETCS MOJNEIBHOE pacTEHHE
Arabidopsis thaliana, mst KoToporo ugeHTHPHIUPO-
BaHO HamOOJbIIee YUCIO TE€HOB, KOHTPOIMPYIOLINX
npoueccel Mopdorenesa. M3yueHne reHeTUKn Mop-
(porenesa nucra NpoBOAUTCS U HA APYIUX BUAAX ABY-
MIONIBHBIX — JILBMHOM 3eBe Antirrhinum majus, ropoxe
Pisum sativum, TomaTtax Lycopersicon esculentum. Oc-
HOBHBIM OO'bEKTOM U3y4eHUsI TEHETUKY Pa3BUTHS JIU-
cTa Cpefid OfHOMOJBHBIX SIBISIETCS KyKypy3a (Zea
mays). HecMoTpst Ha pa3nuyust CTPYKTYphI JHUCTa Y
9TUX 00'bEKTOB, HaYaJIbHbIE 3Tallbl Pa3BUTHS JIUCTHEB
y BCEX MCCIIEJOBAaHHBIX BUJIOB OOHAPYKMBAIOT OO
3aKOHOMEPHOCTH T€HETHYECKOH PETyJsUH, B TOM
YHUCIE CBI3aHHBIE C JieficTBUEM ayKcuHA. PaccMoTtpe-
HUIO TaKWX 3aKOHOMEPHOCTEH MOCBSIIIIEH 3TOT 0030p.

TEHETUYECKWH KOHTPOJIb PASMETKHU
ITOJIOKEHUWA JIMCTOBBIX IMTPUMOPIUNEB

JIuctbst Bo3HHKAIOT 13 AM mnobera ¢ onpefeeH-
HOIl TIEPHONTHOCTHIO U B ONIPEIEJICHHBIX yU9acTKax
Ha ee nepudepnn. Y OOJBUINHCTBA MOKPBITOCEMEH-

I pagora noppepxkaHa PoccuiickuM poHOM (pyHIaMEHTANBHBIX
uccnenoBanuil (mpoekt Ne 07-04-01515), Poccuiickoit rocypap-
CTBEHHOM! NMPOrpaMMoil 10 MOAAEpPKKe Hay4YHbIX IIKOJ (Tpo-
exT Ne 4202.2006.4) u ITporpammoit IIpesnguyma PAH “Iu-
HaMHKa reHO(POHJOB pacTeHUl, )KUBOTHBIX U YeJIOBeKa .

HBIX JINCTOBBIE NPUMOPAUN OOPa3yIOTCS KIIeTKaMu
Bcex cioeB AM, XOTs y pa3HbIX BUIOB BKJIaJ] KIETOK
Pa3HbBIX CJIOEB B Pa3BUTHUE JIMCTA MOXKET 3HAYUTEITHLHO
paznmuuathbes. Yucio KiaeTok nepudepudeckon 30HbI
AM, xoTophIe afyT Hauajao OyayiieMy IpUMOPINIO,
Takxke paznuyaercs — ot 12-30 y A. thaliana o 250 —
y KyKypy3bI (cM. 0630p: Kidner et a., 2002). Boi6op
TPYyIIbI KIETOK, KOTOpbIe OyIyT (hOpMHUPOBATH NPU-
MOpJYI JINCTA, TIPOUCXOAUT NPU YIACTHH JTOKATBHBIX
KOHLEHTpaluil TOpMOHa ayKcuHa. ['paueHThl ayKcu-
Ha CO37al0TCs B pe3yibTaTe JOKaIbLHON TKaHEeCHenu-
(bruHOI Kcnpeccun reHOB, KOHTPOIMPYIOMNX (ep-
MeHTbl OmocmHTe3a aykcmHa (Cheng et al., 2006;
Yamamoto et a., 2007). O BaskHO¥ posiu 3TOro haKkTo-
pa  CBUACTENLCTBYIOT HCCIECHAOBAaHMS MYTaHTOB
A thaliana yuc/ yuc4 u yucl uc2 yucé ¢ HapyIiieHrneM
¢ynkunn Heckonbkux reHoB YUCCA (YUC) ¢dnaBun-
MOHOOKCHUT'€HAa3bl, TIOKA3aBIlHe, YTO 9K30TeHHAs all-
IUIIKALUS ayKCHHA He CTOCOOHa HOpMan30BaTh MOP-
(ponmornveckue aHOMaNMU MYTaHTOB, B TO Xe BpeMs
3Kcrpeccrst 6aKTepHaIbHOTO reHa OMOCHHTE3a ayKCH-
Ha iaaM oy mpoMoTopamu pactuTesbHbIX reHoB YUC
BoccTaHapiuBana 3Tu aedekthl (Cheng et d., 2006).

Baxseiiyto posb B CO3IaHUNA I'PAJUEHTOB ayKCHU-
Ha UrpaloT TeHbl, KOHTPOJHUPYIOUIUE IONSIPHbIN
TPaHCIOPT 3TOro ropmoHa. Cpeiu MOCIEeHUX eCTh
TaK#e, MPOYKThI KOTOPBIX 00ECIeunBaIOT BXO/ ayK-
cuHa B KieTky (y A. thaliana ato yeTbipe rena cemeii-
crBa AUX/LAX: Parry et ., 2001) u Beixop u3 Hee (BO-
cemb reroB PIN/-PINS: Friml et a., 2003). ITpu pas3-
MeTKe MOJIOXKEHUsI TUCTOBBIX mpumopaues A. thaliana
raBHasl poib npuHaieskuT 6enky PIN1, koTopsbrit
aKTHUBEH IJIaBHBIM 00pa3oM B KIIETKaX IPOTOfep-
MaJIBHOTO CJIOS U JIOKAJIM30BaH Ha MeMOpaHax TaKuM
00pa30M, YTO HaNpaBJIeHNE MOTOKOB ayKCHHA PUBO-
[T K €ro KOHIEHTPAIUH B JIOKATBHBIX yJacTKaxX Ha
nepudepun AM, pasMeuasi nosioxkeHue OymyLIUX
npumopareB auctheB (Reinhardt et al., 2003). Touno
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TaK e JIOKaJbHasl KOHIICHTPALMsI ayKCHHA pa3Meyva-
€T MOJIOKEHUE CeMsIIoNell B SMOPHOTeHe3e, a MO3XKe —
u opranoB 1iBetka (Benkovaet a., 2003). T'er PIN/ ko-
upyeT GellOK — TpaHCMEMOpPaHHbBIA TPAHCIOPTED,
KOTOPBIi1 BOBJIEYEH B CJIOXKHBII TPOIIECC BEIHOCA ayK-
CHHA U3 KIIETOK, ¥ 9KCIPECCUPYETCS B KIETKAX IIPOTO-
nepMbl 1 poBofsmx TkaHei (Gaweiler et d., 1998).
IIpu orcyrctBum akTmBHOCTH TeHa PIN/ y myranToB
A. thaliana HapyimaeTcst pacmpeiesieHre ayKCuHa B pac-
TEHUSIX, HAOIOIAaI0TCSI aHOMAJIMH Pa3BUTHSI CEMSIIOTCH
(BMECTO JIBYX CeMsiIoNieil pa3BUBAIOTCS TPH, CEMSITOIH
YacTO CIMBAIOTCS), HAPYILIAETCsI (PUITIOTAKCHC, CTPYK-
Typa OpraHoB IBETKA 1 [[BETOHOCA, KOTOPbIN TEPMUHH-
pyeTcsi OyJIaBKOBHHON CTPYKTYpOil mocie hopMUpo-
BaHMsI HECKONIbKUX IIBETKOB HJIM TNOJHOCTBHIO JIMIIECH
1BETKOB (cM. 0630p: Pame, Galweller, 1999).

B KoHTpose TONSPHOTO TpaHCHOpPTa ayKcWHA
(ITTA) Bmecre ¢ renom PIN/ y A thaliana yuactByroT
rersl PINOID (PID) 1 MONOPTERIS (MP), kotopsie
BBITIONTHSIFOT PETYJISITOPHYIO WM CUTHANBHYIO (DYHK-
muro. ['er PID kopupyeT cepuH-TpeOHMHOBYIO POTe-
MHKWHA3Y, aKTHBHOCTH KOTOPOH BaskHA JIJIS TIPABHITh-
HoMt jokanu3anun 6enka PIN1, BBIHOCAIIErO ayKCuH.
Y myranroB pid 6enok PIN1 yrpaunBaeT cBOWCTBEH-
HOE JI7Is1 HeTO MOJIOSKEHNe Ha alMKaIbHBIX JacTsIX Kile-
Tok (Friml et al., 2004), uTo o6ycioBnuBaeT 1 (heHOTH-
nYecKoe cXoficTBO MyTaHTOB Pid 1 pin (Bennett et al.,
1995; Christensen et a., 2000). 'eu MONOPTERIS
(MP) xopgupyeT TpaHCKpUNIMOHHBIN (paKTOp ceMei-
crBa ARF (AUXIN RESPONSE FACTOR), koHTpOH-
PYIOIINI TTOJISIPA3ALMIO KIETOK M OCEBYIO Pa3METKY B
aMOpHUOreHe3e, a TakXkKe pa3BUTUEC MPOBOMSIIMX TKa-
Hell Ha mocTaMOproHanbHou craguu (Berleth, Juergens,
1993; Przemeck et al., 1996; Hardtke, Berleth, 1998).
T'en MP Mmoxet pgerictBoBaTh Beiieq 3a reHom PIN/,
y4acTBys B PETyJSIIMU ayKCMHOBOTO OTBETA B COOT-
BeTCTBUH C co3fgaHHbIME GenkoM PINI rpammentamm
ayKCHHA, XOTS HEJb3sl MCKIFOUNTh W BIUSHHS OelKa
MP Ha akTHBHOCTH TpaHcnopTepoB aykcuHa (Aida et
a., 2002) wn ux nokanusauuro (Friml et a., 2004).

DeHOKONUN HAPYUIEHN!, CBOVICTBEHHBIX MyTaHTaM
pid, mp u pin (ciusiane ceMsinodeit, HapyieHue -
JIOTaKcuca, pa3BUTHE IIBETOHOCA, TIOXOXKEro Ha OyJaB-
KY), MOXKHO MOJYYUThb IPU BbIpPAIMBAaHNM PACTCHUN B
MPUCYTCTBUM HHIMOUTOPOB TPAHCIOPTA AYKCHHA
(Okadaet al., 1991; Liu et a., 1993). Hapymienue oopa-
30BaHUsl JIUCThEB MOJ fielicTBueM uHruoutopos [TTA
MoKa3aHo Takxke Ha Kykypyse (Scanlon, 2003). Jlo-
KaJbHas alIuIMKalys ayKcuHa Ha MOBEPXHOCTH allul-
KaJIbHBIX YYaCTKOB OyJIaBKOBUAHBIX CTPYKTYP MYyTaH-
Ta PiN/ 1 TaKuxX e CTPYKTYp TOMAaTa, MOJYYECHHBIX B
pe3ynbTaTe KYJIbTUBHPOBAHUS BepXylleK mobera B
cpefie C UHTUOUTOPOM TPAHCIOPTa ayKCUHA, PUBOJIN-
Jla K MHULWAILMKA Pa3BUTHS JIATEPATIbHBIX OPraHOB B
y4JacTKax anIuIvKalyy, YTO NOATBEPXKAAET POib rpa-
IUEHTOB ayKCHHA B KOHTPOJE JIMCTOPACIOIOKEHUS
(Reinhardt et d., 2000, 2003). AyKcHH aKTUBHPYET IKC-
npeccuto reroB PID, PIN/ (Benjaminset d., 2001; Viet-
en et a., 2005; Scarpella et a., 2006), uTo mpogeMOH-
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CTPHPOBAHO ¥ JJIsl OPTOJIOTUYHBIX TEHOB Topoxa (Ba,
DeMason, 2006). brarogapst aToMy BbICOKast KOHIICH-
Tpauusl aykcuHa, HeoOXopumasi sl UHULUALKY pas-
BUTHSI IPUMOPJNS JINCTA, BCKOPE CHIKAETCS, YTO CBS-
3aHO C aKTHBalLMell TeHOB M Pa3BOPOTOM IOTOKA ayK-
CHHa B ME[IUAaHHYIO O0JacTh JIUCTA, Il pa3BUBAETCS
npoBofsiias cucteMa. Pa3BopoT moToka aykcuHa oOT
Pa3BHBAOIIETOCs IUCTa 00ECHeYnBaET BO3MOXKHOCTD
CO3[aHUsl HOBBIX JIOKQJIBHBIX Y4acTKOB KOHIIEHTpa-
LUK ayKCHHA, KOTOpPbIE OIPEJENSIOT MECTONOJIOXKE-
HHE HOBBIX IPUMOPJIUEB.

JlokanbHble KOHIEHTpalMM ayKCHHA pa3MeyaroT
MOJIOKEeHre OyIYIINX JIaTePaIbHBIX OPraHOB M aKTH-
BHPYIOT 9KCIIAHCUHBI, KOTOPBIE CIOCOOCTBYIOT PacTs-
>KEHHMIO KJIETOK, pa3pylias BOJOPOAHbIE CBSI3U MEXKY
[EeJUTIONO3HbIMA  (pubprutamu.  [11s1  GOBIIMHCTBA
MOKPBITOCEMEHHBIX NMEPBUYHON MHUIIEHBIO NEHCTBUS
SKCIMAHCUHOB SIBIISIOTCS KJIIETKU CyOIpOTOiepMallb-
HOTO CIIOSI, KOTOpbIe Gjarofaps pacTssKeHUIO M3Me-
HSIFOT aHTUKJIMHAIBHOE HallpaBJIeHNe AeJIeHNH Ha Tie-
PUKINHANILHOE, O0OycioBIuBas (opMupoBaHue Oy-
ropka Ha nepudepun AM — IHCTOBOTO MPUMOPHSL.
BaxHeiimas poip 3KCIIAaHCUHOB B MHULIAALAN PA3BH-
THS JIUCTHEB NTOKa3aHa B 3KCIIEPUMEHTaX Ha TOMaTax
C UCTIOTb30BAHMEM JIOKAJBHBIX alIUTNKAIWIA 9K30TeH-
Horo akcnancuna (Fleming et a., 1997, 1999), a Takxe
B ONbITaX Ha TPAHCT€HHBIX pPAaCTeHMX TabaKa, Coiep-
KalX WHAYIUOENBHYI0 BEPCHIO T'eHa 3KCIIAHCHHA
orypua CsExp/ (Pienetal., 2001). Mugykuust aKcnpec-
CHM 3TOTO I€Ha B HECKOJIBKUX CIOSAX KJIETOK Ha JIO-
KaJIbHBIX yuacTKax AM mpuBoiwWiia K MHAAIAN JTH-
CTOBOT'O MPUMOPJUS U Pa3BUTHUIO JIMNCTAa HA y4acTKe
anIIMKauu UHAYKTopa. B aTux ke sakcnepuMeHTax
MOKa3aHO, YTO TIPW alMUIMKANUN WHAYKTOpA Ha yXKe
MHULIMUPOBAHHBIA IPUMOPAMI U3 HETO pPa3BHBAJICS
JIUCT C TOTMOHUATEIIBHOM JIONACThIO.

Omnpepensitomast pois IITA B koHTpose dumio-
Takcuca, IO-BHAUMOMY, SIBIISIETCS YHUBEPCATILHOM,
IOCKOJIbKY IOKa3aHa TEHETUYECKUMH (U3yucHHe
MYTaHTOB) WU (PU3UOIOTHNYECKUMH (UCIOIb30BaHKUE
uHruOUTOpOB [1TA, 9K30reHHBIX aNIUIMKAUWA ayKCH-
Ha) METOJaMH KaK JJIsl IPEICTaBUTENEN ABYROIBbHBIX —
A. thaliana, ropunipi Brassica juncea, romatos, Taba-
Ka, — TaK W OHOAOJBHBIX (KYKYypy3bl). Tun ¢umio-
TaKCHca 3aBHCHUT OT MHOI'HX (DaKTOpPOB — pa3mepa
AM, 4yncna MHHALUANTBHBIX KJIETOK JINCTOBOTO MpH-
MOpJAHS, CKOPOCTH JIeJICHNsI KIETOK, CKOPOCTHU Tiepe-
nemkenns aykcnHa (apdexrtuaoctr [1TA) u np. u,
Kak MpaBWIIO, SBISIETCS BUAOCTIENU(PUIHBIM. B TO ke
BpeMsl TIpY 3aKOHOMEPHBIX WIN CIy4YallHbIX W3MEHe-
HUSIX BBIIIEYKA3aHHBIX IAPaMETPOB B OHTOT€HE3€ UK
y MyTaHTOB MOXKET IIPOUCXOUTL CMEHA Tuna (hUio-
Takcuca (cM. 0630peI: Reinhardt, 2005; Fleming, 2005).
B Hacrosimee BpeMs co3piaH psij MaTeMaTHIECKHUX MO-
fenedl (pUIOTaKCcuca, KOTOpble YUUTHIBAIOT (haKTO-
PbI, BIUSIONINE HA PacrionoxXeHne opraHos (CKpsiOuH
u ap., 2006), a TakkKe HOBbIE TaHHBIE O POJIM TPAHC-
[OpTa ayKCHHA, ¥ XOPOILO IPecKa3blBalOT UX U3Me-
HEHME B 3aBHCUMOCTH OT XapaKTepPHCTUK BCEX mapa-
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MeTpoB (cM. 0630p: Kramer, 2007 u cTaTbio B 3TOM
HoMepe: JIuxomBait u ap. C. 446) .

AJETEPMMHALIMA KIIETOK
JINMCTOBOUY MEPUCTEMBI

KneTtku, BoBIeueHHbIE B MHUIUAIWIO TIPUMOPIHS
JIUCTA, OTIMYAIOTCA OT OCTAIBHBIX IO CHEKTPY IKC-
MIPECCUPYIOMINXCS TEHOB, KOTOPhIe OOYCIOBIMBAIOT
WX IEPeXO]] B IETEPMUHAPOBAHHOE COCTOSTHUE U Map-
KUPYIOT MECTOTIOJIOXEHNE OYyAYIIUX JTUCTOBBIX MPH-
MopaueB. [leTepMuHUpOBaHHBIE KIIETKH JIACTA Xa-
PaKTepHU3yIOTCd OTPAaHUYEHHBIM YKCIOM [IEJICHHUIA,
MIO3TOMY JIUCTOBBIE MEPUCTEMbI MPONUMEPUPYIOT
OTpaHWYECHHOE BpeMsl B OTINUNE OT KIeTOoK AM, Ko-
TOpbIE COAEPKAT IMyJ CTBOJIOBBIX KJIETOK, 0Oecredn-
BalOIIXX (PYHKIMOHUPOBAHUE MEPHUCTEMBbI Ha BCEM
MPOTSKEHNH OHTOTeHe3a (MOJpOOHO reHeTHIeCKUN
KOHTPOJb (PYyHKIMOHUPOBaHUd AM onucaH B 0030-
pe atoro Homepa: JIyrosa, [lonyea. C. 420). ITepe-
XOJ KJIIETOK OT HEeIEeTEPMUHUPOBAHHOTO COCTOSTHUS B
AETEPMUHUPOBAHHOE ITOCTE BbIXOAa U3 cocraBa AM
KOHTPOJMPYETCsl FTeHaMU, KOTOpbIe B paifloHax Oyay-
I[ETO MPUMOP/IUS JINCTA TMOIABISIOT 3KCIPECCHUTO Te-
#HoB KNOXI (romeo6okcubix KNOTTED-nogo6HbIX
reHoB Kiacca |), mopiep>KuBaroyx CTBOJIOBOE CO-
crosiHue KieTok. O NeTepMUHUPOBAHHOCTU KIIETOK
CBUJIETEILCTBYIOT MHKPOXUPYPTrUYECKHE IKCIEepH-
MEHTBI, IOKa3aBIINe, YTO TaKUE KIIETKH CIIOCOOHBI K
(popMupOBaHUIO JTUCTA AakKe MOCIE UX OTACIECHUS OT
anuKaIbHON MepucTeMbl (Sachs, 1969).

BaxHeilmmmMn HeraTUBHBIMA PETYISITOPaAMH 3KC-
npeccun KNOXI-reHoB, npegoTBpamaroimx andde-
PEHIMPOBKY KIETOK MEPUCTEMBI, SIBISIIOTCS TCHBI,
KOJHUPYIOLIE TPAHCKPUIIIMOHHBIE (DAaKTOPbI cCeMe-
crBa MYB. ¥ A thaliana ato res ASYMMETRIC
LEAVES! (ASI), y kykypy3sl — ROUGHSHEATH2
(RR), y neBunoro 3eBa — PHANTASTICA (PHAN), y
tabaka — NtPHAN, y ropoxa — CRISPA. Hammune
TPaHCKPUIIMU 3TUX TEHOB M OTHOBPEMEHHO OTCYT-
CTBHE B YyYacTKaX pa3BUTHUS NPUMOPAUEB JIHCTA
Tparckpunuun ux muineneir — KNOXI-renoB — ciy-
KaT paHHUMU MapKepaMy HHUIMALUY JIUCTOBOU Me-
pHUCTEMBI U Tepexoa KIETOK Ha JeTepMUHAHTHBIM
nyth pasutusi (Smith et al., 1992; Jackson et al.,
1994). Y Bcex ucciiefOBaHHBIX MyTaHTOB UJIU TPAHC-
TeHHBIX PACTEHHUI ¢ HApYLICHNEM aKTHBHOCTH T'€HOB-
optosoroB AS//RSR2/PHAN nHabmroanu moBbIieHNE
akcnpeccru KNOXI-reHOB 1 60nee unu MeHee BbIpa-
>KEHHOE TPOSIBIICHNE 9KTONMYECKOH nponudepanun
KJIETOK. Y JIbBHHOTO 3€Ba M Ta0aKa BROJb IIEHTPaJlb-
HOHM XWJIKM Ha IOBEHUJILHBIX JIUCTBSIX HAOIIOAIH
(popmupoBaHNEe MOMONHUTENBHBIX JHMCTOBBIX IUIa-
cruaok (Waites, Hudson, 1995; McHale, Koning,
2004), y xykypy3bl (Schneeberger et d., 1998; Tim-
mermans et al., 1999; Tsiantis et al., 1999) u A. tha-
liana — oKkTOmMMYECKyr MpoNUdepanuo KICTOK
(Ori et a., 2000; Byrne et a., 2000, 2002; Sun et a.,
2002), y ropoxa — 3KTONMYECKUE BBIPOCTHI Ha JIH-
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CTBSIX Y IPWIMCTHHUKAX, & TaKXKe Pa3BUTHE TONOJHU-
TeJLHBIX MPUIMCTHAKOB Ha ocu ucta (Tattersall et al.,
2005). B monb3y OpTOIIOTMYHOCTH T€HOB CBUJIETEINb-
CTBYIOT HE TOJIBKO MX BBICOKAasi TOMOJIOTHSI, CXOICTBO
(peHoTHIa MyTaHTOB, y4yacTMe B IOJABICHUU
KNOXI-renoB, HO u cioco6HocTsE MYB-rena ognoro
BHJIa KOMIIEHCUPOBATh yTpaTy (PYHKIUU OpPTOJIOTra
npyroro Buna (Theodoris et al., 2003; Hay, Tsiantis,
2006). YuacTtre OpTOJOrOB B IMOAABICHAN IKCIIPEC-
cun KNOXI-reHOB, MOAepKUBAIOIUX HEETEPMHU-
HUPOBAaHHOE COCTOSIHHE KJIETOK, CBHACTEIBCTBYET O
KOHCEPBATUBHOCTU T'E€HETHMYECKUX MEXaHU3MOB [fie-
TEpPMHUHALMH KIIETOK JIMCTOBOTO MPUMOPHUS y BUOB
HE TOJBKO C MPOCTBIM, HO M CO CJIOXKHBIM JIUCTOM,
[peCcTaBUTEIIEM KOTOPBIX SIBIISIETCS TOPOX.

B wuccrnenoBanmsix Ha A. thaliana ycranosneno,
YTO TPOAYKT reHa AS/ oOpasyeT reTepomuMepHbIi
KOMIUIEKC ¢ MPOAYKTOM reHa AS?2 — GelTKOM ceMeil-
crBa LOB, ¢ moMeHaM# “IMHKOBBIE MAJbILI U JIEH-
IMHOBLIE “3acrexxku-moinnn” (Iwakawaet al., 2002;
Shuai et a., 2002; Xu et a., 2002, 2003), 4To XOpOIIO
OO'BSICHSIET CXOACTBO (peHOTHUIA MYTAaHTOB as2 (Ju-
CThsI MyTaHTa a2, Tak >kKe Kak as/, UMeIoT HepOB-
HYIO OYTPHCTYIO MOBEPXHOCTH, 00PA3YIOT 9KTONNYE-
CKHE BBIPOCTBI) U MPOSIBIICHUE B JINCTHSIX OOOUX MY-
TaHTOB 3KTOonnueckon npomugepanyuu KNOXI-reHoB
KNAT//BREVIPEDICELLUS (KNAT//BP), KNAT2 u
KNAT6 (Byrne et d., 2000, 2002; Semiarti et a., 2001;
Linetal.,2003; Li etal., 2005). Opronor rena AS (reu
indeterminate gametophyte/) BbisiBlIcH U y KyKypy3bl
(Evans, 2007).

denorun myranToB as/ u a2 A. thaliana nanomu-
HAeT TakoBOW TpaHcreHHbIX pacrenuil 35S :KNAT/
(rer KNAT/ mopm KOHTpOIJIeM CHJILHOTO HTPOMOTOpPaA
BHpYyca MO3auKH 1BeTHOI Kanyctbl 35S-PHK: Chuck et
a., 1996), Ho OOGHaApYKMBACT U Psif] CYIIECTBEHHBIX OT-
JM4Uil. Y TpaHCT€HHBIX PACTEHUI JTUCT HE IMEET TaKOH
BOJIHUCTOM Oyrop4aTodl JUCTOBOM IUIACTUHKHU, KaAK Y
MYTaHTOB, 3TO CBUAETEILCTBYET O TOM, YTO MULLIEHSIMHI
meiicTBust reHOB AS/, 2 MOTYT OBITH U JIpyTHUe, TOKa He
UCHTU(UIMPOBAHHbIE, TeHbL. Y MyTAaHTOB B OTIINYHE
ot pacrennit 35S :KNAT/ cymiecTBeHHO HIKE pacce-
YEHHOCTb JIUCTHEB, HET NMOYEK HA IIOBEPXHOCTH JIUCTO-
BBIX INTACTUHOK, XOTSI 3KTOMMUYECKIE BLIPOCTHI 006pa3y-
FOTCS1 B CUHYCaX JIMCTHEB OOOMX MyTaHTOB U HA Yepelll-
Ke MyTaHToOB a2 (cM. craTeto By Xyen Yanr u ap. B
cnenytroiieM Homepe: T. 39. Ne 1). DTo yka3biBaeT Ha
CylLlleCTBOBaHME NOMUMO reHoB AS/, 2 Apyrux Hera-
TuBHBIX perynsiTopoB KNOXI-reHoB.

JIBa HOBBIX peryisaropa 6bUTH HAeHTA(DUTUPOBA-
HBI HEJaBHO — 9TO romMoJiornynwle redbl BOP/, 2, ko-
TOpble BMecTe ¢ TeHamu AS/,2 y9acTBYIOT B TOJIaB-
nennn aKkcrnpeccnn reHoB KNAT/,2,6 B nucTeax u
NPUHUMAIOT YUaCTHUE B PETYJIISINH Pa3BUTHUS TPOKCH-
ManbHO# yacTu aucra (Haet al., 2003; Norberg et .,
2005). I'es TAENIATA (TAE) nmogasnsieT He TOJIBKO
akcnpeccuto reHoB KNAT//BP, KNAT2, KNAT6, Ho u
rena STM. MyranT tae o6pa3yeT Ha TOBEepXHOCTH JIH-
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CThEB JOMOJHUTENbHbIE JIOMACTU, MOYKU U Lejble
PO3ETKH JINCThEB, XOTS 3TH MPU3HAKY XapaKTepu3y-
FOTCSl BapbUPYIOIIEH 3KCIPECCUBHOCTHIO U TEHe-
TPAHTHOCTBIO, 3aBUCAIICH OT YCIOBUN BBIpaIllWBa-
Husd (JIeGepea u aip., 2005).

I'papueHTs! ayKcuHa TaKXKe UTPAOT BaXKHYIO POIIb
B perymsmun akcnpeccnn KNOXI-reHoB. MyTtaHT
semaphore/ (sem/) KyKypy3bl XapaKTepHu3yeTcsi Hapy-
LICHUEM ITOJIIPHOTO TPAHCIOPTA ayKCHHA U aHOMAJIU-
MU pa3BUTUSl 3MOPHOHOB, 3HJOCIEPMa, KOpHEN,
cTe0JIs, IIBETKOB, COCYAUCTON CUCTEMBI, CIIASTHUEM Op-
ranoB (Scanlon et a., 2002). B otiuume OoT pacTeHuit
[uKOro tuma, y kotopbix 6eaku KNOXI| Hakannmsa-
oTcsi B AM 1 B crebse, HO He OGHapy>XKMBarOTCI B
IPUMOPAUSIX JIICTHEB U MOJIOABIX JIMCTBSIX, MyTaHT
sem/ noka3blBajl 3KTONUYECKOE HAKOIJIEHHE OEJIKOB
KNOXI-reHoB B IpUMOPAMSX INCTHEB. DKTOMMIECKAs
tparckpunmms KNOXI-reroB GNARLEY/, ROUGH
SHEATH! naGmniofanack B 3peJIbIX JIUCTHSIX MyTaHTa,
B TO BpeMs KaK Y AMKOTO TUIIA TPAHCKPUNTHI 3TUX Tre-
HOB He oOHapyskuBatorcs (Scanlon et a., 2002). Takue
JaHHbIE CBUAECTENBLCTBYIOT O CBsi3u Mexay ITTA u pe-
rymsinueit KNOXI-renos 8 AM.

3TO mpeaAmnonoXxeHne NOATBEPKACHO U B MCCIENO-
BaHMsIX B3amMoOfelicTBuil Mexay rermom A. thaliana
ASI u renamu, perynupytoummu ITTA (PIN/) u nepe-
nauy aykcimHoBoro curaaia AXR/ (Leyser et ., 1993).
Bbimo  BBISIBIEHO yCUJIEHHE 3KCIPECCMH TIeHa
KNAT//BP (Ho He rena STM) B cuHycax JINCThEB U K-
TONMYECKOH Nponudepanui KIETOK JIUCTA Y ABOHHO-
ro MyTaHTa aux/ as/ o cpaBHEHUIO C ONMHOYHBIM MY-
TaHTOM aS/ (pa3BUTHE AOMOIHUTENBHBIX JIOMACTEH,
NOSIBIICHUE TIPWIIMICTHUKOB B CUHYCaX JINCTHEB), CBUJE-
TEJBbCTBYIOLEe 00 yJacTUM ayKCHHOBOI'O CHIHAJIa B
nopaBienne akcnpeccun rena KNAT//BP (Hay et al.,
2006). OOpaboTKa pacTeHHl JUKOrO THIIA HWHTAOUTO-
pamu ITTA npuBoguiia K 3KTOMUYECKON IKCIOPECCUU
reHa KNAT//BP B uepenikax 1ucTbeB; yCUIEHUE IKC-
mpeccuu 3TOro reHa (Ho He reHa STM) ob6HapykeHO
U B JIUCTBSIX MyTaHTa PiN/ (10 CPAaBHEHHIO C UKUM
tunom). PakT akronuyeckoit akcnpeccun KNAT//BP
OTYACTH OO'BSICHSIECT XapaKTepHbIE JIJIsl MyTaHTa Pin/
(peHOoTHIIMUECKE OCOOEHHOCTH — CHUXKEHHOE YHCIIO
JUCTHEB PO3ETKH, OTCYTCTBHE I[BETKOB, UTO IOJ-
TBEPKACHO YACTUYHOI HOpMalu3anuen peHoTuna y
nBorHOrO MyTaHTa pin/ bp (Hay et al., 2006). Takum
00pa3oM, ayKCHH, JIOKaJIbHbIE KOHIEHTPALUN KOTO-
pOro pa3MeyaroT MOJIOKeHHe OyAyINX NPUMOPAKUCB
JIMCTHEB, BMECTE C reHOM AS/ NMPUHAMAIOT y4acTHe B
nonasiennn aKcnpeccud oTaenbHbIX KNOXI-reHos,
omnpeyesisi AeTEPMUHAHTHBII TUIT MEPUCTEMBI JIUCTA.

T'er STM Taxxke siBnsietcs KNOXI-rernom, yuacTBy-
IOIM B TIOJJIEP>KaHUU HEJIeTePMUHAPOBAHHOTO CO-
CTOSTHUSI KIIETOK AM, 11 He 3KCIIpeccupyeTcst B IPUMOP-
nusix macta (cM. 0030p B 3ToM HoMepe: JIyToBa, [lonye-
Ba. C. 420). I'ennt AS/, AR He BIUSIOT Ha SKCIPECCHIO
STM, 1 nofiaBeHne ero aKCIpeccuy OCYIIECTBIISIETCS
IPYTEMH T€HE THIECKIMI MEXaHI3MaMH, KOTOPbIE TaK-
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ke cBszaHbl ¢ perymsmuent [TTA. YcranosiaeHo, 4To
akcnpeccust STM akTHBHpYeTCs peryiIsiTOPHbBIMUA Te-
namu CUP SHAPED COTYLEDON (CUC/ u CUC2),
KOTOpbIE YYaCTBYIOT B NOJJIEPKAHNM HEIETEPMUHU-
POBAHHOI'O COCTOsIHUSI KIIeTOK AM ® B mpocTpaH-
CTBEHHOM pa3IPaHUYEHUU JIAT€PaJbHbIX OPIraHOB
(Aida et al., 1999; Takada et a., 2001). B cBoro oye-
pens maTTepH u ypoBeHb akcnpeccnu reHoB CUC/ n
CUC?2 3aBucAT OT pacnpefielieHus ayKCHHA U Tepefa-
YH ayKCMHOBOTO CUTHAJIa, KOHTPOJIUPYEMOTO IeHa-
mu PIN/, PID u MP (Aidaet al., 2002; Furutani et al.,
2004). AXTUBHOCTD 3THX I'¢HOB HeOoOXomuMa JIJIs I10-
nasnenns skcnpeccun reHos CUC/, CUC2 u STM B
ydJacTKax 3aJ0KeHHs IPUMOPAKEB JTaTepaIbHBIX Op-
TaHOB U OTPENICJICHNS JETEPMUHAHTHOTO COCTOSIHUS
UX KIIETOK.

TEHETUYECKHNI KOHTPOIIb .
AJAKCHAJIbBHO-ABAKCHUAJIbBHON
INOJIAAPU3 AN ITPUMOPON A

Jlesennst HUIMANBHBIX KJIETOK JUCTOBON MEpPH-
CTEMbI PUBOJST K TMOSIBICHUAIO JTUCTOBOT'O TIPUMOP-
[¥s U fajbHEHIIEH JeTEPMUAHALIMY KIIETOK JINCTOBOI
MEpHUCTEMBI — pa3MeTKe €€ Ha OlpefesIeHHbIe JoMe-
HbI, KOTOpBIE AaAyT HayajIo pa3HbIM y4yacTKaM JIICTa
(BepxHEl U HUKHEH, NPOKCUMABHOU U JUCTATBHOM,
ME[UAHHOW W JaTepanbHON). [leTepMuHanus BepX-
HEell U HIDKHEH CTOPOH JIUCThEB (afiakCchHanbHO-a0aK-
cuasibHas MOJSPU3anusl JUCTa) — BaXKHEHIIUI 3Tar
Pa3BUTHS, KOTOPBII NpEAIIEeCTBYeT pa3MeTKe Ha
LHEHTpPaNbHBIA U JaTepajbHble JOMEHBI U SIBISIETCS
HEOOXOIMMBIM YCIIOBHEM Pa3BUTHS NJIACTUHKU JIH-
cta. [lonsgpuzanus 11cTOBOro NPUMOPANS CBsi3aHa C
HeficTBHEM JBYX TPYII I€HOB, KOTOpble KOHCEpBa-
THUBHBI TaK e, KaK U T€HbI, pa3Meyvalolne mojaoxe-
HUE IPUMOPANS U AETEPMHUHAILIAIO €T0 KIeTOK. ['eHbI
cemeiictea HD-ZIP kiacca ll1, k kotopeim y A. thaliana
otHocsitca PHABULOSA (PHB), PHAVOLUTA (PHV)
n REVOLUTA (REV), ycTranaBnImBarOT 1 MOIepsKABa-
FOT mudepeHIMPOBKY KIETOK BepXHEN (ajlakchallb-
Hoit) ctoponbl (McConnell et al., 2001; Otsuga et a.,
2001). IudpepeHnupoBKa KIETOK HIXKHEN (abakch-
aJbHOM) CTOPOHBI JINCTHEB KOHTPOJUPYETCS Mpeh-
CTaBUTEJISIMU ABYX CEMEIICTB PErysITOPHBIX TEHOB —
KANADI (KAN) u YABBY (YAB) (Sawaet d., 1999; Seg-
fried et d., 1999; Kerdtetter et a., 2001; Esched et d.,
2001). MyTauuu ¢ cynepakcnpeccueil FeHOB ceMelcTB
KAN 1 YAB npuBopsiT K 00pa3oBaHIIO a0aKCUAITU3UPO-
BaHHBIX PaNKAIBHO-CUMMETPHYHBIX opraHoB (Ker-
Stetter et al., 2001; Esched et d., 2001). IIpoTHBOMONOXK-
HbI 3¢ dekT (mpeBpalieHne adbakCuanbHbIX YacTell B
ajlakcuanbHble) HAOMIONAETCS Y MYTAHTOB C MOTEPEN
dyukiun Heckosbpkux renoB KAN (Esched et d., 1999,
2004) u YAB (Kumaran et al., 2002). ITpogyKThl T€eHOB
KAN nmopasmsitot axcnpeccuto reHoB HD-ZIP B HimkHe
CTOPOHE JIMCTOBOTO NPUMOPAUSl M HaoOopoT. Takas
TOHKAs B3aMMHasl PETyJISIHs MONSPU3YET TPUMOPANI
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M CcO37aeT BO3MOKHOCTD JIJIsl pa3BUTHsI OOCHX CTOPOH
mucra (Esched et d., 2001, 2004).

Ha nucThsix ABOIHBIX ¥ TPOITHBIX MyTaHTOB yah3-2,
fil8, fil§ yab3-2 pa3BuBamich aKTONMMIECKHE BBIPOCTHI,
YTO CBSI3aHO ¢ aKcnpeccuell B ux muctbsax KNOXI-re-
moB (Kumaran et al., 2002). CnegoBaTelbHO, T'€HEI
YAB MoryT y4acTBOBaTh B MOJJaBIIEHUH 3KCIPECCHN
KNOXI-reHoB B NUCTBSIX BMeCTe C T'€HaMH Kjacca
MYB (opronoramu PHAN/AS/). Ha runoxkoruie my-
tanTta kan/ kan2 kard Takske oGpa3yroTCst IMCTOMO-
MOGHBIE BBIPOCTHI, PACMIOIOKEHNE KOTOPBIX OTpeie-
nsieTcst MecToM aKcnpeccuu rena PIN/ u cBsizanHO1 ¢
Hell KOHLEHTpAlel ayKCuHa B IOKAIBHBIX Y4acTKax
Oymyiero THMoOKOTUIIS ele B aMOpuorenese (1zhaki,
Bowman, 2007). ITo-BuguMoMy, 3KTOIMIECKHE BHIPO-
CTbI HAa TUIIOKOTUJIE U JIUCTHIX MyTAHTOB C HAPYILICHU-
eM (YHKIUN TEHOB, KOHTPOJUPYIOIIUX pa3BUTHE
HIDKHEN CTOPOHBI JINCTA, MOTYT BO3HUKATH B PE3YJIb-
TaTe NPOLECCOB, MOXOKUX HA MHULUALNIO IPUMOPAU-
€B JIUCThEB Ha nepudepun AM, ydacTHUKaMH KOTO-
poix siisitorcest renbl KNOXI 1 gpyrue, KOHTponupyro-
mue (popMUpOBaHUE TPAIUEHTOB ayKCcHUHA. [leiicTBys
B Pa3sHBIX y4acTKax OMHOH HEJETEPMUHMPOBAHHOU
CTPYKTYphl (AM unm B JTUCTHSIX MYTaHTOB C Hapylle-
HHUEM JIeTepMHUHALMN) U OCYILECTBIISISI B3aNMHYIO He-
TaTUBHYIO PETYISINIO, 3T BaXKHEUIIINE KOMIIOHEHTBI
BO B3auMopeicTBuu ¢ npopyktamu renoB PHAN/AS/
MOTYyT OOYCIIOBJIMBATh Pa3BUTHE JIHCTHEB IO OOKaM
AM B pacTeHHsIX IUKOTO TUMA WU JUCTOMOTOOHBIX
CTPYKTYp Ha JIMCTBSIX MyTaHTOB. B mazyxax nmogoOHbIX
cTpykTyp y MyTanTa A. thaliana tae ¢popmupyrorcs ma-
3ymIHble MepucteMbl (JIebepena u fip., 2005). MoxkHO
npefnonaraTb, YTo Te Xe reHeTHYECKue MeXaHU3MbI
BBI3BIBAIOT SIBJICHHE (PONMAPHON BUBHIIAPHUH, XapaK-
teproe s BugoB Cardamine mathioli u C. pratensis
(bateiruna u sip., 2006).

O Hepa3pbIBHOM CBSA3M MEXK1y IIPOIIECCaMy IIEPEXo0-
fla KJIETOK JIMCTa Ha JIeTEPMUHUPOBAHHBIN Ty Th Pa3BHU-
TSI ¥ NOJISIpU3ayeli CBUAIETENbCTBYET TaksKe BIUSHUE
Ha TIOJSIPU3AIMIO JIICTOBOTO NPUMOPAUSI OPTOJIOTOB
PHAN/AS!, nopasmstrommux akcnpeccuro KNOXI-reHos
B JINCTOBOM HPUMOpPAMH. Y MyTaHTOB phan J5BUHOTO
3eBa FOBEHWIBHBIE JIUCThSI TPOSIBISIFOT HAPYIICHHUS
pocTa JIMCTOBOM INIACTHHKH W 00Pa3yloT Ha BepXHel
CTOPOHE JINCTHEB YUACTKU C XapaKTepUCTUKAMU HUXK-
HEWl CTOPOHBI, a JIUCThA B3POCIBIX PACTEHUIA MMEIOT
PaiabHO-CUMMETPUYHYIO CTPYKTYPY 32 CUET HOJ-
HOTO Heopa3BuUTHs BepxHei cropounbl (Waites et al.,
1998). Hapy1enust pa3BuTHs HOJSIPHOCTH JIUCTA B OT-
CYTCTBHE aKTHUBHOCTH opTojoroB PHAN BbIsIBICHBI
Takxke y Tabaka (McHae, Koning, 2004) u A. thaliana
(Sunetadl.,2002; Xuetal.,2003; Fuetal., 2007). Hapy-
LICHWE TOJSPHOCTH HAOIIOfANM W Y TPAaHCTEHHBIX
pacTeHuil TomMaTa ¢ HHaKTUBHMPOBAaHHBIM T'OMOJIOTOM
PHAN (Kim et al., 2003a), KOTOpbIil B OTIINYUE OT I'O-
MOJIOTOB JIPYTUX BUAOB (CM. BBIILE) HE SIBISIETCS pe-
npeccopom KNOXI-reHoB, HO, TO-BUAMMOMY, COXpa-
HSeT (PYHKIUIO KOHTPOJIsl [upepeHMpOBKI BEPX-
Hell ctoponbl smcta. Ponbs opronoros PHAN/AS/ B

EXOBA

KOHTPOJIE TIOJISIPHOCTH MOKET OBITh CBSI3aHA C X BJTH-
stHIeM Ha 3Kcnpeccuro reHoB REV, PHB, PHV, netep-
MUHHUPYIOIIMX BEPXHIOIO cTopony sucra (Fu et al.,
2007).

Takum 006pa3oM, MEKY pa3HbIMHU 3TAIAMU Pa3BU-
TUSI JIUCTA CYILECTBYET OYEHb TECHAs CBSI3b, KOTOpasi
00yclIOBIeHa yJacTHEeM OfHMX M TeX Ke I'eHeTHhye-
CKUX U (PU3MOJIOTMYECKUX CHCTEM B KOHTpOJE He-
CKOJIBKHX ITOCJIEIOBATENbHBIX 3TAllOB MOP(OreHesa.
AyKCHH, IONSIpHBbIE TPAIUEHTHI KOTOPOTO CO3IAF0TCS
Onarofgapst akTHBHOCTU '€HOB CHHTE3a 3TOI'O TOPMO-
Ha U TeHOB, 0OECNEUNBAIOIINX €ro MOJSIPHBIN TPaHC-
MOPT, YYACTBYIOT B KOHTPOJIE NPAaKTHYECKH BCEX 3Ta-
[IOB Pa3BUTHS JIUCTA — HAYMHAS C Pa3METKH HOJIOKe-
HUSI, NEeTEPMUHAINHA KJIETOK W CTAaHOBJICGHHH €Tro
TOJISIPHOCTH U 3aKaHYMBAsl 3TAllaMU Pa3BUTHSI COCY/H-
CTOI1 CUCTEMBI M KPa€eB JINCTOBOY INTACTUHKH, KOTOPbIE
3meck He paccMartpuBatotcs. [enbl AAPHAN/RS? — He-
ratuBHble peryisaropbl KNOXI, ompepenstoriue ne-
TEPMUHUPOBAHHOE COCTOSIHUE KJIETOK JIMCTOBOIO
MIPUMOPJINS, UTPAIOT BasKHYIO POJIb M B ONIPEeICHUN
BEpXHEH U HIKHEN CTOPOH MPUMOPAHSI, OCYILIECTBIISIS
perymsmuro skcnpeccnu reaoB REV, PHB, PHV. I'enbt
YAB 1 KAN He TONBKO KOHTPOJIMPYIOT HOJSPHOCTD,
HO 1 BiusiroT Ha akcnpeccnto KNOXI. Jnst GonbimH-
CTBa I'€HOB BbISIBJICHBI OPTOJIOTH B PACTEHUSIX Pa3HbIX
BUJIOB, UTO CBUJIETEIILCTBYET O KOHCEPBATUBHOCTH Oa-
30BOH CTPYKTYPbI T€HETUYECKOT'O KOHTPOJISI Hauallb-
HBIX 3TANoB MOp(OreHe3a JIMCTa, B TOM YHUCIIE U CBS-
3aHHBIX C CO3[JaHAEM I'PAIUCHTOB ayKCHHA.

KOHCEPBATUBHOCTDb 'EHETUYECKHNX
MEXAHUN3MOB PA3BUTUA JINCTA
N PABHOOBPA3UE EI'O CTPYKTYPEI

XOTs 9UCIIO BUMIOB, [JIsI KOTOPBIX HAYATO M3yUe-
HHUE TEeHeTHKU MopgoreHes3a JIMCTa, oKa OrpaHnuye-
HO (OCOOEHHO CO CIIOXKHBIM JIUCTOM), YK€ CEerOfHs
MOSKHO BBIIEJUTb T'PYNIbI T€HOB, OPTOJIOTH KOTO-
PBIX BBISBIICHBI y BCEX UCCIEOBAHHBIX PACTCHUN W
KOTOpBIE UTPAIOT BasKHYIO POJIb B Pa3BUTUU JIACTA.
3OTO reHbl, 00ecleYnBaIoOIIe CO3JaHNE JIOKATBHBIX
KOHIICHTpalUil ayKCMHAa W KOHTPOJUPYIOUINE pa3-
MeTky npumopauneB. K aum otrocstest KNOXI-rensi,
ux HeraTtuBHbIE perynaTopsl AYPHAN/RS?, a Takke
TeHbl, ONpEe/eIIoNIne MOMSIPHOCTh TucTa. B3anmo-
perictBue reHoB KNOXI 1 AAPHAN/RS2, ux B3auMo-
MCKITFOYAFOIIUI MMAaTTEPH 3KCIPECCUH TPU (pOPMHIPO-
BaHMU IPHMOPAUS JINCTA TMoKa3zaubl st A. thaliana,
KyKypy3bl, TbBUHOTO 3eBa, Tabaka, ropoxa — MO-
IeTbHBIX TeHETHIEeCKUX 00 HeKTOB. Jlnmb npu pas-
puTuu gucra tomata red PHAN He mogaBaseT 3Kc-
npeccuro KNOXI B mpumopauu nucra, U TeHbI 9KC-
MPECCUPYIOTCS B TMEPEeKPBIBAIOIINXCA TOMEHaX
(Kim et al., 2003b). Bzanmoneiictsue reaos KNOXI u
WX HETaTUBHBIX peryisitopoB MYB-knacca oGHapy-
SKEHO Ja’ke MPHU Pa3BUTHH (PWIIIOMOB Y TPEICTaBH-
tens miaayHoBuaHbIx Selaginella (Lycopodiophyta),
ryie HabJIFoIaau TOT Ke B3aNMOUCKITFOUAFOIINI TTaT-
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TEepH 9KCIPECCUH 3TUX TeHOB. Bosee Toro, oprojyior
AS/ u3 aToro Busa cnocob6eH BOCCTaHABIUBATH (pe-
HoTHN MyTaHTa as/ A. thaliana, uro cBueTeabCTBY-
eT 0 KOHCepBaTUBHOCTH (PYHKIUH 3TOro rena (Har-
rison et al., 2005).

OpTONIOTNYHbIE CHCTEMbI T'€HOB AEHCTBYIOT U Ha
JTane ONpefeIcHNs] BEPXHEN 1 HIDKHEN CTOPOH JIUCTA.
Taxk, Hanpumep, ponb renoB HD-ZIP knacca 11 B getep-
MUHAIWI BEPXHEW CTOPOHBI JIICTa TIOKA3aHa HE TOIBKO
TSt AByIOsIbHOTO pactenus A. thaliana, Ho u st ofHO-
[OJIBHOTO — KYKYPY3bl, Y KOTOPOI WACHTU(DULIPOBAH
red ROLLED LEAF/(RDL/) — opronor REVOLUTA
A thaliana (Nelson et al., 2002; Juarez et d., 2004). Ynu-
BUTEINILHO U TO, UTO 3KCIpecchs 000UX OPTOIIOTOB pe-
rympyetcd MukpoPHK, npudem ata perynsuuysi reHoB
HD-ZIP xnacca |l oOHapy>KuBaeTcsi He TOJIBKO y ce-
MEHHBIX PaCTEeHHIA, HO 1 Y IpeficTaBuTeNe MOX000pas-
HBIX, IIAYHOOOPA3HbIX, AIIOPOTHUKOB, T.€. SIBISETCS
npesneit (Floyd, Bowman, 2004). BeIsiBiieHbI 1 OPTOITO-
ru reHoB cemeiicTBa YABBY — y nbBHHOTO 3€Ba 3TO reH
GRAMINIFOLIA (GRAM), KOTOpBIii TaK 3Ke, Kak 1 y
A. thaliana, nerepmuHnpyeT 06pa3oBaHue HIKHE CTO-
poubl ucta (Golz et al., 2004).

HecMmoTpst Ha CXO[ICTBO T€HETHYECKHUX CUCTEM KOH-
TPOJIsl HAYaJIbHbIX CTAUI pa3BUTHS JIUCTA, HOKPBITO-
CEMEHHbIE PAaCTeHHs AEMOHCTPHUPYIOT HEOObIYANTHO
HIMPOKOe pazHooOpasue (popM. JINCTbs IPUHATO NMOA-
pasfendaTh Ha ABE OCHOBHbIE IPYMNIBI — MPOCTbIE U
cioxHsble. IIpocToil cunraeTcs NMpegKoBoil (hopMoii,
CJIOKHBII JIUCT BO3HHUKAJl HEOJHOKPATHO B IIpolecce
aBomonun (TaxramksH, 1954). EquHoro MHEHHsS O
TOM, KaKHe JIUCThsI OTHOCSTCS K TOH UJIY UHOM IpyIIie
U KaK OHH BO3HHKIIH, CPEX YUEeHBbIX HeT. Cunraercs,
YTO CIOXKHBIA JIUCT B OTJIMYKME OT IPOCTOrO 3HAYM-
TEJILHO J0JIbIIIE COXPAHSIET HElETEPMIUHUPOBAHHOCTD,
CBOIICTBEHHYIO NOOEry, U MOXKET paccMaTpUBATbCS
KaK CTPYKTypa, 4YaCTUYHO TOMOJIOTHYHAs MOOErYy.
Jlpyrue y4eHsle NpefosaratoT, YTO MeX/Y IPOCThIM
U CIOXHBIM JIUCTOM CYILECTBYIOT JIUIIb KOJIHYe-
CTBEHHBIE Pa3JIN4Nsl, TOCKOJIBKY JUCTOUKH CIOKHOTO
JEcTa MOIJIM BO3HMKAaTh KaK pe3ynbTaT guddepen-
LUAJIbHOI aKTUBHOCTU Pa3HbIX Y4aCTKOB MEPUCTEMBI
npocroro Jucta (cM. 0630p: Bharathan, Sinha, 2001).

I'eHeTnueckue JaHHBIE CBHUAETEIBLCTBYIOT O TOM,
YTO B JIUCTBHSIX OOJIBIIMHCTBA UCCIEOBAHHBIX OOBEK-
TOB CO CIIOKHBIMH M PACCEUEHHBIMHU JIUCTHSIMH (BKJTIO-
yasi BUfibl, JJIs1 KOTOPbIX U3y4YeHUE MyTaHTOB HE IIPOBO-
munn) akTuBHbl KNOXI-reHbl, KOTOpbIE SIBIISIFOTCS
MapKepaMu HefleTepMUHIpoBaHHON AM mnooOera. Ha-
JIM4Ke 3KCIPECCHU 3THUX I€HOB B JIICTE CIIOCOOCTBYET
COXpaHEHMIO HEJIeTEPMUHUPOBAHHOCTH KJIETOK U OT-
KpPbIBAaeT BO3MOXKHOCTH JJIsl YCIIOSKHEHUS! €0 CTPYKTY-
Pbl — IOJIUMEPHU3aluK IPUMOPANS B pe3yJIbTaTe akpo-
1 Ga3UINETATBHOTO 3AJI0KEHNS U Pa3BUTHS €r0 YacTell.
OG0 3TOM CBHJIETENBCTBYET Pa3BUTHE JIONACTEN Ha JIU-
CTBSIX MyTAQHTOB M TPaHCreHHBIX pactenuit A. thaliana,
9KTONUYECKH 3KCIPECCUPYIOLUX COOCTBEHHbIC WU
KNOXI-reHb! u3 Ipyrux BUOB pacTeHHI, B TOM UHCIIE

OHTOT'EHE3 Ne 6

ToM 38 2007

439

U3 OHOJOJBHBIX, TOJIOCEMEHHBIX U JJaKe U3 ManopoT-
mnka Ceratopteris richardii (Sano et a., 2005). TToxo-
Kuft (PEeHOTHT UMENHU JINCThsI TPAHCTEHHOTO Tabaka,
KapTodens u Ap. pacTeHuil. Y MyTaHTOB M TPaHCI€H-
HBIX PacTeHUll ToMaTa BbISIBIIEHA PsSIMasi 3aBUCUMOCTb
Mexnay ypoBHeM akcrpeccurn KNOXI-reHoB U umncinom
nonacreii mucra (Hareven et al., 1996; Chenet d., 1997;
Parnis et al., 1997; Janssen et al., 1998). ITpocTeie nu-
CThsl OflyBaHumKa Taraxacum officinale, rpancgopmu-
poBanHoro KNOXI-reHamu sTaMeHs, TaKKe CTaHOBU-
nuck cutbHO paccevendnivu (Miller et al., 2006). Bee
9THU JaHHbIE CBUJIETEJILCTBYET O BHICOKON KOHCEpBa-
TUBHOCTH (DYHKI[A TOMEOOOKCHBIX T€HOB M YKa3bIBa-
IOT Ha UX BO3MOXHYIO POJIb B YCIIOXXKHEHUH CTPYKTY-
pBI JUCTA.

Y pacrennii, IMEIOIIUX TPOCThIE LENbHbIE JTUCThSI
(KyKypy3a, Tabax, TbBUHBIN 3¢B, A. thaliana), skcmpec-
cust KNOXI-reHOB, BBIKITIOUEHHAS B yUYaCTKaX MHAIHAA-
MY TIPUMOPJIMEB JINCTA, He BO30OHOBIISICTCS U HA TO-
CIeyIoNMX cTafusix ero passutus (Smith et d., 1992;
Lincoln et d., 1994; Nishimura et al., 1999; Waiteset d.,
1998). Y cepneunnka Cardamine hirsuta c pacceueHHbI-
MU ucthsivu akcpeccrn KNOXI-reHOB HeT B mpruMop-
JIH, HO TI033Ke OHAa BO30OHOBIISICTCS M OOYCIIOBIIMBACT
nposigepalyio KIETOK, HEOOXOANMYIO ISl pa3BUTHS
JIoNacTell B y4yacTKaX, KOTOPbIe MapKHUPYHOTCS 3IKC-
npeccreit opronora reHa AS/. Y TpaHCTeHHBIX pacTe-
HUIl CEpieYHUKA CO CHIDKEHHOW 3KCIPECCHEN OIHOTO
n3 KNOXI-reroB (romosora STM) nucThst mpenMyiiie-
CTBEHHO OBLIM IIETHHBIMA W HAIIOMUHAINM TaKOBbIE
A thaliana. IToka3aHo, YTO pa3auuust B XapakTepe IKC-
mpeccun optoioroB KNOXI-rera KNAT//BP B pacre-
Husix pukoro tuna A. thalianan C. hirsuta o0ycinoBneHsr
pa3NuuUsIMA B CTPYKTYpE PETYJISTOPHBIX YYacTKOB
3THX OpTOJNIOrMuYHbIX reroB (Hay, Tdantis, 2006). Dtu
NIaHHbIE TIOITBEPXKAAFOT THIIOTE3Y O TOM, YTO U3MEHE-
HPE XapaKTepa KCIPECCU KOHCEPBATUBHBIX PEryJisi-
TOPHBIX T€HOB — THUI T€HETUYECKON M3MEHUYMBOCTH, KO-
TOPBII MOXKET TOCTaBISATh LECHHBI MaTepHan s
€CTECTBEHHOT'O OTOOpa M JIeXKaTh B OCHOBE 3BOJIIOLH-
OHHBIX NPe0Opa30BaHMil MOP(OIOTUUECKUX CTPYKTYP
(Doebley, Lukens, 1998).

Boszo6uosnenne akcmpeccun KNOXI-renoB Ha-
Onrofanu W TpU  Pa3BUTHU CHJIBHO pacceveH-
HBIX/CIIOXHBIX TucTheB Oxalis purpurea (Oxalidaceae),
Achillea millefolium (Asteraceae), Aquilegia vulgaris
(Ranunculaceae), Pseudofumaria lutea n Eschscholzia
californica (Papaveraceae), Lepidium perfoliatum wu
L. hyssopifolium (Brassi caceae), Daucus carota (Apiace-
ae), Cissus congestum (Vitaceae) (Bharathan et d., 2002;
Groot et a., 2005). Skenpeccust KNOXI-renoB o6Hapy-
SKeHa TaKKe B Bafisix manopoTHUKOB (Sano et a., 2005).
ToT ¢axT, 4YTO B pacCceYeHHBIX U CIIOXKHBIX JIUCTHSX
akcnpeccupytoTcss KNOXI-renbl, MapKupylolye He-
AeTepMUHUPOBaHHYI0O AM moOera, NOKa3bIBa€T, YTO
00a THIIa JTMCTHEB COXPAHSIIOT HEKOTOPYIO MOOETOMO-
HOOHOCTb.
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EXOBA

Bnusane HaTTEPHA KCIPECCUN KNOXI -I'€HOB, IIPOLECCOB NMOJINMEPpU3aluu, OIMroMepu3alii 1 atonTo3a Ha pa3BUTUE JIUCTA

(mo: I'enpennc, 1988 a, 6, c ”3BMECHEHUSIMN).

a, 6 — CIIOXKHBII ¥ pacceueHHbII JIUCThI, BO3HUKIINE B pe3yibTaTe nonumepusanun npumopaus nox aeiicrsueM KNOXI-reHos
(u/mmm renoB UNI/LFY/FLO); 6, 2 — npoctoii nuct, Bo3HuKInuil nmpu otcyrcTBuu sKkcnpeccun KNOXI-reHoB B mpumopaun
(2) MM pY OJIMTOMEPH3aLUHK CIIOKHOTO IPUMOPHHS (8); O — PACCEUCHHBII JIMCT B Pe3yIbTaTe OTMUPAHHMS Y4aCTKOB IPOCTOTO

JIUCTAa.

(O) - akruBrocTs KNOXI-reHoB B anukanbHOU MepucreMe (AM) nmobGera u B THcTOBBIX npuMoppusx (JITT) pacceyeHHBIX 1

CJIOKHBIX JINCTHEB.

OGHapyXeHbI 1 THTEPECHBIE NCKITFOUEHHUST U3 3TO-
ro npasuia. Y rojoceMeHHOro pacrenust Welwitschia
mirabilis ¢ npocTbIMU JTUCTBSIMHU, PACTYIIMH Ha IIPO-
TSDKEHUH BCEH >KM3HM PACTEHUS], B paHHEM MPUMOP-
mum akcnpeccun KNOXI-renoB He HaGmromaeTcs (Kak
1 y OOJIBIIMHCTBA APYIMX BUAOB PACTECHMIT), OTHAKO
no3xe oHa OOHapYXHWBAaeTCS B MPOINEpUpyronieM
ocHoBaHum nucra. CriegoBaTenbHO, Y 3TOrO BUja
KNOXI-renbl o6ecneunBaroT HeJle TEPMIHAPOBAHHBIH
Tun pas3utus npocroro jgucta (Pham, Sinha, 2004).
Okcnpeccust KNOXI-renos B mpoctom sucte Lepidium
oleraceum oG'bsICHSIETCSl TEM, YTO YIPOIICHUE CTPYK-
TYpBI JIICTA Y 9TOTO BHUJIA SIBISICTCS] BTOPHYHBIM, MO37I-
HEe MPUOOPETEHHBIM NPHU3HAKOM (IIPUMOPAMI JIHCTa
9TOTO BHJIa CHAYAIa IMEET JIONACTH, XapaKTePHbIE JITIs
pacceveHHbIX/CIOKHBIX JucTheB) (Bharathan et d.,
2002). OOpa3oBaHNe MPOCTBIX JUCTHEB U3 CIIOKHBIX
3a4aTKOB IyTeM OJIMTOMEpH3aluy HaOIomaeTcs B
ceM. Rosaceae (y npepncraBureseii nmopceM. Prunoide-
ae: T'enpennbc, 1988a), B pome Daucus (Champagne,
Sinha, 2004) u np. Y BujoB poaa Acer (KJieH) mocie
YHUBEPCAIBHOM CTafiuy 3-JI0MACTHOTO 3a4aTKa MoO-
XeT pa3BUBaThcs mpocton nuer (A. tataricum), Ha-
GnroiaThCs HOMMMEpHU3alusl 3a4aTka, IPUBOSIIAs K
(hopmMupoOBaHHIO TPOCTOrO S5-JOMACTHOTO JIMCTA

(A. platanoides) wmu ciOXHOrO HENapHOMEPUCTOTO
nucra (A. negundo) (Tenpmense, 1988a). CroxHast 3a-
BHCUMOCTb MEKy KOHEUHO! CTPYKTYpPOIl JIUCTA U Ha-
YaJIbHBIMHU 3TanaMu ero (popMupoBaHUsl (PUCYHOK)
TFOBOPHT O TOM, YTO B OCHOBE 3BOJIIOLIUA Pa3HOOOpas3-
HBIX TUIIOB JIUCTA JIEKAT POLECChI MOJIUMEPH3ALUH 1
OJIUTOMEPH3ALMY €T0 3a4aTKa, KOTOPbIE MOTYT cOYe-
TaThCs pa3nuyHbIMHU cniocobamu (I'eHpesnnc, 19880).
INonumepu3anusi, T.e. 3aJ0XKEHUE U PA3BUTUE 3a4aT-
KOB JIomacTeil mpuMopausi, obecrieynBaeTcs: (PyHKIM-
onupoBanneM B HemM KNOXI-reHos. [Tpomnecc onuro-
MepH3alyy, T0-BUAUMOMY, KOHTPOJIUPYETCS ITOKA HE
UeHTU(UIIPOBAHHBIMYI T€HaMH, KOTOPbIE BKIIIOYa-
FOTCA TIociie (POPMHUPOBAaHMS 3a4aTKa JHUCTA U BbI3bI-
BalOT OCTAHOBKY Pa3BUTHS JIOMACTEN W TOBEPXHOCT-
HBII pOCT NIPUMOpPANsL. B peaxux cirydasx paccedeHue
JICTA SBIISIETCS PE3yAbTaTOM OTMUPAHHUS OIPEEIICH-
HBIX YYaCTKOB MPOCTOrO JUCTa (JIUCTBSI MOHCTEPHI,
BEEPHOII NAJIbMbI) (PUCYHOK).

ITpocroii riy6oKopa3eNbHbIN U CIIOKHbIN JINCThS
MOTYT OBITh OYE€Hb IIOXOXXHMH, OHAKO MEXKJy HUMH
CYIIECTBYIOT U Ka4eCTBEHHbIE pa3Nnyusi, KOTOpPbIe
CTAHOBSITCS] OUEBUHBIMU IIPU UX OTMUPAHUU: JIUCTOY-
KU [IPOCTOTO JICTa ONafialoT 110 OTAENBHOCTH, a IPo-
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TEHETMYECKHWM KOHTPOJIb PAHHUX 3TAIIOB PA3BUTUS JINCTA

CThI€ JIUCTHS, KaK Obl HA OB OHU CUJILHO pacujicHe-
Hbl, onafaroT ueaukoM (Tumonun, 2007). 3Tu paznu-
YUsl CBSI3aHbI C 3AJI03KEHAEM Pa3feIUTENHHOTO CIIOS Y
OCHOBAaHMSI YEPEUIOYKOB KAaXJIOro W3 JUCTOYKOB
CIIOSKHOTO JIMCTa HA TO3[IHUX 3TamaxXx Mopdgorexnesa.
IToaTomy sl BBISIBJIEHUS] T€HOB, KOHTPOJIUPYIOIIUX
KauyeCTBEHHBIC Pa3IUUMs MEXAY CIOXHBIM U TPO-
CTBIM JINCTOM, HEOOXO[IUM TaK3Ke MONCK W aHAJIA3 MY-
TAHTOB WU IPUPOIAHBIX PA3HOBUHOCTEN C M3MEHEHM-
€M XapaKTepa OnajicHust IMCTOUKOB.

Ha pannux atanax Mopcgorenesa JimcTa ropoxa re-
bl KNOXI nepecraroTt aKcpeccupoBaThCst B IPUMOP-
[uY, ¥ fajbHelee pa3BUTHE CIOXKHOTO JICTA KOH-
tponupyeTcst reHom UNIFOLIATA (UNI), Tparckpun-
Usl KOTOporo perynupyercs: aykcuHom (DeMason,
Chawla, 2004). T'en UNI siBisieTcst OpTOJIOrOM T€HOB
LFY A. thaliana, FLO nsBunOro 3esa u FALSFLORA
TOMaTa, KOHTPOJMPYIOUIMX pa3BUTHE (DIOpaIbHOM
MEpHUCTEMBI, HO B OTJIMYME OT HHUX OJHOBPEMEHHO
KOHTpompyeT n MopcoreHe3 miucra (Hofer et al.,
1997; DeMason, Schmidt, 2001). TIpeamomaraercs,
YTO Y IPEAKOBBIX (POPM ABYAOJIBHBIX PACTEHUII CylIe-
CTBOBAJIM JIB€ TEHETWYECKHE CHUCTEMbI, KOTOpbIE
y4acTBOBAJIM B NOJMMEPU3aLK IPUMOPANS U Pa3Bu-
Tiu ciaoXHOro M paccedeHHoro nmcrta — KNOXI n
UNI/LFY/FLO. ¥ coBpeMeHHbIX IpeicTaBUTENCH 3THX
¢popM B NOFOOHBIX IpoIieccax y4acTBYIOT JTH00 00e cH-
CTeMBI (Kak 3TO MOKA3aHO A KaTu(pOPHUICKOIO Ma-
ka Eschscholzia californica), 6o ofgna u3 HUX yTpayun-
BaeT Takyro pynkumto (Busch, Gleissberg, 2003; Groot
etd., 2005). AykcuH urpaeT BaskHYIO POJIb HE TOJBKO B
Pa3BUTHU CIIOXKHOTO JIUCTA TOpOXa, HO U B KOHTPOJIE
CTETIEH! CIIOXKHOCTY MHOTOJIONACTHOTO JICTa TOMaTa
Solanum lycopersicum (Wang et d., 2005).

KoHcepBaTuBHBIE T'€HBI, KOHTPOJIUPYIOIINE IO-
JSIPHOCTb JINCTHEB, TAKXKE MOIYT UIPAaTh BakKHYIO
poib B MOP(OIIOTHIECKOM pa3HOOOpa3uu nucra. Y
TPaHCTeHHBIX pacTeHUil ToMaTa U Tabaka c MHAKTH-
BHpPOBaHHBbIME oOpTosnoramu reHoB PHAN mmctes
UMEIOT UHTEPECHYIO MOP(OJIOrUIO: OHU MEHBIIETO
pasMepa u 6onee MpocToil GOpMbI, YACTO UTITOBHA-
HOM (paualIbHO-CUMMETPHUYHON) TN B BAfIE Yalley-
KU Ha JINHHOW pagualbHO-CUMMETPUYHON CTPYKTY-
pe (Kimeta.,2003a; McHale, Koning, 2004). JTuctbs
myrtanTa as/ A. thaliana uMeroT cXoHy0 aciuaraT-
Hyto cTpykTypy (XU €t a., 2003; cM. TakXKe CTaTblo
By Xyen Yanr u p. B cniepyromiem Homepe: T. 39. Ne 1).
Taxkoit peHOTHII, CBI3aHHBIN C HAPYIICHUEM pPa3BH-
THA BerHefI CTOPOHBI JINCTA, NOATBEP2KNACT 3aBUCU-
MOCTB POCTa JINCTOBOM MJIACTUHKHU OT pabOThI F€HOB,
HOJISIPU3YIOIIUX JIUCT, U MO3BOJISIET IpefIoaraTh,
YTO USMECHCHUS SKCIIPECCUU TaKUX '€HOB MOI'JIN TaK-
K€ NPUHUMATH Y4YacTHE€ B CO3[aHHH HEKOTOPBIX
¢popm nucra. BazkHasi poiib TeHOB ITOISIPHOCTH B pa3-
BUTHH IIUTOBUIHBIX JIUCTHEB HACTYpUUH Tropaeolum
MajUS NOATBEepsKIeHA IPH M3YUCHUH TPENICTABUTEIS
cemerictBa YABBY — optomnora rena FIL, koTopsrit
OTBE€YaeT 3a pas3BUTUEC HIKHEN CTOPOHBI JHUCTA.
dopma nrcTa HACTYpPLUK HAIOMUHAET JIUCThSI HEKO-
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TOPBIX MYTaHTOB C HAPYLICHUEM MOJISIPHOCTH U SIBJISI-
eTcsl pe3yAbTaTOM U3MEHEHHUS! B OHTOTCHEe3€ Xapak-
Tepa aKcnpeccun optonora FIL. Ha panHux atamax
Pa3BUTHS JIMCTa T€H 9KCIOPECCUPYETCS Ha HIDKHEH
CTOpOHE TNPUMOpPAHUS, MOCIE YEero €ro 3IKCIpeccust
pacIpoCTpaHseTCsl Ha BEPXHIOIO CTOPOHY, 4YTO, IO-
BHIAMOMY, ¥ IPUBOJIAT K 0OPa30BaHUIO PafinaIbHO-
CHMMETPUYHOI'O YepellKa, KOTOPBI KpemuTcs K
LEHTPAJbHON YacTW IIUTOBUAHON JHMCTOBOW Ia-
cruaku (Gleissperg et al., 2005). Dtu pe3yabTaThI SIB-
JSTFOTCS ellle OJHON WILTFOCTpalledl TOro, Kak u3Me-
HEHHe NaTTepHa 3KCIPECCHM PEryISTOPHBIX I'€HOB
MOXET U3MEHSATH MOP(OIIOTHIO PACTECHUSI.

Takum oOpa3oM, UcCleOBAHMS 110 TEHETUKE pas-
BUTHs JIUCTA CBHUMIETEILCTBYIOT O CYILECTBOBAHUU Y
pacteHuil 6a30BbIX TeHETHUECKUX MOJYJIell — KOHCcep-
BAaTHBHBIX TPYII B3aWMOJIEHCTBYIOIINX T'€HOB, KOTO-
phle, MO-BUUMOMY, UTPalld IEPBOCTEIEHHYIO POIb
Ha paHHUX 9Tanax 3BOJIOLUHM MOpgoreHesa ucra, a
Ha Oosiee NO3[HUX MOINIM OOecledyuBaTh CO3[aHHE
pa3HOOOpa3HBIX TUIIOB JIUCTA 34 CYET U3MEHEHN NIaT-
TepHa aKcnpeccnu. KoHcepBaTUBHOCTE T€HETUIECKIX
MEXaHU3MOB MOp(poreHe3a, BCKphITasi UCCIIEJOBAHUS -
MU T€HETUKH Pa3BHUTHS, CBUJIETEIBCTBYET O €UHOM
IUTaHE CTPOCHUS PACTEHMI, SIBJISIIOLLMIMCS, BO3MOXKHO,
YacThIO TOTO INIOOAJIBHOrO “NOpsfKa B Hpupoje”, K
MO3HaHUIO KOTOporo ele 250 neT ToMy Ha3aj Npu3bl-
Ban K. JIuHHel. YuBUTENEH BBISIBICHHBIA 9KCIEPH-
MEHTaJIbHO (pakT (PYHKIMOHUPOBAHMS TaKHUX MOJY-
neld B (puaoMax pacTeHull, KOTOpbIe, IO TaHHbIM (hu-
JIOTEHETHKYU, HE TOMOJIOTHYHBI 110 MPOMCXOXKACHUIO
(I1ayHOBUJHBIE M MOXOOOPAa3HbIE, IMEIOIE MAKPO-
(punibl, ¥ NANOPOTHUKY U CEMEHHBIE, (POPMUPYIOLIHE
Merapuiibl). DTO O3HAYAET, YTO TAKUE PETYISATOP-
Hble MOJlYJIM CYIIECTBOBAJIM Y HPEAKOBBIX (hOpPM Ha-
3eMHBIX PaCTEHUH 3a[0JIr0 JO MOSBIEHUS CaMUX (DUIIO-
MOB, BO3MO>KHO, KOHTPOJIMPYSI IpyTHU€ MPOLECChl, 1 He-
OJJHOKPAaTHO 3aHOBO MKCIIOJIb30BAJIUCH IIPH Pa3BUTUM
JIACTa B PA3HBIX 3BONIIOIOHHBIX JINHUSX.

HccnenoBanue renoma A. thaliana, koTopsblit siBisi-
€TCsl APEBHUM TIOJIATUIONOM U COTIEPSKUT IO HECKOITh-
KO KOIUi Mopyneil B3auMOJEHCTBYIOIIMX TE€HOB, Xa-
PaKTEePU3YIOLIIXCS CXOIHBIM XapaKTepoM IKCIPeCCcui,
MPOICMOHCTPUPOBANIO  MIPUHIWITHAIBHYIO  BO3MOXK-
HOCTb COINIACOBAaHHOM 3BOJIOIMU Takux Moaynei. ITo-
Ka3aHo, YTO AYIJTMIPOBaHHbIE T€HHbIE MOAYJIA MOTYT
M3MEHSITh TMATTEPH SKCIOPECCHU, COXpaHss KOHCTaHT-
HOCTb MEXIeHHbIX B3amMopeicreuii (Blanc, Wolfe,
2004). ITo-BugnMoMy, IMEHHO TaKWe MEXaHU3MBbI, OC-
HOBaHHbIE Ha CYIIECTBOBAHWU ‘‘M3HAYAIBHO IEIECO-
00pa3HbIX” TeHHBbIX MOAYJEH, 00ECneYnBalIl IBOMKO-
LU0 MOP(OJIOTUYECKON CTPYKTYphl pacTe€HUH, B TOM
YHCye JINCTAa, B COOTBETCTBUU C TEJIOMHOW TEOpHerl.
DTa Teopwus MpenoaraeT, YT0 MaKpo(ULIbl BO3HU-
KaJdu B pe3yjbTaTe AeTepPMUHAIUU HEJeTEPMUHHPO-
BaHHBIX YYACTKOB TEJIOMOB, UX YIUIOIICHUS W CPacTa-
HuA (Taxramksn, 1954). [o cywecTBy, reHsbl, AeTepMu-
HUpYIOIIME KJETKU TpUMOpAMS Jucra u obec-
MIEYNBAFOIINE UX aTaKCHAIIbHO-a0aKCHAIILHYIO TIOJISIP-
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HOCTb, MOIIM Y4aCTBOBAaTh B KOHTPOJIE ABYX U3 IPEN-
nojrara€MbIX 9TaloB paHHeﬁ QBOJIFOIIMHA JIUCTA.

I'enbl, KOHTpOIMpYyIOMKE GoJiee MO3[HUE CTAIuN
Pa3BUTHUS IPUMOPAUS, OTUTOMEPU3ALHUIO €TO YacTel,
pocT u T PepeHIIPOBKY JINCTOBOH MIACTUHKY WX
ee OTHENbHBIX YacTeil, KOTOpbIe HE paccMaTpPHUBAJINCh
B HaIlleM 0030pe, TaKXXe MOIVIM y4acTBOBaTh B 3BO-
mronmu MopdoreHesa, oOyCIOBINBas KakK MPOIECChl
KOHBEPIeHIMHM, TaK W TMOSIBJICHHE TaKCOHOCTeu(u-
YECKUX IPU3HAKOB CTPYKTYpHhI jucra. IHTeHCuBHOE
U3y4YeHNEe TEeHETHYECKOro KOHTPOJS ITHX ITaloB
MopcoreHesa noka INpoOBOJUTCS. TOJIBKO HA MOJENb-
HBIX 00'bEKTaX, INIaBHBIM 00pa3om Ha A. thaliana (cm.
0630p: Tsukaya, 2006). OcHOBaHHOE Ha pe3yJabTaTax
3TUX pabOT CPaBHUTENILHOE T€HETHYECKOE U MOJIEKY-
JSIPHO-OMOJIOTNYECKOE NCCIIEJOBAHUE HOBBIX BUIOB C
pa3sHOOOpa3HOU CTPYKTYpPOM JIMCTA IO3BOJUT BbISIC-
HUTb TeHETUYECKIEe OCHOBBI KOHBEPIeHTHON U INBEP-
TEHTHOH 3BOJIIOIMU CTPYKTYPHI JIACTA.

Aemop evipaxcaem 2ay00Ky0 64a200apHOCHb
A.K. TumoHuRy 3a yeHHble Kpumuieckue 3ameyanus
U NOMOULb ¢ OOMAHUYECKOTL Aumepamypoli.
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Abstract—The results of studies of genetic regulation of the early leaf morphogenesis, demarcation of the fu-
ture primordium and transition of cells to determination, have been reviewed. The genetic systems of control
of these developmental stages were shown to be conservative and hypotheses of possible mechanisms under-
lying the evolution of leaf morphology on their basis have been considered.
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