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MOJIEKY/IAPHDBIE 11 KIETOYHBIE ACIIEKTbI OPTAHU3ALIVIN
ATIMKAJIBHBIX MEPYICTEM ITOBETA COCYIUCTBIX PACTEHUN

B perynaunn MmopdoreHesa IIBETKOBBIX PaCTeHUIT KIIOYEBYIO PO/Ib UTPaeT MepeHOC MO IIa3MO-
JlecMaM TaKUX PerylIATOpOB pasBuUTHA, Kak Manble PHK 1 6emku-pakTopsl TpaHCKpUIIIMY. DTOT Me-
XaHM3M HOCUT Ha3BaHMe «<HeaBTOHOMHas KJIeTOYHas pery/snnsa» (non-cell-autonomous regulation).
B HacToslIee BpeMs HEM3BECTHO, YYaCTBYET /M 9TOT HPOLieCC B MOpdoreHese pacTeHUit, OTHOCS-
IMXCA K 3BOIOLMOHHO JPEBHUM TaKCOHAaM. Ba)KHO OTMeTHTD, YTO CTPYKTYpHas ¥ CMMILIACTHYe-
CKasA OpraHM3alys alMKaJIbHBIX MepucTeM mobera IpefcTaBUTeNell STUX TAKCOHOB CYIIEeCTBEHHO
OT/INYAETCS OT TAKOBOII IIBETKOBBIX pacTeHuil. [lepcrieKTMBHO MOZIENbIO [/1A VICCTIeNOBAHNA JAHHO-
O BOIIPOCA MOTYT CTaTh HEABTOHOMHBIE KJIETOUHbIe PAaKTOPhI TPAHCKPUIILINY, KOJYPYeMble TeHaMI
KNOX, xoTopble perympyioT GpyHKIMM alMKalbHbIX MepucTeM nobera. bubmmorp. 102 nass. V. 3.

Kniouesvie cnosa: anvkaabHas MepucTeMa Iobera, I/1a3MOIeCMBI, HeaBTOHOMHasI K/IeTO4Has pe-
Ty/IALYA, TPaHCKpUNLMOHHbIe pakTopel KNOX.
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Transfer of developmental regulators, such as miRNA and transcription factors, through plasmodes-
mata represents one of the key mechanisms regulating morphogenesis in angiosperms. This mecha-
nism has been termed non-cell-autonomous regulation. At present it is not known whether this process
is involved in the morphogenesis of plants belonging to the evolutionarily ancient taxa. Importantly,
structure and symplastic organization of apical meristems in the representatives of such taxa signifi-
cantly differ from those in flowering plants. The non-cell-autonomous transcription factors encoded
by the KNOX genes which regulate functions of the shoot apical meristem may become a promising
model to study this issue. Refs 102. Figs 3.

Keywords: shoot apical meristem, plasmodesmata, non-cell-autonomous regulation, transcription
factors KNOX.

BBenenne

HopmanbHbIil CKOOPAVHNPOBaHHbBIN POCT MHOTOK/IETOYHBIX OPTAaHU3MOB OCYIIECT-
B/IAeTCA Onarofaps OOMeHY CUTHaJaMU MeX[y KIeTKaMy, B TOM YMC/Ie ITyTeM MeX-
KJIETOYHOTO IIepeHOCa MaKpOMOJIEKYII-peryiaTopoB: ¢akropos Tpanckpumniyy, MPHK
u Maybix PHK [1-6]. Takoi TUII MeXXK/IeTOYHBIX KOMMYHMKALVIIL, IPY KOTOPOM peryIis-
TOPHbIE MAaKPOMOJIEKY/IbI CUHTE3UPYIOTCA B OHUX KJIETKAX, a 3aTe€M TPAaHCIOPTUPYIOTCA
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B npyrme, rge n y‘laCTByIOT B 3anyc1<e T€HETMYECKNX IpOrpaMM " perHHuMM JKcIpeccnn
reHOB, Ha3bIBAETCSI HEABTOHOMHOJT KIIeTOYHOI perymsanueit (non-cell-autonomous regu-
lation). ¥V pacTeHuit nepeHoC HeaBTOHOMHBIX PETY/IATOPOB OCYIECTB/ISETCS II0 IIIas-
MopecMaM. K HacTosleMy BpeMeHM HeaBTOHOMHAsI KJIeTOYHAsA Pery/sAlns XOPOLIO U3-
ydeHa IS alMKaJbHBIX MepUCTeM Hobera ¥ KOPHs IOKPHITOCEMEHHBIX pacTeHmit. s
ImpefcTaBUTeNIell APYTUX TAKCOHOB y4yacTHe I/Ia3MOJeCcM B MeKK/IeTOUHbIX KOMMYHMKa-
IUAX He M3y4asloCh, XOTA MOXXHO IIPeNIIoNaraThb, 4YTO ¥ Y HUX 3TOT MEXAaHU3M UIPaeT
B)KHYIO PO/Ib B PeryIALuy QyHKIUI MepucteM. B To e BpeMs MOXKHO OXWJATh, 4TO
HeaBTOHOMHasI K/IeTOYHasl Pery/siiys B 9TUX TAKCOHAX OyIeT MMeTb psifi 0COOEHHOCTEN.
B 0630pe MBI KpaTKO pacCMOTPUM OCHOBHbIE CTPYKTYPHBIE XapaKTePUCTUKU allMKa/Ib-
HBIX MepUCTeM Io0Oera rolI0OCEMEHHBIX ¥ HECeMEHHBIX PAaCTeHMIl, OTIMYAoIlNe UX OT
MOKPBITOCEMEHHBIX PaCcTeHUI, a TaKXXe OCTAaHOBMMCS Ha XapaKTepUCTUKAX MepucTe-
MaTU4ecKux perynsaropo — 6enkoB KNOX, KoTopble, Ha HaIl B3I, TePCIEKTUBHBI
Wit u3ydeHust QYHKIVIT alMKaJIbHBIX MepUCTeM Mobera ¥ HeaBTOHOMHON KJIETOYHOI
peryanum y IpefcTaBuTesIell 9BOMONOHHO APEBHUX TaKCOHOB Ha3eMHBIX pacTEeHMIt
C TOUKM 3PEeHM s SBOJIOLMY MEXaHN3MOB Pa3BUTHUA PAaCTEHUIL

CrpyKTypHO-MOP}ON0rIIecKye aCeKThl OpraHU3al U
aIMKaabHOI MepyucTeMbl Hobera

BriepBele mpeficTaBieHme 0 BepxyliKe mobera Kak MICTOUHMKE BCeX €ro TKaHelt 1 op-
raHoB 6b1710 Bbickasano Kacmapom @pumpuxom Bonbdom B 1759 1. (unt. mo [7]). Oc-
HOBOJ1 €r0 KOHL[ELIMHU TTOCTY>KIUIN UCCTE[OBaHNUs alleKCOB CIIOPOBBIX pacTeHmit. B ce-
penvue XIX Beka (1851) Bubrensm [odmericTep BBIIBUHYII TEOPUIO IIPOVICXOXK/ICHVIS
nobera 13 OFHOI BepPXYILIeYHO KNeTKH, Ha3BaHHOI uHuyuanvroii (nurt. mo [8]). OgHako
IOaHHas Teopusl OKasajaach CIIPaBeIMBOIL JIUIIb JIIsl CIIOPOBBIX pacTeHuit. [IpumepHO
B TO >Ke BpeMs [aHINTelH YyCTaHOBWI, YTO Y TOJIO- U IIOKPBITOCEMEHHBIX PACTEeHMI B KO-
Hyce HapacTaHUsA aKTUBHO JeNNTCA He OJHA, a Liefas Ipymna kieTok (uurt. mo [9, 10]).
B 1868 r. ¥M 6blIa IIpeIoKeHa Meopust 2UCHO02eH08, COITIACHO KOTOPOII KOHYC Hapac-
TaHV CTeONIsI COCTONT U3 TPeX CI0eB (IUCTOTeHOB): 1) Hapy>KHOTO C/10s — JepMaTOreHa;
2) nepub6neMsl, gaollell KOpy; 3) BHyTpeHHell MHOTOC/IONHOI YacT — IUlepoMsl [9, 11].
Teopus TaHuITelHA Ipefonarana CTpOroe IpefonpenesieHe CyabObl KaXXoi KIeTKIH,
HO B JJa/IbHeIIIIeM MHOTOYMC/IEHHbIE MCCIENOBaHMs II0KA3a/Ii, YTO aOCOMIOTHO 3aBUCHK-
MOCTH MEX/y «TUCTOTeHaMI» ¥ BOSHUKAIOIVIMI 13 HIX TKaHsAMU HeT. TakuM o6pasom,
oT Teopuu laHINTelIHA OTKA3a/IMCh, M HA CMEHY el IIPUILIA MeopUs MmyHUKu N Kopnyca
HImupra, co3faHHasA Ha OCHOBE M3y4YeHNsA alleKCOB MOKPBHITOCEMEHHBIX pacTeHMI] (1924;
nurt. o [12]). CornacHo Teopun IlIMmara BepxyluedHass MepUCTeMa COCTOUT U3 JBYX
CJ/I0€B: OJJHOTO VIV HECKOIBKUX CIOeB Iepudepndeckux KIeTOK, KOTOpble He/ATCS aH-
TUKINHANbHO, — myHuku (L1, L2), u kopnyca (L3), cocTosIero u3 HeCKOIbKUX CTIOEB
KJIETOK, Ne/sLIVXCS B PaslIMYHbIX HanpasieHnsax [13].

JlaHHBIE TeOpUM He TO3BOJISUIM CTPOTO KIACCUPUIMPOBATDh BCe PACTEHUS MO TUITY
anMKaJbHBIX MepucTeM. TeM He MeHee CO BpeMeHeM BO3HUKIIO iBa OCHOBHBIX ITOJXO-
la K OIIpefie/IeHNIO TUIIOB aIMKaabHOI MepyucTeMbl. COIIaCHO IepBOMY IOAxony [14]
MO>XHO BBIJIeTATH JIBa MIPMHLMIINAIBPHO PasHBIX TUIIA allMKaIbHOM MEPUCTEMBI Iobera
(AMII): K OEHOMY OTHOCATCSI MEPUCTEMBI € 4eTKO 000CO0/IEHHOI e[THCTBEHHOII TeTpa-
9PUYECKON MHUIVAIBHON KIEeTKOI, KO BTOPOMY — MEpPUCTEMbl, B KOTOPBIX MMEITCS
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Puc. 1. OpraHusaliys anmMKaabHbIX MEPUCTEM IT06era pasiInyHbIX TUIIOB:

A — wmoHomnekcuplit ™im: AK — anmxanbHas knerka, IIV — nosepxnoctHble wHmMuyamu, I —
MOATIOBEPXHOCTHbIE MHMLMANN (pucyHox mobesro npedocmasner Eexatikunoii A.J.). b — cUMIIIEKCHBIIT THIL:
AV — anukanbHble vHUIMam, IIMK — 30Ha LeHTpa/IbHBIX MaTepUHCKUX KIeToK, C3 — crepxHeBas (rib-)
30Ha, [13 — mepudepnueckne 30HbI (0pueunanvtole dantvie). B — pymmexcusii tum: 1I3 — neHTpanbHas 30Ha,
C3 — crepxHesas (rib-) 3ona, 113 — nepudepuyeckue 3oubl. L1, L2 — knetku Tynuku (no Heidstra and Saba-
tini, 2014, ¢ usmerneHuAMU).

HECKOJIbKO VHUIIVAJIel, PacIOIOKeHHBIX B OJHOM C7I0€, MO0 B HECKONIBKVX CTIOSX KIIe-
TOK Apyr 1ox fpyrom. Knaccuukaunsa Heromana [15] WtrocTpupyeT KOHLIENIIUIO BTO-
poro noaxopa. B coeit pabore Heloman xnaccudnuypyer AMII Ha Tpy rpynmsl, OCHO-
BBIBASICh Ha CII0CO0e [leleHsl MHUIAIel M 0COOEHHOCTSAX IrMcToreHesa (puc. 1):

1) moHonnekcHbLi Mun TpeCcTaBIeH OFHON VTN HECKOTbKMMU TeTPasiprIecKIMI
VHNINATIAMU, HAXOOAIVMUCA B IIOBEPXHOCTHOM C/IO€ alI€KCa, KOTOPbIE HUKOIA HE 1€~
nATCA nepukanHanbHo. Takoit Tun AMII xapakTepeH M1 6OMBIIMHCTBA HeCEMEHHBIX
paCTeH]/[ﬁ (By- U NTENITOCIIOPAHTMATHBIX ITAaIIOPOTHMKOB, XBOIL[CI/UI, IICMJIOTOBBIX 1 HEKOTO-
PBIX IITayHOBUAHBIX) [16];

2) B cumnnexcHom mune AMII HeCKONbKO MHUIIMANIE) T OPraHM30BaHbl B BUJE IIO-
BEPXHOCTHOTO C/10sI, KJIETKM KOTOPOTO JIeIATCA U aHTUK/IVHAIBHO, U1 IIePUK/INHAIBHO.
ITpu aTOM POopMuUpyeTCcst KaK MOBEPXHOCTHBDII CTIOM, TaK M CTIOM HIDKENIeXKAIINX KIIETOK.
AHTVUKIVHA/IbHBIE IeJIeHNS He BCeria CTPOTo NepIeHANKY/IAPHBI IIOBEPXHOCTH alleKca,
BCTIE[CTBYE 3TOTO B NMOBEPXHOCTHOM crnoe AMII BpeMsa OT BpeMeHM BO3HMKAIOT VHM-
Iy KIMHOBUAHOI popMbl [17]. laHHBI TUI anleKca TUIMYEH A1 6O0IbIIHCTBA TO-
JIOCEMEHHBIX, 32 UCKIIOYeHneM pencTaBureneit knacca Gnetopsida [16], a Takxe s
IUIAyHOBUJHBIX — IpepcTaBuTenei Lycopodiales;

3) OynnexcHouii mun, HanboIee N3BECTHBIN KaK «TYHMKa — KOPITYC», B OOJIbIIIeN CTe-
IeH MIPefiCTaB/IeH Y IOKPBITOCEMEHHBIX. VIHNIIMaIbHble KIeTKM HaXOHATCSA KaK MUHM-
MYM B [IBYX CI0SIX, HUIIMA/IN OBEPXHOCTHOTO C/IOA 3aJIeTaloT B TYHUKE, a MHUIAIN
6oree TITyOOKVX CTI0€B OTHOCATCA K KOpITycy. KieTku TyHUKM [iefATCs aHTUK/INHAIBHO,
a JlelleHye KJIeTOK KOPITyca CXOIHO C Jie/IeHNeM KIeTOK MepPYCTeMbI CUMIITIEKCHOTO THIIA.
Takoit Tun AMIT xapakTepeH Tak)Xe /I TOTOCeMeHHBbIX Kaacca Gnetopsida [16].

CYIMIUIEKCHBIN ¥ IYTIIEKCHBIN TUIBI OPraHU3aIMM MEPUCTEMBI CXOJHBI, a MOHO-
IUIEKCHBII TUII CYIIeCTBEHHO OT/INYAeTCA OT HUX. DTOT IPMHINII JIET B OCHOBY ellie Ofi-
Holt knaccuukanyy AMII: 1) AMII, oprann3oBaHHas 110 TUITY ceMeHHBIX 1 2) AMII,
OpraHM3OBaHHas 110 TUIY IAOPOTHMKOOOpasHbIX [18]. JaHHbII TN Kmaccupuxa-
VIV OCHOBBIBAETCA He Ha YMC/Ie alMKATbHBIX MHUIAIET, a Ha XapaKTepe UX JielleHNnI.
K mepBoMy THITy OTHOCATCS CUMIUIEKCHBIN 1 TYIUIEKCHBIN TUIIBI, 0Opasyloline TaK Ha-
3BIBAEMYI0 «MEPUCTEMY CEMEHHOIO TUIIa», MHUIMAIN KOTOPOJ CIIOCOOHBI IeIUTHCA
AQHTUK/IVMHAIBHO U NIepUK/INHATbHO. KO BTOPOMY TUITy OTHOCUTCSI MOHOIIIEKCHBII THUII
AMII, vHMIMaIY KOTOPOJ CIIOCOOHBI JINIIB K KOCOAHTUK/IVHATTBHOMY [IeIEHUIO.
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Ienpt KNOX 1 MO/IEKYIApHO-TeHeTHYecKasd OpraHu3annsa
aIUKaabHOI MepPUCTEMBI Tobera

Ins moppmep>kaHus creluduyuecKoil MPOCTPAHCTBEHHON CTPYKTYPBI MEPUCTEMBI
HeoOXOVIMbI MEXaHV3MbI, PeTY/INPYIoliye aKTMBHOCTD ¥ HAIIpaB/IeHNe Ae/IeHNs KIeTOK,
a TaKke obecreunBalye MOfAEp)KaHMe ONPeNeIeHHOIO YNCIa KIETOK B MepUCTeMe.
CpaBHUTENbHOE U3yUeHMe TUX MEeXaHN3MOB Y IIpe[CcTaBUTesIell TAKCOHOB pacTeHUII,
pasmuuatoniuxcs tunoM AMII, mpencrasnseT 6onpbiuoit nHTepec. OfHAKO MCCIENoBa-
HUS MOJIEKY/IIPHO-TEHETMYECKNX MEXaHU3MOB, PeryMpylomnx (QyHKIUY MepUCTeM
y pacTeHUlt ¢ eqVHCTBEHHOI alMKaAbHON MHULIMATIBIO, efUHNYIHBL. B HemaBHeit pabo-
Te [19] cpaBHUBAINUCH TPAHCKPUIITOMBI AllMKATbHBIX MHNIMATIEH ABYX IIpefCcTaBUTeNel
TaKCOHOB ¢ MoHoIUIeKCHbIMU AMII (Selaginella v Equisetum) n VHULIMAIel JyIUIEKCHO
AMII xyxypyssl (Zea mays). Pe3ynbraThl 3TUX MCCIEOBAHMII IOKA3a/IM, BO-IIEPBBIX, YTO
B AMII MOHOIIIEKCHOTO THIIa aNMKa/lbHas MHUIMAIb OT/INYAeTCA 10 HabOpy 9KCIIpec-
CUPYIOLIUXCSA B Hell T€HOB OT KIETOK COCEJHUX JOMEHOB, BO-BTOPBIX, YTO TaTTEPHBI 9KC-
Ipeccuy FeHOB B allMKa/IbHbIX MHULMANAX Selaginella v Equisetum pasindaioTcs, HeCMO-
Tpsi Ha CTPYKTypHOe cxopicTBo AMII atux pactenwuii [19]. Han6onee xoporo MexaHU3MBI
perynAuyy GyHKIMII MepUCTeM M3YYeHbl Ha MOfieTbHOM obbekTe Arabidopsis thaliana,
uMemoLeM AymneKcHbll tun AMIL 9Tu uccrenoBaHMs MOKa3bIBAIOT, YTO BaYKHENIIN-
MM peryIsaTopaMu aKTMBHOCTM 0Opa3oBaTe/IbHBIX TKaHell y PacTeHMIl, KaK 1 y XKMBOT-
HBIX, BBICTYTAIOT (PaKTOPBI TPAHCKPUIILIMM, OTHOCSILIVECS] K TOMEOJIOMEH-COfiepyKalliM
OefKaM 1 KoAMpyeMble TOMe0OOKC-COfepKallMY TeHaMI. B 9BOJIIOIIMOHHOI ncTOpUK
pacTeHMit MOYXHO BBIIENUTH 0 14 KnaccoB romeo6okc-reHoB [20]. B perymanun AMII
0cobast porb MPUHAJIEKNUT CYIEePKIAcCy TPaHCKpUNLMOHHBIX pakTopoB TALE (Three
Aminoacid Loop Extension), mpencraButeny KOTOPOTro COfep>KaT TPY LOIOTHUTE/IbHbIE
aAMMHOKIC/IOTBI MEXXLY ABYMsI CIIVPA/ISIMM KAHOHMYECKOIL CTPYKTYpbl roMeofoMeHa [21].
Cynepxnacc TALE BktodaeT B ce6s knaccol reHoB KNOX (KNOTTED1-like homeobox)
u BELL [20]. Kpome Toro, BakHejimmu perynsaropamu AMII sBisoTcs 6eKu, KOpu-
pyemble renamu knaccoB WOX u HD-ZIP I-1V. B gaHHOM 0030pe MBI paCCMOTPUM T'€HBI
KNOX, Tak KaK roMOJIOTY 3TUX T€HOB M3Y4Ya/lUCh HE TONbKO ¥ HOKPBITOCEMEHHBIX, HO 1
y IpeficTaBUTeNIeN PYTUX TAKCOHOB COCYAMCTBIX pacTeHUIL.

Cynepkimacc TALE y pacTeHuit BKIoudaeT ABa Kiacca reHos KNOX: KNOX I
u KNOX II (nHorma ux o6benuHso0T B oguH cynepkiacc KNOX [20]), a Takxe Kmacc
BELL. TpauckpunuyonHble pakroppt KNOX u BELL B3anMopelicTBYIOT U PYHKIVIOHN-
PYIOT B BUJie TeTepOAUMEPOB.

benrkn KNOX mMe0T KOHCEPBAaTMBHYIO CTPYKTYpy (puc. 2). B HuX BbImendoT
KNOX-momeH, HeOOXOAUMBIN Ijisl 6eT0K-OeTKOBbIX B3aMMOIENCTBUI, I BHICOKOKOH-
cepBaruBHbl JJHK-cBsAspIBatonuii romeooMer [22, 23]. Taxoxe B CTPYKType TpaHC-
KpununoHHbIX pakTopoB KNOX obnapyskenbl GSE-goMeH, o6oraleHHbI aMITHOKIC-
notamu Gly (G), Ser (S), Glu (E), u ELK-gomeH, oborarensslit amnaokucntoramu Glu
(E), Leu (L), Lys (K). BepostHo, pynxiueit GSE-momeHa ABseTCcs peryaanus cTabyib-
HOCTHM 6efKa, TaK KaK B 9TOM JJOMeHe JIoKanuayeTcs mocinenosarenbHoctb PEST (060-
ramenHasa ammuHokucnoramu Pro (P), Glu (E), Ser (S), Thr (T)), cnyxamas curnanzom
Il YOMKBUTMH-3aBUCUMOI Aerpagauuy 6enkoB. Ilpenmonaraercs, ¥to ELK-gomen
y4acTByeT B 0e/lOK-OeTKOBBIX B3aMMOMIEVICTBMAX [24] M MOXeT SABIATbCA CUTHAIOM
ANEPHOM JTOKAIM3aL V.
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KNOX1 KNOX2 GSE ELK HD

B B XN ]

Puc. 2. Jomennas opranusanus 6enkos KNOX
HD — romeopmomeH.

Akcmpeccusi reHoB kmacca KNOX [ HeoOXopmma [jisi MPaBMIBHOTO Pa3sBUTHS
u pynkuyonnposanuss AMII u B epBylo odepenb A1 MOAEpKaHUA KIETOK B Hean-
depenrupoBanaoM coctosiauu [25]. OmHUM U3 TEPBBIX TOMEOOOKC-TEHOB, MIEHTMH-
¢uumpoBanHbIX y pactenuit, 611 ren KNOTTEDI(KN1) xykypy3bl (Zea mays). boiio
06Hapy>KeHO, 4TO JOMMHAHTHAs MyTtaums «rnpuobperenust (yHkumm» (gain-of-func-
tion) B mokyce knl KyKypy3bl BbI3bIBaeT IOSIBJIEHME Ha JIMCTBAX «y3elKoB» («knots»).
OTN CTPYKTYPhI 06pa3yIOTCs BCIEACTBIE K/IETOYHBIX JIeTIeHMIT BO BCEX C/IOAX IMCTOBO
IUIACTVHBI, BKIII0Yas SMUIEPMIC, Me30PWUUT M COCYAMUCTDIN IMy4ok [26, 27]. Okasanocs,
4TO 1711 HGOPMMPOBAHMA Y3€/IKOB JOCTATOYHO KTOMIYecKolt akcrpeccun KNI Tombko
B KJIETKaX IIPOBOAALIETO ITy4YKa U MPU/IETaoLIMX K HeMy KJIeTKaX Me3o¢wiia ntucra. Ta-
K1M 06pa3oM, HeKIil CUTHAJI pacIipOCTPAHSAICA B yAa/leHHbIe OT ITy4Ka C710M Me3oduta
U AINUICPMIC, CTUMY/IMPYS B HUX KJIETOYHBIE /IeJIeHIS, IPUBOAAILE K POPMUPOBAHNIO
y3enkoB. buto mokasaHo, yTo TpaHcKpunThH KNI 00Hapy>KMBAIOTCS TONBKO B K/IETKAX
COCYAMCTOTO ITy4Ka, B TO BpeMs kak 6emok KN1 IpyucyTcTByeT BO BCeX KJIETOYHBIX CTI0SIX
JINCTA, BKTIOYAs 3MUEPMIIC, YTO ITO3BOJINIIO TIPEATIONOXNUTD, 4T 6emok KN1 n aBnseT-
sl TIOABIDKHBIM HEaBTOHOMHBIM KJIETOYHBIM curHamoM. [locimenyromue nccnefoBaHus
C MyTaLMsAMY, BERYLIIMM K TTONHON notepe pyuxunnu (loss-of-function), moxasanmu, 4To
ZmKNI uMeet BaxHOe 3HaueHue 41 popmupoBanus u noppep>xanus AMII [28, 29].

Heckonbko 1mosfHee y psifia paCTUTEIbHBIX 00BEKTOB OBLIN OIVICAHBI CXOfIHBIE TeHBL.
Bmecre ¢ KNI oun 661t 06beguuensl B ceMmeiictBo KNOTTEDI-like homeobox (KNOX)
(nnn cynepxmacc KNOX [20]). 91u rensl pasgensaior Ha gBa knacca KNOX I u KNOX II
[28]. Tenn! I k/macca, o cTpyKTYype 60mee cxoxxue ¢ reHoM KNI KyKypysbl, 9KCIIPecCHpy-
10TCA IperMyiiecTBeHHO B AMII, c ropaso MeHbIINM YPOBHEM SKCIPECCHM B 3apOAbIIIe
U ee OTCYTCTBMEM B AudepeHIpoBaHHBIX OpraHax, HaIlpYMep IUCThSIX U KOPHsAX [28].
Okcpeccns reHos kmacca KNOX II BbIABTIeHa B Pa3HBIX TKAaHAX ¥ He OOHApY>KMBaeTcs
B MepucTeMax. B reHome Arabidopsis thaliana BbisiBieHo Heckonbko reHoB KNOX, mony-
uyyBuMx HasBauve KNAT (Knotted-like of Arabidopsis thaliana). Kax 'y [pyrux 1iBeTKOBBIX
pacrenmit, axcripeccusi reHoB | kmacca (STM, KNAT1/BP (BREVIPEDICELLUS), KNAT2
u KNAT6) ormeueHa npeumyinectBeHHO B AMII, a rensr II xmacca (KNAT3, KNAT4,
KNATS5) umetor 6oree mmpokyto obmacTs axcrpeccuu [23, 30]. Hanpumep, sxcpeccus
reHoB KNAT3, KNAT4, KNAT5 na6monaercsa B KopHsax. [en I xmacca STM askcnpeccupy-
eTcst ucKmounTensHo B AMII, HaumHas ¢ ee 3aKIaiku B 9aMOpHoreHese, u MpENATCTBYET
nudepeHIMPOBKe KIETOK. Y MyTaHTOB IO reHy STM IIpOMCXOAUT HapyIlleHue popMu-
posanua AMII oT yMeHblIeHNA B pa3Mepax 10 ITOTHO PERYKLIMMN.

[l HopMabHOTO 3am0XKeHNs u passutus mucta B AMIT HeobxopuMo nopaBeHne
9KCIPeCCUM psfia MepyUCTeM-CIeNPUIHBIX TeHOB B 00TacTy IMCTOBOTO IPUMOPUA.
3a nopasenne sxcrpeccun renoB KNAT1, KNAT2, KNAT6 otBedator 6enku AS1 n AS2
(ASYMMETRIC LEAVES 1 u 2), KOHTpo/mipylouye Iepexoq KIeToK B auddepeHnn-
poBanHOe cocrosiuue [31]. B cBow ouepenp, STM momaBisieT sKcrpeccuio TeHOB AS]
n AS2 B KJIeTKax MepucTeMbl. Takoll MexaHNM3M peryALny XapaKTepeH I/ pacTeHMI,
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MMEIOLVX IPOCThIe IUCThs, B YacTHOCTYU Arabidopsis thaliana. OpHako y pacTeHmit co
CTIO>KHBIMM JIMCTBSIMU, HAIIpYMep y TOMATa, XapaKTep 9KCIPeCccuy HeCKONbKO OT/INYa-
etca. Tak, ren LeT6 Tomara, romoror reHa STM, skcnipeccupyercsa Kak B AMII, Tak n
B IMCTOBOM Ipumoppuu [32]. VismeHeHne Mopdonornmu amucTa B Xofie SBOJIOLUN pac-
TEeHMII TAKKe CBA3BIBAIOT C M3MEHEHMeM XapakTepa skcnpeccuu renop KNOX B amnekce
mobera [33].

BsaumopeitctBue TpaHCKpUIIMOHHBIX pakTopoB KNOX
C TOPMOHAJIBHOJN CHCTEMOM Y IOKPHITOCEMEHHBIX

Mexpy akcpeccueit renoB KNOX B AMII 1 6M0CHHTe30M LIUTOKMHUHOB — pac-
TUTETIbHBIX TOPMOHOB, OTBEYAIOIINX 32 NMPOonudepannio KIeToK, — UMeeTCs MONTOXKI-
TenbHas Koppemsanus (23, 34]. benku KNOX akTMBUPYIOT 9KCIPECCUIO TEHOB, KOAUPY-
IOIIMX M3OIEeHTeHWITPaHCepassl — KIo4deBble pepMeHThI OMOCHHTe3a IUTOKIHIHOB
[35, 36]. B cBOIO OUepenp, IUTOKMHMHBI MHAYLMPYIOT 9Kcpeccuio reHoB KNOX [37-39].
HepasHo 6b110 BBIABIEHO, 4TO O0enku I kmacca KNOX — STM, KNAT1/BP n KNAT2 —
MHIMOVPYIOT KIETOYHYI IMpdepeHINpoBKYy U IpPOLECCH HAOPeNYIUIMKALUY dYepes
IIUTOKVHIHOBDI curHaavHr [34]. IToBbileHre cofep)KaHusl IUTOKMHIHOB Oaropapsi
MHAYKIOUM MX OMOCHMHTe3a aKTMBUPYET PeryIATOpPbl KIeTOYHOTO IMKIA — LMK/INHBI
CYCD3. Takum 06pa3oM JOCTUTAeTCs HOffepKaHye myna HeayddepeHIrpoBaHHBIX
KJIETOK B MEpICTeMe B pe3y/IbTaTe COXpaHeHNS MUTOTIYECKOI aKTUBHOCTH K/IeTOK [34].
Opnako camo obpasosanue AMII perymupyercst pakropom Tpanckpunuuu STM Hesa-
BUCUMO OT LIMTOKMHJHA, IIOCKOTIbKY JOOaB/IeHNe LUUTOKMHIMHA WIN CBEPXIKCIIPeCcus
TeHOB OMOCVHTe3a IVTOKVHWHOB He IIPUBOAWIN K BoccTaHOBIeHNI0 AMII y nmuimeHHBIX
ee MYTaHTOB St11, XOTS U cMArYamy aQp ekt MyTanym [36].

Hexoroppie KNOX- mnyu IIMTOKMHMH-aCcCOUMMPOBaHHbIe deHoTUM4ecKne 3d-
(deKTbl MOTyT OBITh IIOJABJIEHBI ITyTeM IPUMEHEHVS IpefLIeCTBEHHUKA STWIEHA —
1-amuHOUMKITOMpOIaH-1-Kap6onoBoit kucmots! (ALIK). Ananormyunsiii addext Habm0-
maetcs y MyTtaHTa CTRI ¢ IOBBILIEHHOI YyBCTBUTEIBHOCTBIO K 3TUIeHy [40], 4TO MOXKeT
yKa3bIBaTh Ha aHTaroHnsM Mexay yukiysvn 6enkos KNOX u stnnena.

BakHeitmuM perynatopom npoueccos B AMII pactennii, B yacTHocTy fuddepeH-
IIVIPOBKM M POCTa KJIETOK, SIB/IAETCSA TOPMOH ayKCHH. BbIcoKoe cofiepyKaHme ayKCIHa Ha-
OmofaeTcs B KIeTKaX JIMCTOBBIX IPUMOpP/YeB, ogHako reHbl KNOX B HUX He aKcIpec-
CUPYIOTCSI, YTO BEPOSITHO TOBOPUT O HECOBMECTVIMOCTM M/WM/IV aHTAaroHM3Me ayKCuHa
u 6enkoB KNOX [41]. KocBeHHBIM CBUIETENTBCTBOM 9TOTO CTY>KUT CHIVDKEHME allMKajlb-
HOTO JIOMUHVPOBaHMs Y pacTeHuil co cBepxakcipeccueri rena KNOX, rie Taxoxe Habo-
[a/IOCh CHIDKEHMe CofiepyKaHmsA aykcuHa B AMIT [23].

Iu66epennosas kucnora (I'K) sBnsgercs BaKHEMLIMM pPacTUTENIbHBIM TOPMOHOM
U TIpefcTaBisaeT co60il cobupaTepHOe Ha3BaHVe OOTIBIIOTO CEMENCTBA JUTEPIIEHOMIHBIX
MOJIEK YT (r166epenIHOB), KOTOpbIe BOB/ICUEHBI B IIPOLIECCHI NOISAPHOTO POCTA U YAJIN-
HeHMsI KJIeTOK U OPTaHOB, a TAKKe LIBeTeHMs U Ipopactanus cemsH [42]. 'K raxoke cro-
cobcTByet aruddepeHIIpoBKe KeTok [43, 44]. [l Tabaka 6bUI0 IPOLEMOHCTPUPOBAHO,
410 popAyKT reHa KNOX NTH15 nogasnseT Tpanckputiuio reHa NTC12, Kogupyrolero
ofVH 13 Kno4yeBbIx GpepmentoB 6uocunTesa 'K I'K-20 oxcupasy [44]. ITOT >ke MexaHM3M
nopasnser cuHTe3 'K B AMII, a B Tex ee foMeHax, Ifie HeT akcupeccun reHa KNOX, Ha-
IpUMep B IMCTOBBIX IPUMOPAVIIX, HabmonaeTcst akTuBHbLI 6uocunTes ['K [23].
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HepmaBHO MeTOfaMy KOMMMYHOIIPELMIIMTALMM XPOMATHHA, I/TyOOKOTO CEKBEHM-
poBannsa u PHK-cexBeHupoBanusa Oblmv BbIAB/IeHbI reHbI-MueHy 6enxos KNOX s
KYKypY3bl [45]. Oka3anock, 4TO B JAHHOI MOJIe/IY MUAIIEHAMY TPAaHCKPUIILIMIOHHBIX (pak-
topoB KNOTTED] sABIAI0TCS HECKOIBKO ThICAY I0KYCOB. Cpefiyt HUX B IIEPBYIO OYepenb
OBV BBISIB/IEHBI TeHbI, KOAUpyoLye Apyrue (Gakropbl TpaHCKpunuuy (B TOM 4KC/e
roMeoJoMeH-6e/IKN), a TakKe KOMIOHEHTbI TOPMOHA/IbHOTO CUTHA/IMHIA, BKIIIOYas He
TOJIBKO IIMTOKVHMHBI U1 TUO6epeINHbL, HO TAaK)XKe B BBICOKOJ CTelleHM ayKCHHBL. OfHaKo
3TOT 3 PeKT 6bUT HarboIee BHIPa>KEH B IIPOBOJAALIEN CUCTeMe TUCTheB; 0Ka3aIoCh, 4YTO
OMOCHMHTe3 ayKCMHA B IMCThsAX akTuBUpyeTcs 6enkamu KNOX [45].

Perymanmsa 61MocuHTe3a TUTHIHA Y ITOKPBITOCEMEHHbIX PaCTeHMII
daxropamu tpanckpunmym KNOX

JIUTHUH — KOMIL/IEKCHBIII ITONIIMEpP U OfMH 13 OCHOBHBIX KOMIIOHEHTOB K/IeTOYHOM
CTeHKM BBICHIMX pacTeHmit [46]. JIuranukanmsa ocymecTBIAeTCs IPerMyIeCTBEHHO
BO BTOPUYHOI KJIETOYHO CTEHKE 3JIEMEHTOB KCU/IEMBI (WIEHVKY COCY/IOB ¥ TPAXeUbl),
(b103MBI, CKIepeHXMMBI 1 HepuiepMbl [13]. BsauMopelicTBys ¢ yI/IeBOGHBIMU KOMIIO-
HEHTaMIl KJIETOYHOJ CTEHKMU, JIMTHVMH BBIIO/MHSAET Ba)XXHYIO OINOPHYI0 (QYHKIINIO, HOJ-
Tep>KMBasi CTPYKTYPHYIO IIe/IOCTHOCTb COCYAMCTOI CUCTEMBI M BCETO PaCTUTENBHOIO Op-
raHnsMa. IIporecc 6MocHTe3a IUTHMHA B HACTOSIII[ee BpeMsl MIHTEHCUBHO VICCTIEYeTCs
Ha YpOBHE OT/e/IbHBIX '€HOB, KOAMPYIOIUX (epMeHTbl OMOCUHTe3a TUTHIHA, a TaKXKe
TPaHCKPUIIIVIOHHBIX (PaKTOpOB, perynupyromux ero cunres. Cpemy HOCIETHMX IIO-
KasaHbl YYacTBYOLIVE B perynanyuy 6mocuHresa muranHa 6enkn I u II xmaccos KNOX
y Arabidopsis [47], Populus [48] w Prunus persica [49]. Y Arabidopsis yyactue B peryns-
Iy OMOCKMHTe3a JIMTHMHA ObIIO IIPOileMOHCTpMpoBaHo A reHa BREVIPEDICELLUS
(BP)/KNAT1 [47, 50-52]. Y HOKayT-MyTaHTa 110 reHy BP Hab/moia1och yBenudenmne 61o-
CMHTe3a IMTHMHA B IIBETOHOXKAX, B TO BpeMs KaK CBEPXIKCIIPeCccUs ITOro reHa IpUBO-
IVIa K TOfIaB/IEHNI0 HAKOIUIEHMA JIMTHMHA B pacTeHmu [47]. AHanm3 TpaHCKPUIITOMA
MyTaHTHBIX pacTeHmit MetogoM [JTHK-muxpounnos (DNA microarray) mokasai, 4To
BP y Arabidopsis pyHKIMOHMpPYeET KaK pelpeccop OMOCKHHTe3a IUTHMHA, @ B IIOCTIENO-
BaTeJIbHOCTAX Psfia TEHOB, KOAMPYIOIX (GpepMeHTbI 6MIOCUHTe3a MOHOIUTHOMIOB, OBIIN
HajileHbI BBICOKOKOHCEpPBAaTMBHbIE CAiiThl CBA3BIBAHMA TPAaHCKPUIIIVOHHBIX (PaKTOPOB
KNOX [47]. OTu pe3ynbTaThl yKasbIBalOT Ha TO, YTO OfiHa 13 GyHKUMI BP cocTont B mmo-
maBreHnu ¢epMeHTOB 6MocKHTe3a MurHNHA. CpaBHUTENbHBIN aHamm3 QyHKIUI TeHOB
KNOX I xmacca KNOTTEDI xykypysbl u LeT6 TomMaTa B MHIMOMPOBaHUY OMOCKHTe-
3a JIMTHUHA ObIT IPOBEJIeH B TPAHCTEHHBIX MHNUAX TabaKa cO CBEPXIKCIIpeccueil dTNX
reHoB. CBepXaKcIpeccusi 060UX TeHOB NIPUBOAMIIA K CHVDKEHUIO COJePXKaHNUsA TUTHIHA
B TPAHCTEHHBIX JIMHUAX; OBUIO YCTAHOBJIEHO, YTO MuIeHAMM AeiicTBus 6enkop KNOX
SBJIAIOTCS, 110 MEHbIIIell Mepe, [1Ba TeHa, KOAMPYIOIINX NePOKCUa3y U HUHHAMMI-al-
KOT'OJIbJIETU/IPOreHa3y cooTBeTCTBeHHO [53]. Takum o6pasom, rensl KNOX MoryT ObITH
3¢ GeKTUBHBIMM MOAY/IATOPAMI OfpeBeCHEHNSI B PACTUTEIbHBIX TKaHSX.

OnHUM U3 U3BECTHBIX PETYIATOPOB OMOCHHTE3a IMTHMHA U IPOLieccoB Mopdore-
Hesa sBiAetca ['K [54]. ITosblmenne cogepxanns aktusHoit 'K npuBogut K ycuneHuo
nurHrduKanuy TKaHelt pactennit [55]. Takum 06pa3oM, MeEXaHM3MOM, C IIOMOIBIO KO-
toporo 6enku KNOX BIuAIOT Ha pa3BUTHE M yPOBEHb 9KCIIPECCUY Psifia TeHOB-Y4aCTHI-
KOB OMOCHMHTe3a TNTHIHA, KPOMe HEellOCPeCTBEHHOTO MHTMOMPOBAHNA TPAaHCKPUIILINI
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3TUX TE€HOB MOXeT OBITb ¥ OIIOCPeoBaHHOe BiaMsiHMe Ha ypoBeHb 'K [56]. [TogaBnennue
JTUTHUGUKAIVY — OAMH U3 MEXaHM3MOB, C moMolpio koTopbix 6emkn KNOX croco6-
cTByIOT nopaepxanuio B AMII myna Heud pepeHIpOoBaHHbIX, He/IAIXCS KIIETOK.

Tomonornu 6enkoB KNOX y HeceMeHHBIX ¥ TOTIOCEMEHHBIX PacTeHMII

Tomornoru ¢akropos Tpanckpunuuyu KNOX o6HapyXKuBawTCs y IpefcTaBUTeNei
BCeX TAKCOHOB BBICHINX PacTeHMil. Y Moxoo6pasHbix reHbl KNOX perymmpyror pasButie
criopoduta [57]. Y psna HeceMeHHBIX pacTeHuit — nanopotHukos Ceratopteris richardii,
Osmunda regalis, Anagramma chaeophylla v nnaynos Selaginella kraussiana u Selaginella
uncinata — NpefIpUHUMAIINCH TONBITKY M3ydeHus ¢pyHKimit reHoB KNOX B AMII (33,
58-60]. Pe3ynbraThl mMccefoBaHNs IATTePHOB JIOKaIM3aLNU TPAHCKPUIITOB U 0€IKOB
KNOX y 911X 065K TOB II03BOJIVIN IPEAIIONIOKUTD, 4TO pyHKIMYU reHoB KNOX B AMII,
BEpOATHO, CXOfIHBI C TAKOBBIMM y HMOKPBITOCEMEHHBIX [58]. DTy pyHKIUM BKIIOYAIOT
Hopiep>kaHye myna HemuddepeHIpoBaHHbIX KineToK B AMII, a Taxoke ofaB/ieHme 3a-
JIOXKEHYS IVCTOBBIX IPUMOPAYEB. Ba)KHO OTMETUTD, YTO Takoe PYHKINOHAIBHOE CXONI-
CTBO OBL/IO YCTAHOBJICHO /IS IIpefiCTaBUTeNel Kak MUKpOdIIbHOI (11ayHOOOpasHble),
TaK U MeraduUIbHOI (IAIIOpOTHMKOOOPa3Hble, IOKPbITOCEMEHHbIE) JTMHIIT 3BOTIOLVN.

OcHosHbIe nccnegosanusa reHoB KNOX y ronoceMeHHBIX PacTeHMIT ObIIN BBIIOTHE-
HbI Ha Moziernt Picea abies. O6GHapy>keHHOe OTCYTCTBMe SKcnpeccuu renos HBK — romo-
noroB KNOX ronoceMeHHBIX — B XBO€, BEPOsITHO, COOTBETCTBYET IO/IaBE€HNIO aKTVB-
HocTy reHoB Kimacca KNOX I mokpbIToCeMeHHBIX B MUCTbAX [28]. OpHaKo aKcmpeccus
Bcex reHoB HBK Picea abies 6pima 0OHapy>keHa B KOPHSX, YTO He TUIINYHO [ T€HOB
knacca KNOX I. [lna 6mmoxaitinero romornora rena STM Arabidopsis thaliana — HBK1 Pi-
cea abies — 6bIa MoKa3aHa TkaHecmenuduaHasa skcrpeccus 8 AMII [61]. Metonom ru-
opupmsanuu PHK-PHK in situ 6p11 n3ydeH maTTepH 9KCIIpeccuM JaHHOTO TeHa: B IjeH-
tpanbHoi 30He AMII tpanckpuntst HBKI 06Hapy>KuBaauch Ha HU3KOM YPOBHE, B TO
BpeMs KaK B JINCTOBBIX IIPMMOPAMAX He ObUIO OOHApy)XeHO CUTHaaa IMOpUAM3aLUN.
Takum obpasom, martepH akcrpeccuyt HBK1 oka3asncsi CXOIHBIM C TaTTepHAMM 3KCITpec-
cuu B BeretaTuBHbIX AMII renoB KNOX I kmacca MOKpHITOCEMEHHBIX, TaKuX Kak KNI,
STM n KNAT1.

Insa ouenkn ¢ynkuwit rena HBKI Picea abies o cpaBHeHuio ¢ renamu KNOX mo-
KPBITOCEMEHHBIX OBV CKOHCTPYMPOBAHBI TPAaHCTeHHBble pacTeHus Arabidopsis thaliana,
akcnpeccupylomue HBKI mon KOHTponeM IpoMoTopa 35S BMpyca MO3aMKM IIBETHOIN
KamycThl [61]. ¥ IONTy4YeHHBIX TPAHCTeHHBIX PAacTeHMI QeHOTUIINYeCKue MPOABICHNA
cBepxaKkcrpeccuy reHa HBK1 6bUmn 04eHb CXOXKY € TAKOBBIMI IIPU CBEPXIKCIIPECCUM Te-
HOB KNOX I xnacca OKpBITOCEMEHHBIX, BK/II0Yasi 00pa3oBaHye pacCeUeHHBIX IMICThEB
u ppyrue abeppanym pasputus nucra [61]. CregyeT OTMETHUTD, YTO MOJOOHBIX MCCTIe-
IDOBaHMIT CO CBEPXIKCIIpeccyeil B TPAaHCTeHHBIX pacTeHusax Arabidopsis thaliana renos
KNOX HeceMeHHBIX pacTeHMII ITOKa He NpoBoaunoch. Hapymennus skcnpeccun HBK1
u npegncrasuteneit kmacca KNOX I mOKpbITOCEMEHHBIX BBISBIBAIOT CXOXMe HedeKTh
B pasBuTuM [62]. TU JaHHBIE IOKA3bIBAIOT, YTO PETY/ALNA SKCIIPecCUM TeHOB Kaacca
KNOX I B Mepucremax npepcTaBisieT co00ii 00IMil MeXaHU3M KOHTPOJISI pa3BUTH Ce-
MEHHBIX PacTeHUII B IIpoliecce spoonnu [61].

XoTs uMernIuIicsA B HacTosAIlee BpeMs 00beM JJAHHBIX CBUIETENTbCTBYET B IO/Nb3Y
BBICOKOKOHCepBaTuBHOI pomu ¢akTopos Tpankpuniyy KNOX B QyHKIIMOHMPOBaHUU
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AMII npepcraBuTesneit BceX TAKCOHOB COCY[MCTBIX PACTEHMIA, MOJIEKYIIAPHbIE MEXaHN3-
Mmbl ferictBus 6enkoB KNOX, B ToM unmciie B3aMMOeICTBIE C TOPMOHA/IBHOM CHUCTEMOI!
pacTeHuil, MCCIeNOBaHbl TONBKO HA/A MOKpPbITOCeMeHHbIX. CeKBeHMpOBaHNUE T'€HOMOB
IpefCTaBUTENIeN PasIMYHbIX TAKCOHOB COCYAMUCTBIX PACTEHMI, a TAKXKe BO3MOXXHOCTH
TpaHCKpUNTOMHOrO aHanmusa AMII y mmpokoro kpyra 06beKTOB NMEIOT OOJIBILION 110-
TEHIIMA JJI BBIABIEHNUA U (PYHKIMOHANIbHOro aHammsa romonoros KNOX y npepcra-
BUTEsIEl 3BOIIOLMOHHO IPEBHNUX TaKCOHOB. OffHAKO B HACTOsAIlee BpeMs TaKue UCCefo-
BaHNA 3aTPYLHEHDI OTCYTCTBMEM CPe[iVi HECEMEHHDIX COCYAUCTDIX PACTEHMII MOJENbHBIX
CUCTEeM, MO3BOJIAIONIVX IOMYYaTh CTAOMIBHO TPaHCHOPMIPOBAHHBIE PACTEHNA.

Ponb nirasmopecm B pyHKIMOHMPOBaHMI
aNMKa/IbHBIX MEPUCTEM 00era HOKPhITOCEMEHHBIX

JIns K7IeTOK pacTeHmit, OKPY>KEHHBIX IJIOTHOM K/IETOYHO CTEHKOI, K/II0YeBasi poJib
B 00ecreyeHNy MeXXKJIETOYHbIX KOMMYHMKAIVI IPUHALISKNT IIasMogecMam. [lmas-
MOJIeCMBbI IIPEACTABIIAIOT COO0I TOHKME (AMaMeTPOM OT HeCKOIBKVX IeCATKOB JIO COTEH
HAHOMETPOB) TpyOuaTble LUTOIUIa3MAaTHYeCKUe KaHa/Ibl, OTpaHIYEHHbIe IIa3MajieM-
MOIi, KOTOpBIe COeIVHSIOT COCENHNE KIIETKY pacTeHns. B mpocseTe cpopMmpoBaBIImxcs
IJIa3MOJeCM HaXOIUTCSA TOHKAs LMINHAPUYECKas CTPyKTypa — gecMOTpybKa, KoTopas
IpefcTaB/sieT co60it PpparMeHT 3HAOMIa3MaTnIeckoro petukynyma (3IIP), mepexops-
U1 U3 OfHOJ KJIEeTKY B Jpyrylo. Tak HasbIBaeMble nepsuuHvle naasmooecmol o6pasy-
I0TCSL B IIpOIlecce IIUTOKIMHE3a, BO BpeMs 00pa3oBaHMs IEPBUYHOI KJIETOYHON CTEHKI.
KonndecTBo maasmMonecM MeXXAy TOIbKO UTO MOAEMMBIINMICA KIeTKaMy MaKCUMa/lIbHO
U MOXeT JIOCTUTaTh HeCKONbKMX ThIcAd. KpoMe Toro, mmasmomecMsl MOTyT GOpMUPO-
BaTbCA de n0vo MOC/Ie OKOHYAHVA HUTOKIHE3a, ITyTeM YaCTUYHOTO Pa3pyIIeHNs KIeTod-
HOJI CTEHKU — 6MOoputHbie naa3mooecmvl. TOUHDIN MeXaHM3M POPMMUPOBAHNUA BTOPUY-
HBIX IUIa3MOJECM Ha CETONHs HeusBecTeH. I[IpefnosoXnTeNbHO STOT MpOLecc CBA3aH
C paspylIeHreM KIeTOYHO CTeHK! IUAPOIUTNIECKMMY (hepMeHTaMM, OfTHAKO BO3MOXK-
HO BO3HMKHOBEHE BTOPUYHBIX IVIa3MOJeCM ITyTeM MOAMUKALY IIePBUYHBIX [63-65].
GopmupoBaHNe BTOPUMYHBIX II1a3MOJIECM MMeEeT Ba)KHOE 3HayeHue M/ IOCTPOEHNs
TpeXMepHBIX CBsI3ell MeX[y KleTkamu. JIydie Bcero T0 MOXXHO IPOV/UTIOCTPUPOBATh
Ha npuMmepe AMII, re KAeTKM BHENIHUX C/IO€B TYHUKMY, HeALecs aHTUKIMHANIbHO,
MOTYT COeAVHATBCA ¢ KJIeTKaMy KOpIIyca JIMIIb C HOMOIIbI0 BTOPMYHBIX IIa3MORECM
[46, 66] (puc. 3).

B xope uccnepoBanua 17 ceMeiicTB U 24 BUJOB M3 Pa3HbIX TAKCOHOB COCYAUCTBIX
pacTeHmit ObITIO BBIZIENIEHO /IBA PA3TNYHBIX TUIIA PACIIpefie/leHNs IITa3MOfIeCM MEeXIy
knetkamy AMII, koTopble COOTBETCTBOBAIN IBYM TUIIAM CTPYKTYPHOI OpraHM3alnu
AMII — Tuy nanopoTHUKOOOPasHBIX ¥ TUITYy ceMeHHBIX [67]. B AMII, opranusoBas-
HOJI IIO TUIly MAIIOPOTHUKOOOPA3HBIX, (GOPMUPYIOTCA HMPEUMYLIECTBEHHO NepBUYHbIE
T/Ia3MOJeCMBI, KOTOPBIe 00Pa3yI0TCs TOMBKO MEeX/Y K/IeTKaMV OJfHOI K/IeTOYHOM IMHNN
(TO ecTh CeCTPMHCKMMIU KJIeTKaMy; TakK HasblBaeMas lineage-specific network of primary
plasmodesmata, L-I11). Ons AMII ¢ opranusanmeii o TUITy CEMEHHBIX XapaKTepHO 00-
pasoBaHMe Hapsy C MepBUYHBIMY BTOPUYHBIX IIA3MOAECM MEX/TY TI0ObIMU KJIeTKaMI,
He 00s13aTeIbHO CBA3aHHBIMM OOIMM IIPOMCXOXKAieHNeM (interface-specific network of sec-
ondary plasmodesmata, I-11]1). B AMII Tuna nanopoTHUKOOOPasHbIX IIOTHOCTD II/Ia3-
MoOJiecM B TpU pasa Bbillle, ueM B AMII tuna cemennspix. L-I1]] mpucyTcTByeT y rpynibl
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— HE[’)H HYHBIC TDIA3MO/IECMEI

— BT(}DH"{HBIC TUIa3MOIECMBIL

Kierku IMHJICPMHCa

Knerxu Mezodmiia

Puc. 3. Opranmsanus cucremsl wiasmonecM B AMII (no Lee, Sieburth, 2010, ¢ usmerenuamu).
Knerxu crmost Mepucremsr L1 (6ymy1ue snupepManbHble KIETKI) COEAUHSIIOTCSA APYT C FPYTOM C HO-
MOLIBIO TIEPBUYHBIX IUIA3MOJECM, HO UX CBA3b C KmeTkamu cnos L2 (Gynywme xiaetkn Mesoduia)
OCYILECTBIISIETCS UCKTIOYNTEIBHO Yepe3 BTOPMYHBIE IUTa3MO/IeCMBL.

9YCIIOPAHTMATHBIX ITAlIOPOTHUKOB [68], BKII0Yast mcumoToBble U xBoiu. Kpome rtoro,
TAaKOJ! TUII XapaKTepeH I IIayHoobpasHeix popa Selaginella [67]. Tum I-I1]T xapakre-
PeH I TOJIOCEMEHHBIX VI IIOKPBITOCEMEHHBIX PacTeHMIA, a TaKXKe JIA IpefCcTaBuTenei
IJIayHOOOpa3HBIX poioB Lycopodium u Isoetes.

Kyk ¢ xonneramu [66] BBIZBMHYIM IMIIOTE3Y, COIZIACHO KOTOPOJ THUII IIa3MOJeC-
MEHHOI CeTU OKa3bIBaeTCs TECHO CBS3aHHBIM C TUIIOM CprKTypHOI‘/’I OopraHmsanun
AMII. Hannuue eguHcTBeHHOM MHMuManyu B AMII mpenmonoxutenbHO 06YCIOBIEHO
HeCIOCOOHOCTBIO TaKMX pacTeHuit GopMMUpPOBATb BTOPUYHBIE I/IA3MOLECMBI, II03TOMY
MeX/y allMKalbHOJ VHUIMANBIO U ee HEeMOCPeNCTBeHHBIMI MPOU3BOSHBIMM GOpPMIU-
pyeTcsi 60/IBIION «3aracy MIa3MOJeCM, C OHOI CTOPOHBI, 00eCIIeYNBAOINIT BO3MOX-
HOCTHU KJIETKU JIeTUTbCA Jablile, a C [PYToii CTOPOHbI, OTPAHNYMBAIOLINIT YMCIIO TAKUX
meneHui [66, 69]. Hanpotus, Hanmuune B AMII MHOXeCTBEHHBIX MHUIIMATIEN U pasferne-
Hue AMII Ha cou CBSI3aHO CO CIIOCOOHOCTBIO pacTeHMit GOPMUPOBATH CETh HE TOIBKO
MEepBIYHBIX, HO I BTOPUYHBIX IIJIA3MOJAECM, COeAMHAIOMMNX KIeTKM Pa3HbIX KIeTOYHbBIX
cnoeB [66]. VInTepecHO, 4TO y IIBETKOBBIX pacTeHNI 0co06as poyb B TpaHCHOpTe MHPOP-
MAIVIOHHBIX MaKpPOMOJIEKY/, CUTHA/IOB ¥ BUPYCOB INPUINCHIBANIACh MCKITIOYUTENIBLHO
BTOPUYHBIM ITasMopiecMaMm [70-72]. AHaMOTMYHBIX UCCTIENOBAHWI /IS TPeACTaBUTENel
IPYTUX TAKCOHOB He IIPOBOAMIIOCH [73].

MexaHuU3MbI mepenoca I‘OMeOGOKC-COJIep)KaH.U/IX 0€/IKOB 10 ImasMojgecMamM

CyMIIacTi4eckuii Tok cBo60aHO M1 GYHAMPYIOLX MOTEKY/I 3aBUCUT OT pasMepa
amepTypbl IIA3MOJLeCMEHHOI TTOPbI, KOTOPYIO XapaKTepuayeT IIpefest IPOITyCKHOI CIIo-
co6Hoctu (SEL, size exclusion limit). SEL 06bI4HO oIpezesnsieTcs pa3MepoM MOJIEKYII, KO-
TOpBIe MOTYT CBOOOJHO IIPOXOAUTH Yepe3 OTBEPCTHE ITA3MOECM, 1 BHIPAXKaeTCst MOJIe-
Ky/sipHOU Maccoii B x[la [74, 75]. Vinorpa SEL onpenensioT Kak rUApPORMHAMIYECKII pa-
nuyc CTokca, KOTOPBIIT OTpaXkaeT pasmep 1 popMy TpaHCIOPTUPYEMOIl MOTIEKY/IbI [75].
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[TepeHOC MaKpOMOJIEKY/I Yepe3 I/Ia3MOJeCMbl MO>KET ObITh ITACCBHBIM ¥ HeCeJIeK-
TUBHBIM MO0 CEIEKTUBHBIM U TOTZA, KaK MPABIUJIO, AKTUBHBIM, T. €. C 3aTPaTOI IHEPIUK
[76]. HecenexTuBHBII TPaHCIOPT OCHOBaH Ha npocTtoi anddysun. C MCcronb3oBaHm-
eM 3eneHoro ¢yopectenTHoro 6enka (GFP 26,9 x/la) 6bU10 IOKa3aHO, YTO Ma/leHb-
Kue Oenky cBOOORHO AUPPYHAMPYIOT depe3 IIa3MOAECMBI [77]. DHeprosaBMCUMBIIL
CeNIeKTVBHBII MepeHOC, KaK mpaBuio, Tpebyer yBenmdenus SEL.ViccrmenoBanus mepe-
MelIeHNs BUPYCOB 11O KJIETKaM PAaCcTEeHUII OTKPBUIM TaKoe sIBJIeHMe, KaK «gating», Wi
AMHAMI4YecKoe M3MeHeHe AMaMeTpa IVIa3MOfIecM B IIMPOKOM AMAlla3oOHe IIOJ BO3/Ieli-
CTBMEM OIpefie/IeHHBIX (aKTOpoB. MHOTVIe BUPYCHI pacTeHUI KOJVUPYIOT crienuduIHble
6enkn «movement proteins» (MP), KoTopble TOMOTAIOT CaMOMY BMPYCY WM BMPYCHOI
PHK mnponnkats depes mmasmopecmsl [78, 79]. Ha ceropus Hanbomee XOpOLIO M3y4eHbl
MP (30 x/la) Bupyca Tabaunoit Mo3anku. OHM CIIOCOOHBI CBA3BIBATH OHOLIEIIOUEYHbIE
HYKJIEMHOBBIE KUCIOTHI in vitro [80], a MeTOOM MMMYHOIOKaIM3aLMII OHM BBISBIIAIOT-
¢ B IUIa3MOfecMaX MHUIMPOBaHHBIX K1eToK [81]. MP Moryt yBemnuusarb SEL [82]
¥ CIIOCOOCTBOBATh CBOOOJHOMY IepeMeIeHNI0 BUPYCHBIX YacTuly iy BupycHbix PHK
MeX[y COCefHIMU KaeTKamu [79].

OpHu U3 MepBBIX MCCIENOBaHMil moKasanu nokanusanuio 6enka KN1 B L1-cnoe
AMII, ognako MPHK KNI tam He 6b11a 06Hapy>keHa [83, 84]. [TosgHee c momopio GFP
611 06Hapy>keH nepeHoc 6enka KN1 Mexly KieTKaMyl allMKaabHO MepPUCTEMBI IT00e-
ra [85]. B pesynbrare Mukponnbekiyn 6enka KN1 B knetku Mesoduita Tabaka 6b110
nokasano, 4o KN1, mogo6no BupycueiM MP, ciocoben ysennumsarpb SEL mmasmomecm
[84]. Kpome Toro, 6emok KN1 crioco6¢cTByeT crerduieckoMy MeXXK/IeTOYHOMY Iiepe-
Hocy cobctBenHoit MPHK [86]. AHasormyHblil MexaHU3M HAOTIOfAETCS IPYU VIHDBELV-
posanuu Bupycom PHK ¢ nomompro MP [84]. Takum o6paszom, 6enox KN1, BeposTHO,
obrnasjaeT CBOICTBAaMI, YAMBUTEIBHO CXOXKUMMU CO CBOJICTBaMU BUPYCHBIX MP, 1 Moxer
MPefICTaBIsATh COOO0I Kacc sHmoreHHbIx, MP-1ioo6HbIX 6enkoB [87].

Brnaromaps gating BO3MOXXHO IlepeMelleHMe 10 IIa3MOfjeCMaM KPYIIHBIX OeKOB,
Maccoll HeCKOMbKO fecsATKOB K/la [88]. JanpHerinne ncciegoBaHus BbIABUIN POJIb IIa-
nepoHOB B 3TOM mporece [89]. Hanpumep, npu nepenoce 6enka KN1 manepoHs! ocy-
I[eCTBIIAIOT IpeBapUTeNbHOE pasBopadMBaHye OeKa, YTo oO/eryaeT ero TpPaHCIOPT
Jepes mra3mopiecMsl [89]. Kpome Toro, o6HapykeHHbI Bo drmoame 6emok HSP70 Takxe
criocob6en u3mensaTh SEL mmasmomecm [90]. Tomomorn HSP70 Mo>kHO HatiTi BO ppakijusax
K/IETOYHBIX CTEHOK, 00O0TralleHHbIX I/Ia3MOfiecMaMM, 1 BO (109Me, a IPU UX MHBEKIIUK
B KJIETKM JIMCTbEB OHM CIIOCOOHBI IIepeMelaThcs U3 KaeTky B KieTky [90]. IllamepoHsr
U IIATIEPOHMHBI CIOCOOCTBYIOT ponauHry 6enkoB 3a cuet ruppommsa ATP [91]. Beposr-
HO, PYHKIIVM IIATIEPOHOB 1 LIAIIEPOHIHOB IIPY IIepeHOCe MAaKPOMOJIEKYII II0 TI/Ta3MOfieC-
MaM COCTOST, BO-TIEPBBIX, B 0OecreueHnN OBVDKeHMsI Oeika K IIa3MOfecMaM 1 ero va-
CTUYHOM pasBepTky [89], a BO-BTOPBIX, B pedhonioutze OCTIE IPOXMKAEHNS Yepes KaHal
I/Ia3MOJIECM, B Pe3y/IbTaTe 4ero 0e/I0K CHOBa HauMHaeT IPOSIBMIATH CBOI0 QYHKIMOHAID-
HYI0 akTUBHOCTD [92]. [llanteponnHs! 60rtee criennnyHbI 10 OTHOIIEHNUIO K CyOCTpary,
4eM mmanepoHsl [91]. Y Arabidopsis thaliana 9 reHoB KOZMPYIOT 8 Pa3INYHBIX CyOBEMHNL]
CCT1-8 xommtekca manepoHnHoB [91]. Vicrionb3ys MeTo KOMMMYHOIIPEMINTALINY,
y#anoch 06Hapyxunth, 4to 6emky KN1 u STM crioco6HBI B3anMOfeiicTBOBATbh ¢ CyObe-
muunnert CCT8 [92]. Kpome Toro, Bropas cy6pennunna maneporntsa CCT7 taxoke B3a-
umogerictsyet ¢ KN1. Takum 06pa3oM, MOXKHO CielIaTh BBIBOJ, 0 TOM, 4T0 6emok KN1 ac-
COLIVIMPOBAH C KOMIIEKCOM IIallepPOHMHOB, KOTOPBIE, BEPOATHO, 00/Ier4aloT TPaHCIOPT
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KN1 mexpy xinetkamm u obecreunBaior pedonauur [92]. It faHHbBIe yOEAUTENIBHO
CBUJIETETIBCTBYIOT O TOM, YTO Yepe3 IIa3MOJIeCMbl MOXKET OCYIIeCTBIATbCA TPAHCIIOPT
PasJIMYHBIX II0 Macce M CTPYKType MaKpOMOJIeKyI. BakHeiumy IpumepaMu Heas-
TOHOMHBIX KJIETOYHBIX (akTopoB Tpanckpumuny, kpome KNOTTED1 (KN1) kykypy-
3pl 1 STM Arabidopsis thaliana [83-85], siBnsrorcst DEFICIENS (DEF) npBunoro sepa
[4, 93], FLORICAULA (FLO) [4], GLOBOSA (GLO) [89], LEAFY (LFY) y Arabidopsis
thaliana [94], a taxxe 6enxu SHORT ROOT (SHR) [95; 96] u mip.

Y IOKPBITOCEMEHHBIX CUCTeMa IUTa3MOJIeCM U CBA3aHHasA C Heil ¢pioaMa oObeyHe-
HBI B eVMHYIO CUCTEeMy HaJKJIETOYHBIX CUMIUIACTUYECKMX CBsi3ell, 6aromapsi KOTOpoit
MEXJY 4acTAMM PAcTUTENbHOTO OPraHM3Ma OCYLIECTBIAETCA IepeHOC MaKpOMOJIEKYI,
TaKux Kak pasnnusble Buabl PHK u 6enku. 91y MakpoMoieKyibl o0ecrieunBaT Kak
crienupuUyecKoe MeXK/IeTOUHOe B3aMMOJIe/ICTBIE, TaK U PETY/IALMIO SKCIIPECCUY TeHOB
He TOJIbKO Ha YPOBHE OJHOI KJIeTKI, HO ¥ Ha YPOBHE BCeil CMCTeMbI paCTUTE/IbHOTO Op-
raumusMma [5, 6, 97, 98]. Hanpumep, monexynel PHK, peiicTBytomue Kak HeaBTOHOMHbIE
KJIeTOYHbIe PaKTOPBI, y9aCTBYIOT B Iponeccax cucteMHoro PHK-caiinencunra [99, 100],
a TaKXKe UTPAIOT BAXKHYIO POJIb B PeTy/LAluUM pasBUTuA pacTeHmit [5, 101]. daxropst
TPaHCKPUIILMY CHHTE3UPYIOTCSA B JIMCTBAX IIOJ, BIMSIHMEM VM3MeHeHMs (GOTolepuopa,
TpaHCHOPTUPYIOTCA 1O (rrosme K AMII, mpoxonAT 1o masMofecMaM KJIeTOK MepUCTeM
U BBISBIBAIOT X TpaHCcopMaIyio Bo opaabHble MEpUCTEMbI, BEIICTBYs Kak (GIOpUreH
[102]. HecMOTpsi Ha Ba)XKHOCTb AAHHBIX MEXaHU3MOB /IS Pa3BUTHs PACTEHUIT UCCIIENO-
BaHMA 3TVX MEXAaHM3MOB Y IIpeACTaBUTeNIel 9BOMIONOHHO IPEeBHMX TAKCOHOB PacTeHNI
IOKa He IPOBOAVIINCE.

3akno4eHne

V3y4eHne sBoIonMM MeXaHN3MOB MopdoreHesa B AMII Tpe6yeT npoBeneHms MoJIe-
KY/IAPHO-TeHEeTYEeCKIX 1 PyHKI[MOHATbHBIX MCCIEOBAHNIT ITPEfICTaBUTeNIel IIPOKOTO
Kpyra TaKCOHOB COCYAMCTBIX pacTeHuil. Pa3BuTie HOBBIX TEXHONMOIMI CEKBEHMPOBAHNUA
THI03BOJISIET BBIAB/ATD Y 9TUX OO'bEKTOB TPYIIIBI T€HOB, CBA3AHHBIX C PYHKIMOHNPOBA-
HueMm AMII. ®usnonornyeckue McciefoBaHNsA TOPMOHA/IbHON PEryIALNM MepUcTeM
3HAYUTEIbHO OTCTAIOT OT AaHAJIOTMYHBIX MCCTIEIOBAHMI y TIOKPHITOCEMEHHBIX. MeXaHu3-
MBI [IepeHOCa HEaBTOHOMHBIX KJIETOYHBIX PeryIATOPOB — (PaKTOPOB TPAHCKPUIILINY 10
IJIa3MOfIeCMaM Y HeCEMEHHBIX U TOJIOCEMEHHBIX pacTeHMIl JO HACTOAIIEr0 BpeMeHN He
UccnefoBanuch. Ina usydeHusa CTPYKTYPHOI U CUMILTaCTU4YecKol opranusauuy AMII
COCYJVCTBIX PaCTEHMII MOXKHO BBbIJIE/INTb MEPCIeKTUBHbIe Mofeny — pacTtenus, AMII
KOTOPBIX OT/IMYaeT KOHTPAacTHas OpraHM3alMs CeTM IIa3MOfeCM, COOTBETCTBYIOLIAs
L-TI[T, u I-I11. Hanpumep, npepcTaBuTeNny IIayHOOOpasHbIX — BUBI ponoB Selaginella
u Lycopodium/Isoetes/Huperzia, Wy NpeIcTaBUTeNN MAIOPOTHMKOOOPA3HBIX 1 rOloCe-
MEHHBIX, COOTBETCTBEHHO.

Mertoaudecky BbIAB/IE€HNE HEAaBTOHOMHBIX K/I€TOYHBIX PeEryaATOPOB OCTaeT-
Csl HEeTPUBMA/IbHOI 3afadeil. MOXKHO BBIENNTh JBa OCHOBHBIX IIOAXOfa K ee pellle-
HUIO: 1) CpaBHeHNUe MeCT pasMelljeHVs TPaHCKPUITOB 1 OeIKOB TeHOB MHTepeca [85]
u 2) ¢pnyopeciieHTHOe MedeHMe 6enkoB Ha ocHoBe GFP n npsiMoe HabmrofeHne 3a mepe-
MelleHreM 0e/IKOB U3 KJIETKM B KJIeTKY in vivo [66]. IlepBblil TOAXOM He MO3BOJAET Ha-
IPsAMYIO BU3ya/IM3UPOBATh IlepeMellieHye OeKa, HO IPYMEeHUM K IIPOKOMY KPYTY 00'b-
€KTOB, TaK KaK OCHOBaH Ha MeTOJaX Me4YeHIsI TPAaHCKPUIITOB U O€/IKOB, KOTOPbIe MO>KHO
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a[IaTYPOBaTh K OOMBIINHCTBY PacTUTENbHBIX 00bekToB (rmbpuansanys PHK-PHK in
situ, UMMyHOJIOKa/m3anusa 6enkoB). Bropoii moaxop mo3BosAeT JOKYyMEHTHPOBATb caM
IPOLIeCC MEXXK/IETOYHOTO TPAHCIIOPTA, HO €ro IpYMeHeHe OTPAaHNYeHO KPYTOM pacTe-
HMIT (KaK IPaBUJIO, 9TO OKPBITOCEMEHHbIE), /11 KOTOPBIX pa3dpaboTaHbl METObI TPAHC-
¢dopmaryn (cTaOUIBLHOI MU TPAH3UEHTHOIT).
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