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H3ydeHbI cTpoeHME alTUKAJIbHON MEpUCTEMBI TToGera, YIBTPACTPYKTypa ee KIIETOK U 3aJI0XKeHHe B Heil 3a-
YaTKOB OpPraHOB Y XBOIIOBbIX Eguisetum sylvaticum v E. fluviatile. BbIsiBlIeHbl OTHOCUTEJIBHO HEBBICOKASI
CTeleHb BaKyoJIM3allMi U CTPYKTYpHAast OMHOPOTHOCTD KJIETOK 30HBI TTOBEPXHOCTHBIX MHUITUAJICH, HAJI -
Yyye B UX IJIaCTUAaX ENMHUYHBIX KpaxMalbHbIX 3€PeH M €AIUHUYHBIX IUTTUIHBIX Karelb B [IUTOIIazMe. DTH
YepThl 00JIee CXOMHBI C TAKOBBIMU B MOHOITJIEKCHOM almUKaJIbHON MepHuCTeMe TIayHOBUIHBIX, YeM ITaro-
potHuKOoBUIHBIX. MHUIIMauus aucteeB E. sylvaticum v E. fluviatile cxonHa ¢ TAKOBOM y IPpYyTUX pacTeHUit ¢
MOHOIIJICKCHOM alTMKaJIbHOI MEPUCTEMOi1, a OCHOBHAsI 0COGEHHOCTh OpraHOreHe3a XBOIIOBBIX — 3aJIOKe-
HUE MYTOBKH JIMCTbEB KaK €IMHON CTPYKTyphl. [IpekpaiieHrne dyHKIIMOHUPOBAHUS allMKaIbHON MepU-
CTEeMBI JIUCTa, 0OYCIOBIIEHHOE BAKYOJIU3aIMEe eT0 alTuKaJIbHOM MHULIMAIM, IPUBOIUT K OTCYTCTBUIO B JIM-
CTOBOI1 TJIACTUHKE MapruHAJIbHON MEPUCTEMBI U MTPOBOISIIMX TKaHel. OCyIlecTBIeH MOUCK TOMOJIOTOB
TreHOB, KOAUPYIOIINX U3BECTHBIE IS IIBETKOBBIX PETYJISITOPBI PAa3BUTHS afaKCUAJTBHOTO M a6aKCUATbHOTO
JIOMEHOB JIMCTa B TPAHCKPUIITOMAaX XBOIIOBBIX M CPAaBHEHUE MX C TAKOBBIMU B TEHOMaX MOXOBUIIHBIX, T1a-
IMMTOPOTHUKOBUIHBIX 1 TOJIOCEMEHHBIX. Y XBOIIOBBIX BBISIBJICHO IO OTHOMY PETYJISATOPY alaKCUAJTbHOTO
(C3HDZ) un abakcuanbHoro (KANADI) noMeHOB, KaK y ApyTMX NalOPOTHUKOBUIHBIX. DTO MOATBEPKIAET
BEPOSITHYIO yTepio peryisitopoB agakcuanbHoro (ARP) n abakcuanmsnoro (YABBY) momenoB y oGiiero
npenka Polypodiophyta. @unoreHeTnyeckuii ananus 6e1koB WOX nmo3BoIMII IIPEAITOIOXUTh, 4To T3 Kita-
I1a, BKJIIoJarolast peryiasatopsl MapruHaabHoi (WOX3) n mractuagaToit (WOX1) MepucTeM 11cTa BO3-
HUKIa y obiiero npeaka Polypodiophyta, Takske yka3biBasi Ha CXOICTBO B MOJIEKYJISIPHO-TEHETUYECKOI pe-
TYJISILIUY JTUCTHhEB BCeX MAITOPOTHUKOBUIHBIX.

Karouesbie cro6a: anmmkaabHble MTHULIMAIN, alTUKAJIbHAS, TTIACTUHYATAsT, MapTUHAIbHAsI MEpUCTEMBI, TPaH-
ckpuruoHHble paktopbl, ARP, C3HDZ, YABBY, KANADI, WOX
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[NomararoT, 9TO pacTeHUsS CMOIIM OCBOUTH HO-
BYI0, HA36MHO-BO3IYIITHYIO, Cpeny OOUTaHUS OKOJIO
470 MuTH JIeT Ha3ajn Giarogapsi CMMOMO3Yy ¢ TpubamMu
n3 mogotaenoB Glomeromycotina wim Mucoromy-
cotina (Wang et al., 2010; Morris et al., 2018). OgHako
¢doTocuHTETUYECKAS] TTOBEPXHOCTb IEPBBIX Ha3eM-
HBIX pacTeHuii, puHueBbIx (Rhyniophyta s.1.), mpen-
CTaBJICHHAs XJIOPEHXUMOM MX OE3JIMCTHBIX BETBSI-
LIUXCS OCeil — TeJIOMOB, ObLJIa HEAOCTaTOYHA 151 BbI-
KWBaHMSI Ha CyIlle, M B pe3ysibTaTe 0Kojo 360 MIIH
JIeT Ha3aJ puHHUEBBIC BRIMEPIU. BMecTe ¢ TeM oKoJo
400 MJIH JIleT Ha3al Ha Cyllie MOSBUINCH PACTEHMUS C
OJIMCTBEHHBIMM ITOOEeTaMM, Ha OCEBOM YacTU KOTO-
PBIX UMEJIUCH CTIEIIMATN3UOBaHHbBIE TSI (POTOCHHTE-

3a YIUIOLIEHHBIe OOKOBBIE OopraHbl — JucThbs (Harri-
son, Morris, 2018). UMeHHO OJIMCTBEHHBIE PACTEHUS
U3MeHWIU atMocdepy 3eMiIr U TOATOTOBUIIM CYIILY
ISl KOJIOHU3ALIMM TIO3BOHOYHBIMU KMBOTHBIMU
(Donoghue et al., 2021). OmHako BOIIPOC O TOM, KaK
y pacTeHUI BOBHUKIIU JIUCThSI, HE PEIIEH 10 CUX TTOp
(Tomescu, 2009; Vasco, Ambrose, 2020; Spencer
etal., 2021). MHOTOYMCJIEHHbIE TUIIOTE3bl MOXKHO
CBECTHU K TpeM OCHOBHBIM. B paMKax oqHOI U3 HUX,
M3BECTHOI KaK “TenoMHas Teopus:” (Zimmerman,
1952), nucThsl BCeX BBICIIMX PACTEHMI BO3HUKIIM B
pesyJibTaTe TpeX MOp(MOreHeTUYEeCKUX W3MEHEHUIA,
Ha3bIBa€MbIX 2JIEMEHTapHBIMU Mpolieccamu: (1) me-
peBepIIMHUBaAHMS (TO €CTh Nepexoaa K aHU30AUX0-
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oaraaIbHOMY HapacTaHUIO), (2) YIUIOIIEHMS TeX Te-
JIOMOB, KOTOpPBIE TTOTEPSIJIN CIIOCOOHOCTh K Heorpa-
HUYeHHOMY pocty, u (3) “obpacraHus”
XJIOPEHXUMOM TEJIOMOB PMHUEBEIX. B cooTBeTCTBMU
C OpYyrof THUIIOTE30M MNEePEYMCICHHbBIE ITPOLECCHI
MIpUBEIN K BO3HUKHOBECHMIO JIMIIL TEJIOMHBIX JIM-
ctbeB (Esau, 1969; Kaplan, 2001; Schneider et al.,
2002), Torma Kak 3HAIIMOHHBIE JINCThSI, XapaKTepPHbIC
JUIST TUIAYHOBUOHBIX, MOSIBUJIMCH B pe3yJIbTaTe I10-
STAITHOTO “BBRITSITYMBAHUA” (HPOTOCHMHTE3UPYIOLICH
KOpOBOII TMapeHxXuMbl Oe3nucTHbhIX oceit (Bower,
1935) wim crepwiM3aliii HEKOTOPBIX CIIOPAHTHEB
(Kenrick, Crane, 1997). TpeTbs ruriore3a Ij1acur, YTO
JIMCThSI BBICIIMX PACTEeHUl BO3ZHMKAJIM MHOTOKpAT-
HO, TaK KaK COIJIACHO COBPEMEHHBLIM B3INISIIaM Ha
¢puIOreHNIO0 pacTeHUM MPEOKH IIayHOBUIHBIX (Z0S-
terophyllopsida), pa3HbIx Kj1aa marmopOTHUKOBUIHBIX
(Hyenia, Cladoxylon, Rhacophyton) n ceMeHHBIX pac-
teHuii (Pertica) 6pun 60e3mucTHeIME (Tomescu, 2009;
Harrison, Morris, 2018). ITocKOJBKY JUCTBS Mpen-
CTaBUTEJIE pa3HbIX TAKCOHOB PACTEHUI B paMKax
MOCJeIHEeN TUITOTe3bl HETOMOJIOTUYHEI, IIpeiaraeT-
Csl BMECTO TCPMUHOB DHALIMOHHbBIE U TEJIOMHBIE JIV-
CTbs IIOJIb30BAThCS CJIOBOCOYECTAHUSIMHU ““JIUCThS
MIayHOB”, “JUCThI XBOILIEH”, “IUCTbSI TUITMIHBIX
nmarmopotHukoB” (Polypodiidae), “aucTbsi caroBHuU-
koBbIX” U T.4. (Tomescu, 2009). Bce Tpu runoresbl
aKTyaJbHBI I B HACTOSIIIEE BpeMsl.

HMHTerpanyst aHATOMUYECKUX TaHHBIX O pa3BUTUU
muctbeB (Esau, 1969; Steeves, Sussex, 1989) ¢ naHHBI-
MU O MOJIEKYJISIPHO-TEHETUUECKOM PETYISIIIUU 3TOTO
mpoliecca y LIBETKOBBIX pacTeHMil (Sarojam et al.,
2010; Sarvepalli et al., 2019; Tsukaya, 2021) mo3BoJym-
JIa TIPOSICHUTD, KaK B allMKaJbHOM MepUCTEME paau-
aJIbHO-CUMMETPUYHBIX IT0OETOB ¢ HEOTPaHUYCHHBIM
pOCTOM BO3HUMKAIOT OpPraHbl C JOPCOBEHTPAJIbHOI
CUMMETpUEN Y OrpaHUYEHHBIM pocTOM. Tak, moka-
3aHO, YTO CMEHa XapaKTepHOM i mobera Iporpam-
Mbl HEOTPAaHUYEHHOTO POCTa Ha XapaKTepHYIO ISl
JICTa TIPOTpaMMy OTpaHUYEHHOTO pocTa (“TiepeBep-
IMWHWBaHWE ) TIPOUCXOINT B pe3yIbTaTe IIpeKpale-
HUSI BKCIPEeCCUU MepUCTeMCIIeUMPUUHBIX TeHOB
KNOX 1 xmacca (mmu CIKNOX) u 3amycka TpaH-
CKpunuuu “nuctoBuix” reHoB ARP, HD-Zip 111 xnac-
ca(unu C3HDZ), YABBY u KANADI B rpymiie KJIeTOK
nepudepuuecKoil 30HbI AlMKAJIBHON MEpUCTEMBI
noGera (Jackson et al., 1994; Sawa et al., 1999; Byrne
et al., 2000; Emery et al., 2003; Eshed et al., 2004,
Sarvepalli et al., 2019). IIpeanocbuiKoit K M3MeHe-
HUIO CUMMETPMHU 3a4aTKa JINCTa ¢ pagudabHOi Ha
JIOPCOBEHTpaIbHYIO (“YIUIOIIEHUS’) SIBJISIETCS I10-
JISpU3aLvsg TPAHCKPUIILNU T€HOB, KOTUPYIOIIUX pe-
TYJISITOPBI pa3BuTus amakcuanbHoro (ARP, C3HDZ)
u abakcuanabHoro (YABBY, KANADI) noMeHOB Ju-
CTa, K COOTBETCTBYIOLIMM CTOPOHAM JIMCTOBOTO 3a-
yaTka (Sarojam et al., 2010; Yamaguchi et al., 2012;
Caggiano et al., 2017; Du et al., 2018; Tsukaya, 2021).
BosHUKHOBeHHE MapruHaAJbHOM MEPUCTEMBI, B pe-
3y/IbTaTe AeJeHUsI KJIeTOK KOTOPO HauMHAaeTCs pas-

POMAHOBA u np.

BUTHE HOPCOBEHTPAJIBbHOM JIMCTOBOM ILIACTUHKU
(“obpacranue”), peryampyercss TPaHCKPUITLIMOH-
HbIM (pakTOopom (TP) WOX3 — romos10rom “opraHu-
3aTopa” anmkKanbHOU MepucTeMbl mobera WUS (Na-
kata et al., 2012). Tpanckpunius WOX3 npuypodyeHa
K TpaHULIC 30H BKCIIPECCU PEryIsiTOPOB alaKCUallb-
HOTO M abaKCHUaJIbHOIO JOMEHOB JIMCTa Ha KpasX Jiv-
CTOBOTO 3a4aTkKa. JlanbHeHIInii poCT JIMCTa B MEANOa-
TepaJIbHOM HalpaBieHUU (B IIUPUHY) ITPOUCXOIUT
MPEerMYIIEeCTBEHHO 3a CUeT IJIaCTUHYATON MepucTe-
MbI, @ B IIPOKCUMOIUCTATbHOM HaIlpaBJIeHUY (B IJIU-
HY) — IIOCPEICTBOM WHTEPKAISIPHON MEpPUCTEMBI
(Esau, 1969; Tsukaya, 2021). HecmoTpst Ha pa3Hyio
pOJIb B pa3BUTUM JINCTA, 3TU MEPUCTEMBI OITUCHIBAIOT
npoiaudepalnio KIeTOK B Pa3HBIX HaIMPaBIEHUSIX.
KitoueBBIM peryisiTopoM 00erX MEPUCTEM SIBIISICTCSI
etre onvH romosior WUS — T® WOX1; TpaHCcKpuIl-
usi Kogupyloliero ero rena WOX1 mapkupyeT rpa-
HUILy aJaKCUaJIbHOTO U a6aKCUAJIbHOTO JOMEHOB 10
Bcell “mImHe” M “IMUpUHE” JUCTOBOM IIACTUHKH
(Nardmann, Werr, 2013; Tsukaya, 2021).

MoXHO 0XUJIaTh, YTO U3YyYCHUE MOJICKYISIPHO-
TEHETUYECKOM peTyJISIlINUA Pa3BUTHUS JVUCThEB B 3BO-
JIIOITMOHHOM KOHTEKCTe CMOXKET OOBSICHUTH, KakK
MPOUCXOIUJIO “mepeBeplIMHUBaHUE”, “yILUIOIIEe-
HUe” u “obpacTaHue” y TpeacTaBUTENe pasHbIX
TaKCOHOB pacTeHHMII B paMKaxX pEIIeHUs] BOIpoca O
TOMOJIOTUH WX JINCTheB. OmHako ¢parMeHTapHOCTh
CYLIECTBYIOIINUX JAHHBIX MO3BOJISIET UHTEPIIPETUPO-
BaTh UX KaK apryMeHTHI B ITOJIb3Y BCEX TPEX THUIIOTE3
npoucxoxaeHus aructbeB (Harrison et al., 2005; Vas-
co et al., 2016; Floyd et al., 2006; Evkaikina et al.,
2017; Romanova et al., 2023). B To ke Bpemsi ObICTpoe
MOIOTHeHNe 6a3 TCHOMOB M TPAHCKPHUIITOMOB pacTe-
HUIT JaeT BO3MOXKHOCTD OIICHUTDH HAJTUIHME WIIM OTCYT-
CTBUI€ TOMOJIOTOB PETYJISITOPOB Pa3BUTHUS alaKCHaIb-
HOTO U a0aKCUaJIbHOTO JOMEHOB JIMCTa, a TAKXKE Pery-
JISTOPOB KaXIOM M3 “JIMCTOBBIX” MEPUCTEM U TaKUM
00pa3oM oxapaKTepr30BaTh BO3MOXHBIC CXOICTBA M
paz3anyus B peryJsiliui pa3BUTUSI JIMCThEB Y TIpeaCTa-
BUTeJICI pa3HBIX TAKCOHOB.

XsoioBsle (Equisetidae, Polypodiophyta; PPG I,
2016) mpencTaBISIOT MEPCHEKTUBHYI MOIEIBHYIO
TPYIIITY TS U3yYeHUsI pa3BUTHUS JIMCTHEB B 9BOJTIOIIM -
OHHOM KOHTekcTe. OHU UMEIOT MEJIKUE JUCThbs, He
nrddepeHIpoBaHHbIE HA TTAIMCAIHBIN 1 TYOUaThIi
Me30¢hmLI (Tab. 1), ¥ CXOTHBI 10 3TUM IIPU3HAKAM C
JIMCTBSIMM TUIAYHOBUIHBIX, TIcHJIoTOBLIX (Psilotaceae,
Ophioglossidae; PPG, 2016) n1 MHOTHX XBOWHBIX, HO
OTJINYAIOTCS OT TAKOBBIX Y “THIMYHBIX, WIA JICOTO-
CHOpaHTUAaTHBIX TanopoTHUKOBUAHBIX (Polypodiidae,
PPG 1 (2016)). [ToaToMy LieNIbIO JaHHOM paGOTHI CTa-
JIO CcodYeTaHWe CpPaBHUTEIHLHO-aHATOMUUYECKOTO U
61OMH(GOPMATHIECKOTO TTOIXOMOB TSI W3yYeHUs
CTPYKTYPHBIX M PETYISITOPHBIX OCOOEHHOCTEH pas-
BUTUSI JIUCTHEB XBOIIIOBBIX B paMKax pa3pabOTKU BO-
Ipoca O CIToco6e BOZHUKHOBEHUS W TOMOJIOTHHI HX
JINCTHEB.
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790 POMAHOBA u np.

Puc. 1. Mopdoaorust 06beKTOB UCCIIeIOBaAHMSI.

Equisetum sylvaticum: A — BereTaTUBHBII HaI3eMHBII 1Mober; B — reHepaTuBHBINM Hag3eMHbIl 1100er; C — y3eJl BereTaTuBHOTO
no6era; D — ¢oparMeHT non3emMHoro nodera (KOpHEBMIIA) C BereTaTUBHBIMU MouKamu. Equisetum fluviatile: E — Hag3eMHBIiA
no0er B HavaJie BereTallMOHHOTo nepuoaa; F — Hag3eMHbIi mo6er B KOHIIE BEreTallMOHHOIO MeproAa co CTpOOMIOM Ha Bep-
xymike; G — y3en HanzemHoro robera; H — ¢pparmMeHT rnmogzeMHoro nobera (KOpHEBUIIA) C BETeTaTUBHBIMU TToYKaMu; | — Hazi-
3€MHBII MTOOeT co CTpoOMIaMU Ha BepXyllIKax 00KOBBIX BeTBeli. LB — 60okoBast BeTBb, WL — MyTOBKa CpOCIIMXCSI OCHOBaHU-
ssMM TUCTheB, LBl — yennyeBumHasi 1McTOBas miaacTuHka, bd — mouka, rh — KopHeBuile, sb — cTpoOu, rt — KOpeHb.

Fig. 1. Morphology of the species studied.

FEquisetum sylvaticum: A — vegetative aboveground shoot; B — generative aboveground shoot; C — closeup of the node of vegetative
shoot; D — fragment of the underground shoot (rhizome) with vegetative buds. Equisetum fluviatile: E — aboveground shoot in the be-
ginning of the vegetation period; F — aboveground shoot in the beginning of the vegetation period terminating with the strobilus; G —
closeup of the node of the aboveground shoot; H — fragment of the underground shoot (rhizome) with vegetative buds. LB — lateral
branch, WL — whorl of fused bases of leaves, LBI — scale-like leaf blade, bd — bud, rh — rhizome, sb — strobilus, rt — root.

MATEPHAJIBI U METObI (puc. 1 E—I). O6a Buma uMeOT MHOTOJIETHUE TIOI-

3eMHBIe TUIAaTMOTPOITHbIE TTO0ETH — KOPHEBUIIA, Ha-

OGbekTaMH  VMCCIENOBAHMSI TOCIYXHIN XBOLL  pacraHMe KOTOPHIX OGECTIEYMBAETCS BEPXYIICYHOI
necHoit (Equisetum sylvaticum L.) (puc. 1 A—D) u  mepuctemoit (puc. 1 D, H). DTH KOpHEBHIIIa MHTEH-
XBOII peYHOI, miam nipupedHsbiii (E. fluviatile 1..) cuBHO BeTBsATCAI. HekoTopble M3 00pa3oBaBIIMXCS
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IMOOETOB IIPOAO/IKAIOT PACTH IIOJ, 3eMJIeii; Apyrue 00-
pa3yloT HaA3eMHbIE OPTOTPOITHLIC Moderu. Ob6a Tura
MOOEroB XapaKTEePU3YIOTCI YEeTKUM MeETaMepPHBIM
cTpoeHueM. Ha KopHeBUILIAX U B OCHOBAaHUU HAl-
3€MHBIX IT0OEroB pacIiojiaraloTcsi MyTOBKM KOpHEM
(puc. 1 D, H), a Ha Han3eMHBIX ToOerax — MyTOBKU
CPOCIINXCSI OCHOBAHUSIMM YEIIYEBUIHBIX JIMCTHEB
(puc. 1 C, G). Mexmy 0CHOBaAaHUSIMU JIUCTHEB PACIO-
JIaraloTcsl BETBU, TaKKe COOpaHHbIE B MyTOBKU. bo-
KoBble BeTBU E. fluviatile 0OBIYHO HE BETBSITCS, a Y
E. sylvaticum pa3BeTBJIeHbI HA BETBU BTOPOI'0, MHOLIA
TpeThero mopsaka. Jdns E. sylvaticum XxapaKTepHbI
JIBa THIIAa HAA3E€MHBIX ITOOETOB: OOTHU MUMEIOT Ha Bep-
xylike ctpooussl (puc. 1 B), a npyrue ux He UMeIOT
(puc. 1 A); a3t a1Ba TMMAa 1MOOETOB 0OPa3yIOTCs U3 Te-
HEpaTUBHBIX 1 BET€TaTUBHBIX IIOYEK COOTBETCTBEH-
Ho. Bce mouku, obGpasyromime Haa3eMHBIE ITO0eTH
E. fluviatile, cxomHbl MeXay cO00Oil 1 He MMEIOT 3a-
yaTtkoB criopaHrues (puc. 1 E). I[Tocnennue o6pa3y-
IOTCSI Ha BEPXYIIIKAaX Ha3eMHBIX ITOOEroB B KOHIIE BE-
reralMoHHoOro cezoHa (puc. 1 F); uHorma BcTtpeua-
IOTCSI 0COOM, OOpasylolue CTPOOMIbI TakKXke Ha
BepXyllIKax 00KOBBIX BeTBeit (puc. 1 ).

BereratuBHbie nouku E. fluviatile u E. sylvaticum
opun coOpaHbl B PomuHckoM paitoHe JleHMHrpam-
CKOI1 001aCTH B KOHIIE afpelisl U B OKTIOpe (TO eCTh
rnepen HayajoM BEereTalluOHHOTO Ce30Ha U MOCJe ero
OKOHYAaHUs), TTOCKOJIBKY B 3TO BpeMs B ITOYKaX yxkKe
copMUpOBaHBI 3aYaTKM BCEX BETeTaTMBHBIX OpTra-
HOB HaJ3eMHbIX 1T00eroB. [Jisi CBETOBOII MUKPOCKO-
Iy (hparMeHTHI alleKCOB ITOGETOB 000MX BUIOB XBO-
e pasaMepom 3 X 5 MM B 5-KpaTHOM MOBTOPHOCTH
duxkcupoBanu B 70% s3TaHose, 00e3BOXMBAIN B Ce-
pUU CIUPTOB BO3pacTarolleil KOHIEHTpallu, CMEeCU
CITMPTOB M OpraHnyeckoro pacrsoputenst Histoclear
(EMS, CIIIA) u 3akmtouanu B naparuiacTt (Sigma-Al-
drich, CIIA). Cpe3sl TommmHo# 6—10 MKM U3roTaB-
JuBaiu Ha MukporoMme Accu-Cut SRM 200 (Sakura,
ArnoHus) U okpamwuBaIu TreMaTOKCWiIMHOM [lena-
dunbaa (Ruzin, 1999). Cpesbl uzyvyaiu u ¢ororpa-
dupoBanu ¢ moMonibio Mukpockorna Leica DM 1000
¢ uudpoBoii kamepoii Leica EC3 (Leica, I'epmanmus).
dna TpaHCMHUCCUOHHOM 3JIEKTPOHHOM MHMKPOCKO-
iy (parMeHTHI arleKCOB TAKOTO XK€ pa3Mepa U B Ta-
KOl 3Xe TMOBTOPHOCTH (PUKCUPOBaIM B cMecu 3%
mmyrapanpaeruga (Merck, Tepmanus) u 2% mapa-
dopmanpaeruna (Ercros, Ucnanus) Ha 0.1 M doc-
datHom Oydepe ¢ pH 7.2 (Ruzin, 1999) npu +4°C B
TeYeHUEe HOYM, MOTOM B 2% pacTBOpe TeTpaoKCHIa
ocmus (Merck, I'epmanus) B TedeHue 12 yacos 1pu
temreparype +4°C, 3aTeM 00€3BOXUBAIU B CEpUU
CITMPTOB BO3pacTarollleil KOHIIEHTPAIlUK U alleTOHE.
Bo Bpems o6e3BoXxnBaHUS 00pa3lbl KOHTPACTUPO-
BaJIM ypaHWIalleTaTOM B pacTBope 70% sTaHoa B Te-
yenue 30—60 MUH, a 3aTeEM 3aKJ1I0YaJIU B CMECH BITOK-
CUIHBIX CMOJI 3moHa M apajmaurta (Sigma Aldrich,
CHIA). YabTpaToHKME cpe3bl Aeiaad C MOMOIIbIO
ynbrpamukporoma Ultracut E (Reichart, I'epmanus),
KOHTPAaCTUPOBAIM B pacTBOpax 2% ypaHuaneraTa u
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mutpara cBuHia (Ruzin, 1999) n ananuzupoBanm ¢
MOMOIIIBIO TPAHCMUCCUOHHOTO 3JIEKTPOHHOTO MUK-
pockona JEM 1400 (Jeol, Amnonust). OtaensHbie (o-
Torpadmu OOBEIVHSIM B TTAHOPaAMHbIE CHUMKU C TI0-
Moliibio mporpamMmmbl Adobe Photoshop. JList ckaHupy-
IOIIEH  2JIEKTPOHHOW  MWKPOCKOMUM  (pparMeHThI
areKcoB TaKOTO e pa3Mepa U B TAKOM >Ke TIOBTOPHOCTHU
dukcuposamm B 4% mapadopmansaerune (Ercros, Mc-
nanust) Ha 0.1 M ¢pocarHom 6ydepe ¢ pH 7.2 (Ruzin,
1999), 06e3BOXMBAJIM B CEpUN CITUPTOB BO3pacTaro-
et KOHLIEHTPALIMU, BbICYIIIMBAJIM A0 KPUTHUUECKOM
TOUYKM, HAMbUISIJIM 30JJ0TOM W aHAJIW3UPOBaIU MpU
MOMOIIIM CKAaHUPYIOIIETO 3JIEKTPOHHOTO MUKPOCKO-
na Tescan MIRA3 (Tescan, Yexus).

B xone 6monHMOpMaTUYECKOTO aHAIN3a BBISIBIISI-
JIU TOMOJIOTU T€HOB, KOIUPYIOIIUX M3BECTHBIC IS
LIBETKOBBIX pacTeHuil Td: peryasiTopbl pa3sBUTUS
agakcuaibHoro (C3HDZ, ARP) u abakcuaibHOro
(YABBY, KANADI) nomMeHOB JincTa, MapruHajabHOI1
(WOX3) wu mmactuHuaroir (WOXI1) wmepucrem.
U1 IorcKa TOMOJIOTOB MICITOJIb30BAIA CJIEIYIOLINE
MOC/IeN0BaTEIbHOCTH, ACTIOHUPOBAHHbIE B 6a3e maH-
HbIXx NCBI (https://www.ncbi.nlm.nih.gov/). Arabi-
dopsis thaliana: WOX — CAA09986.1 (WUS),
NP_188428.3 (WOX1), sp/Q9SIB4| (WOX3),
NP _173493.2 (WOXI14); YABBY — AT1G08465.1
(YAB2); KANADI: AED92310.1 (KAN1); C3HDZ —
AT5G60690.1 (REV); ARP — 080931.1 (AS1); Hu-
perzia selago: YABBY — ATG86193.1.

Ilouck 1O TMOCIEnOBaTEILHOCTSIM TIPOBOIUIN
npu nomoinu aiaroputMoB tBLASTn u BLASTp B
clienyrolux 6a3ax JaHHBIX TeHOMOB: Phytozome 13
(Goodstein et al., 2012) nnsa Ceratopteris richardii
(v2.1), Thuja plicata (v3.1); FernBase (https://fern-
base.org/) mist Azolla filiculoides (v1.2), Salvinia cu-
cullata (v1.2), Adiantum capillus-veneris, Alsophila
spinulosa, n Marsilea vestita; PlantGenlE (Sundell et
al., 2015) nns Picea abies (v1.0). Insa Psilotum nudum,
Equisetum diffusum v Equisetum hyemale iouck 1po-
BOIMIMU B 0a3e maHHbIX TpaHcKpuntomMoB OneKP
(https://onekp.com/). Ilopor E-value mpu moucke
Mocje10BaTeIbHOCTEN BapbupoBai ot —1 go 1719,

OT1obOpaHHbIE aMUHOKHWCIOTHBIE TTOCeI0BaTEIb-
HocTu B fasta-¢hopmare BbIpaBHUBAIU C MOMOIIbIO
aJiropuTMa MHOXeCTBEeHHOTO BbipaBHUBaHUs Clust-
al-o (Clustal Omega) B mporpamme SeaView (Version
5.0.4) (Gouy et al., 2010). I[Tonbop Momeneii 3BOIIO-
IIMM OCYIIECTBJSIIA aBTOMaTUUYECKW Ha cepBepe
IQTree (http://igtree.cibiv.univie.ac.at/) co craH-
mapraeiMu mapamerpamu (Trifinopoulos et al., 2016).
st moctpoeHust punoreHun 6eakoB WOX 1CIIONb-
3oBasin Monenb JTT+F+1+G4. [lanee nmpu momoIiu
1QTree nmpoBoOAMIN PEKOHCTPYKIINIO (DUITOTEHUU UC-
cliefyeMbIX O€JKOB METOIOM MaKCUMaJbHOTO
npasgomogooust (ML) co craHmapTHBIMU ITapa-
MeTpaMu (HOBbBICUIIM 3HaYeHUe ultrafast bootstrap
10 10000). [TonyyeHHbIe puIOreHeTUIECKIE Aepe-
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Bbs BU3yaJlM3npoBalii B mporpamme TreeGraph2
(Stover, Miiller, 2010).

Hnsa ananm3a O0eakoB R2R3-MYB u pekoH-
ctpykuuun puigoreHnun TP WOX OGbUIA JOIIOIHU-
TEJIbHO HCIIOJNb30BaHbI BhIsIBJIeHHBIC paHee (Ro-
manova et al., 2023) B 6azax CoGe (Lyons, Free-
ling, 2008), Phytozome 13 m Hornwort genomes
(https://www.hornworts.uzh.ch/en/hornwort-ge-
nomes.html) romMojoru reHOB, KOOUPYIOIINX JaH-
HBIe OeJIKM y MOXOBUIHBIX Marchantia polymorpha
(v3.1), Physcomitrium patens (v3.3), Anthoceros agrestis
u A. punctatus, u y TUlayHOBUAHBIX Diphasiastrum
complanatum (v3.1), Selaginella moellendorffii (v1.0) u
Isoetes taiwanensis. OTOOp Mocaea0BaTEILHOCTEHM IJIsT
IeMOoHcTpauuu Haauuus/otcytctBusi T ARP y
pa3HBIX TAaKCOHOB OCYIIECTBIISLUIM, IIOJarasich Ha
MPOLIEHT CXOACTBA C MocjieaoBaTeibHOCThIO ARP
Arabidopsis thaliana n Hu3koe 3HadeHue E-value. Ot-
0Op IOCIea0BaTEIbHOCTENM OCYIIECTBIISUIA HA OCHO-
BaHUU JIMTePATYPHBIX TaHHBIX O CTPYKTYPHOIi OpraHu-
3alU1 KOHCcepBaTUBHBIX JoMeHOB (ARP — Hernandez-
Hernandez et al., 2021, KANADI — Zumajo-Car-
dona et al., 2020 u WOX — Wu et al., 2019) B uneH-
TU(ULIUPOBAHHBIX MOCIEA0BATEIBHOCTSIX pa3iny-
HBIX BUIOB. [Tonck MpoBOAMIN C MCIIOJIb30BAHUEM
nporpammMmHoro naketa HMMER (v3.3.2) u onuuu
HMMERSCAN (https://www.ebi.ac.uk/Tools/hm-
mer/search/phmmer) 1o 6a3e nanHbIx Pfam, a Taxcke
nporpamMmHoro nakera InterProScan (onnaiiH Bep-
cun) (Paysan-Lafosse et al., 2022). /1151 moucka KOH-
CepBaTUBHBIX MOTUBOB MCIIOJIb30BaJIM OHJIAH-BEp-
cuto unctpymeHnta MEME Suite 5.4.1 ¢ omnuueit
MEME. B cooTBeTCTBUY C paHee OMUCAHHBIM aJiro-
putMoM (Hernandez-Hernandez et al., 2021) uckanu
15 nomeHoB ajinHOM OT 10 10 15 aMUHOKUCIIOT U UC-
nonb3oBaHueM ormmu “background: 0-order back-
ground model generated from the supplied sequenc-
es”. Ilpu moucke M oTOOpe IOCIeAOBATEIbHOCTEM
KANADI, C3HDZ, WOX Ha 0OCHOBaHUW WCIIOJIb30-
BaHHBIX JAHHBIX U aJITOPUTMOB OBbUIM yIaJIeHbI CUJIEHO
¢dparMeHTUpOBaHHBIE TEHOMHBIE MOCJIEI0BATEIEHO-
cTy (MOoCaen0BaTeIbHOCTD YAalsIach, €C/I MPUMEPHO
50% aMWHOKMCIIOT OTCYTCTBOBAJIO) Y TTOCIIEAOBATEIb-
HOCTHU, OTJINYAIOIIMECS TOJBKO HECKOJIbKUMU aMHHO-
kuciaoramu. @OparMeHTapHbIE MOC/IEIOBATEIBHOCTU
MPUCYTCTBYIOT Y XBOILIOBBIX, IJIsI KOTOPBIX MCITOJIb30Ba-
JINCh JaHHbIE TPAHCKPUIITOMOB, TIPUYUHBI (hparMeH-
TApPHOCTU IIOCJICAOBATEIBHOCTEd B KOTOPBIX MOTYT
OBITh Pa3HBIMU.

PE3VYJIBTATDbI

PA3BUTHUE JIMCTBEB:
CTPYKTYPHBIE ACITEKTbI

CTpoeHue almMKaJIbHON MEPUCTEMBI
Equisetum sylvaticum v E. fluviatile

Anekcol noberoB E. sylvaticum (puc. 2 A—C) u
E. fluviatile (puc. 2 D—F) umeror KoHycooOpa3Hylo

POMAHOBA u np.

¢opmy. ITockonbKy B IEeHTpe MOBEPXHOCTHOTO CJIOS
arnekca oOoMx XBoIlel nMeeTcs KJIeTKa B (popme me-
PEBEPHYTOIO TeTpasapa, Ha3blBaeMasl alMKaJIbHOMN
nHuManbio (AW), ux anukaabHas MEpUCTeMa OTHO-
CUTCSI K MOHOIUIEKCHOMY CTPYKTYpHOMY THUITY (IO
knaccudukaun Newman, 1965). AW nenutcs Koco-
aHTUKJIMHAJILHO, 00pa3ysl KJIETKU MpU3MaTHIeCKOMI
¢dopMbl, Ha3biBaeMbie MepopuTamu (puc. 2 A) (Bier-
horst, 1971; Romanova et al., 2022). Tpu nmociaemoBa-
TeJIbHbIX Mepoduta AW IOMHOCTBIO OITOSICHIBAIOT
anekc nobera; ux gajbHei1IMe NeJIeHUS CKOOPAUHM-
poBaHbI Mexny coboii. Kaxabie Tpu aeneHust AU
oOpa3yeT HOBOE€ KOJbIIO MEpPO(MUTOB, KOTOPOE
“coBuraeT” MpeabaylIne K OCHOBaHMIO arekca. Ta-
KMM 00pa3oM, IIOBEPXHOCTH alieKca CJIOXeHa 13 pac-
MMOJIOKEHHBIX SIpycaMU IIOBEPXHOCTHBIX KJIETOK, 00-
pa30BaBIIMXCI B Pe3yJibTaTe CKOOPAUHMPOBAHHBIX
AHTUKJIMHAJIBHBIX NEeJICHUI B TIpeneiaax “Tpoiiku”
MmepodutoB (puc. 2 D). IloBepxHOCTHBIE KJIETKU
MMEIOT IIPU3MaTUYeCcKyIo (pOpMY 1 ClIararoT 30HY M0~
BepxHOCTHBIX MHMLManeit (puc. 2 B, C, E, F). Ha
MpOIOJBHOM cpe3e amekca E. sylvaticum ¢ Kaxmoi
CTOPOHBI OT alMKaJbHOI KJIETKW pacrojaraercs Io
Tpu—1ecTb (puc. 2 B, C), a anekca E. fluviatile — 1io
JIBEeHAAIIaThb—IIIeCTHAAIATh MTOBEPXHOCTHBIX MHUIIM -
aneit (puc. 2 E, F), uto 00yc1oBIMBaeT CylIeCTBEHHO
OoJiee BBITYKIYIO (popMy artekca nociiemHero. [lepu-
KJIIMHAJIbHBIE AeJICHUsI TTOBEPXHOCTHBIX WHUIIMAICH
HepaBHbIE. HapyXXHbIE IPOU3BOMHBIE COXPAHSIOT
npu3MaTUIECKylo (GopMy, a IMPOU3BOAHEIC KIIETKU
Omke K OCH amnekca MMEIOT M30QUaMeTPUYeCKyIO
dopmy. COBOKYITHOCTh BHYTPEHHUX HU30AUaAMETPU-
YeCKMX KJIETOK 00pa3yeT 30HY MOMIIOBEPXHOCTHBIX
nHuumaneii. Y E. sylvaticum 3Ta 30Ha Ha IIPOIOJIbBHOM
Ccpe3e COCTOUT U3 MSATU—BOCHhMHU KJIeToK (puc. 2 B, C),
a y E. fluviatile — Gonee 4yeM M3 OBaalaTU KIIETOK
(puc. 2 E, F). PazHoe 4MCI0 NMOOITOBEPXHOCTHBIX
WHUILIMAJIe oTlpeaessieT pa3indusi B o0beMe anekca
Yy 3THUX BUIOB, CYLIECTBEHHO OobiieM y E. fluviatile.
IlonmoBepxHOCTHBIE MHULIMAJIM NOYTHA HE OEIIATCH:
OHU YBEJIMUMBAIOTCS B 00BbEME, U MEXKIY HUMU ITOSIB-
Jsiotest mexxkneTHuku (puc. 2 B, C, E, F).

VibTpacTpyKTypa KJIETOK
anuKaIbHOUM MepucTeMbl Equisetum fluviatile

Ha nipumepe E. fluviatile ObL10 yCTAaHOBIEHO, YTO
MO YJABTPACTPYKTYpE, CTENICHU BaKyoJIM3alliu, MOp-
dorornm Bakyoseil W XapakTepy BKIoYeHHiT AW
CXOIHA C OCTATBHBIMY ITOBEPXHOCTHBIMU MHULIMATIS-
MU, BXOISIIMMM B COCTaB pa3HbIX Mepo(UTOB
(puc. 2 G). Bce 3™ KJIETKU UMEIOT KPYITHBIE, BBITSI-
HYTbI€ B aHTUKJIMHAJILHOM HaITpaBJIeHUN U CMEIIeH-
Hble B HIKHIOIO 4acTh KJIETOK Sipa C AByMSI—ye-
TBHIPEMS  SIIPHIIIKAMU. MHOTOUYHCIICHHBIE MEJIKUe
BaKyOJIM PacCIOJIOXEHBI MPEUMYIIIECTBEHHO B ami-
KaJIbHOM YaCTH KJIETOK, B MEHbIIIEM KOJIUYEeCTBE — B
MMPUCTEHHOM IIMTOIIa3Me BIOJIb AHTUKIMHAIBHBIX
CTEHOK U B 0a3anbHOi1 yacTu Kietok (puc. 2 G). Ilo-
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Puc. 2. CtpoeHue anuKaJlbHON MEPUCTEMBI ITOOEra U YJIbTPACTPYKTYpa €€ KJIETOK.

Anekc nobera Equisetum sylvaticum: dpoHTanbHbIN Bua (A), pononbHbIi cpe3 (B) u ero cxema (C). Anrekc riobera Equisetum
Sfluviatile: dpoHTtanbhbliii Bua (D), npononbHbiii cpe3 (E) u ero cxema (F). YabTpacTpyKkTypa KJIeTOK anuKaabHOH MEPUCTEMbI
noGera E. fluviatile: G — dparMeHT po10IbHOTO cpe3a, 0003HaueHHbIi pamkoit Ha (E); H — dparmeHT HapyxHoi1 yacTu anu-
KaJibHOM nHuuManu; I, J — dparMeHThl MPUCTEHHOM LIUTOILIa3Mbl BIOJIb AHTUKJIMHAIBHON CTEHKU OTHOM 13 MOBEPXHOCTHBIX
uHunumaneit; K — ¢parMeHT nepuKkIMHaIbHOM CTEHKU OIHOM U3 MOBEPXHOCTHBIX MHULIMAJEH; L — hparMeHT aHTUKIIMHAb-
HOM CTeHKU alMKaJbHOM MHULKANKU. Al — anuKanabHasi UHULKAIb, SI — MOBepXHOCTHBIE MHULIMAIN, SS] — MOANMOBEpXHOCT-
Hble nHUIManu, LAl — anukanbHas nHumans gucrta, LAMC — mareprHcKas KJIeTKa allMKaJlbHOW WHUIWaIM jJucta, LP —
3ayatok jucra, WP — 3auatok MmytoBkr, M1—M3 — nociienoBaTesibHble MepOGUThI (IPOM3BOAHbIC) AlIMKAIbHON MHULIAAIIH,
IM — uHTepKansipHast MepucTema, L — JIMnuaHbIe Karwim, n — siapo, nl — SaphIIIKo, V — BaKyoJb, S — KpaxMajibHOe 3epHO, ppl —
MpoIuIacTua, pl — riacTuaa, pg — acToriooyia, TpeyroJlbHUKU YKa3bIBAIOT HA BETBSILIIMECS IJIa3MOJIECMBbI, CTPEJTKM — Ha HEBET-
BsIIIIMECS T1a3MonecMbl; Ha (D) pa3HBIM 1IBETOM OKpaIlleHbI ITOCIeI0BaTeIbHbIE “Tpoiiku” MepoduToB; pamkoii Ha (E) 060-
3HauYeH (parMeHT anmMKaJIbHOW MEPUCTEMBI YIbTPACTPYKTypa KJIETOK KOTOpOro mpousutioctpupoBaHa Ha (G). OcranbHble
o0603HavYeHMsT Kak Ha puc. 1. MacmrabHble tuHeiiku, MKM: A, G — 25; B—-F —50; H, I - 5; J-L — 1.

Fig. 2. Structure of the shoot apical meristem and the ultrastructure of its cells.

Apex of Equisetum sylvaticum shoot: surface view (A), longitudinal section (B) and its schematic (C). Apex of Equisetum fluviatile
shoot: surface view (B), longitudinal section (E) and its schematic (F). Ultrastructure of the cells of the shoot apical meristem of
E. fluviatile: G — fragment of the longitudinal section marked by rectangle in (E); H — fragment of the outer part of the apical
initial; I, J — fragments of cortical cytoplasm along the anticlinal wall of one of the surface initials; K — fragment of the periclinal cell
wall of one of the surface initials; L — fragment of the anticlinal wall of the apical initial. Al — apical initial, ST — surface initials, SSI —
subsurface initials, LAI — leaf apical initial, LAMC — leaf apical “mother” cell, LP — leaf primordium, WP — whorl primordium,
M1—-M3 — successive merophytes (segments) of the apical initial, IM — intercalaty meristem, L — lipid droplets, n — nucleus, nl —
nucleolus, v — vacuole, s — starch grain, ppl — proplastid, pl — plastid, pg — plastoglobule, triangles point to branched plasmodes-
mata, arrows — to unbranched plasmodesmata; in (D) successive “triplets” of merophytes are depicted by different colours; frame
in (E) outlines the fragment of the shoot apical meristem cells which ultrastructure is shown in (G). Other symbols as in Fig. 1.
Scale bars, um: A, G — 25; B-F—-50; H, I - 5; J-L — 1.

BOTAHUYECKUM XXYPHATT Tom 108 Ne 9 2023



794

BEPXHOCTHBIC WHUILIAAIN, HAXOMSIIECS Ha pa3HOM
yaaJleHUU OT allMKaJIbHON MHULIMAIN, CXOAHBI MEX-
Ity co6o0ii 1o yabTpacTpykType (puc. 2 G). Knetku mmon-
IMOBEPXHOCTHOTO CJIOST OTIMYAIOTCS OT IIOBEPXHOCTHBIX
M30IMaMeTpUIECKON (OpMOI, LEHTPAIBHBIM ITOJIO-
KEeHMEM siipa U paBHOMEPHBIM pacrpenesicHUeM BaKy-
oneii (puc. 2 G). B xi1eTkax moBepXHOCTHOTO Y OO~
BEPXHOCTHOTO CJIOEB XOPOILO Pa3BUT TPaHYJISIPHBIIA
BHIOIIA3MAaTUYECKUI PETUKYIYM C OTHOCUTEIBHO He-
OOJIBILIMM 4YMCJIOM pUOOCOM, a TaKXKe IPUCYTCTBYET
MHOKECTBO CBOOOIHBIX prbocoMm (puc. 2 H—J); B mia-
CTUIAX UMEIOTCSI OMMHOYHBIE KpaXxMaibHble 3epHa U
1acToro0ysl (puc. 2 I); Bmoab KIIETOYHBIX CTEHOK
pacrnoyiaralorcsi HEMHOTOYMCJICHHbBIC JIATUIHBIC
karu (puc. 2 1, J).

B crenkax AW E. fluviatile v ee 6auKaimx mno-
BEPXHOCTHBIX M TTONMOBEPXHOCTHBIX ITPOM3BOIHBIX
MIPUCYTCTBYET OOJBIITOE KOJIWYECTBO TUIA3MOIECM.
INMnasMomecMbl coOpaHbl B IPYyMIlbl; MHOTHE M3 HUX
BETBSITCS B KJIeTOUHOI cTeHke (puc. 2 J—L). 1o Bu-
3yaJIbHOM OIIeHKE, IIJIOTHOCTH I1a3zMoaecM y E. fluvi-
atile cxomHa ¢ onmvMcaHHOM paHee 1151 TUIayHOBUIHOTO
Selaginella  kraussiana 1  TarlOPOTHUKOBUIHBIX
Pteridium aquilinum, Athyrium filix-femina, n
Dryopteris carthusiana, KOTOpbIe TaK>Ke UMEIOT MOHO-
TUIEKCHYIO allMKaJIbHYIO0 MEPUCTEMY, U CYLLIECTBEHHO
MPEBHINIIAeT TaKOBYIO y PAaCTeHWM C HECKOJIBKUMM
AU B mepucteMax (Romanova et al., 2022).

OpraHoreHe3 B allUKaJIbHON MepUcTeMe
FEquisetum sylvaticum v E. fluviatile

OpraHoreHe3 y 0001X BHJIOB XBOILIE HAUMHAETCS
OIMHOBPEMEHHO B Mpefeiax OIHOTO sipyca KJIETOK —
IIPOM3BOMHBIX TPEX ITOCIEAOBATEILHEIX MEPO(MUTOB.
V E. sylvaticum nmuctbsi 00pa3yloTcs B TPEThe—YeT-
BepToif 1o ynaieHHocTu oT AN “Tpoiike” mepodu-
ToB (puc. 3 A, B), ay E. fluviatile — B 111ecTOi—CeIb-
moii (puc. 3 C). IloBepxHOCTHBIE MHUIIUATIU, OTHO-
csIIMecsl K OMHOMY SIpyCy, HECKOJIBKO pa3 JeJIsITCS
MEpUKIMHAJIBHO. B pe3ynbraTe BOKpYT anekca mosiB-
JISIETCS BJIMK — OyayIiasi MyTOBKa JUCThEB, KOTOpasi
W3HaYaJlbHO oOpasyeTcsl KakK eauHasi CTpPYKTypa
(puc. 3 A, D, E).

BHyTpeHHUe KJIeTKM arekca rnobera Ha ypoBHe
00pa30BaBIIETOC BaIVKa TAKXKe aKTUBHO IEJISITCI U
GOPMUPYIOT TMCK U3 ABYX—TPEX CI0CB HEOONBIINX U
¢71a00 BaKyoOJIM3UPOBAHHBIX KJIETOK — MHTEPKAJISIP-
Hy10 MepucteMy (puc. 3 B, C). Takum o6pa3omM cKo-
OpPAVHUPOBAHHbIE IeJICHUSI B MIpeAeax OOHOTO sIpy-
ca XapaKTepU3YIOT He TOJIbKO IMOBEPXHOCTHBIE, HO U
MOAMNOBEPXHOCTHBIE MHUIIMAIN alUKaIbHON Mepu-
CTeMBbI ITobera 000ouX XBOIIEH.

Ha crnenyromeMm stame MopdoreHesa Oymymieit
MYTOBKU JIMCTbEB HEKOTOpPhIE U3 ITOBEPXHOCTHBIX
KJIETOK BO3HUKIIIETO BaJKa, pacIltojaralomnecs Ha
pPaBHOM PacCTOSTHUU IPYT OT APYyTa, YBEIMINBAIOTCS
B pa3Mepax, a 3aTeM JIeJISITCSI KOCOAHTUKIIMHAIBHO.

POMAHOBA u np.

B pesynbraTte neiaeHuii 3TUX KIETOK, KOTOPbIE MOXK-
HO Ha3BaThb MATEPUHCKHMMU KJIETKAMM JIMCTOBBIX
VHUIIMAJIeil, 000COOJISIIOTCS IMH30BUIHbBIE alTKaJIb-
Hble nHULIManu JuctheB (puc. 3 F). V E. sylvaticum B
rpeneaax OAHOTO BaJIMKa BOZHUKAET NeBITb—TpUHA-
IUAaTh Takux uHuLmManeii, a y E. fluviatile — nBeHa-
Iuarb—aBanlaTh WHULIMaNeil. Paznuuume B 4wuciie
anyuKaJabHbIX UHUIIUANEI JIMCThEB MyTOBKM OMpee-
JISIETCS pa3InYusIMU B oObeMe artekKcoB E. sylvaticum
u E. fluviatile (puc. 2 B, E) u, COOTBETCTBEHHO, B
qucjie TOBEPXHOCTHBIX IPU3MATUYECKUX KJIIETOK,
COCTaBJISAIOIIMX OOMH sIpyc. JlelleHns anuKalbHBIX
WHUIIMAJIel JTUCThEB MPUBOASAT K MOSBJICHUIO HAal
MMOBEPXHOCTHIO BaJIMKA HEOOJIBIIIUX BHIPOCTOB — JIU-
CTOBBIX INTACTUHOK (puc. 3 D, E). AntmkanbHast uHU-
L[MaJIb JIMCTA UTPaAET KIJIIOYEBYIO POJIb B MOP(OIreHe3e
JIMCTOBOM IMIACTUHKU, HO (PYHKIIMOHUPYET HEIOJITO.
B MOMEHT BO3ZHMKHOBEHUSI allMKajibHAas WHUIIAIb
JIMCTa CXOMIHA T10 YJAbTPACTPYKTYpE C KJIETKaMU allu-
KalbHOIT MepucTeMbl nobera (puc. 2 G, puc. 3 F).
OnHako BCKOpe IOcjie Hayajia pa3BUTHUS JIUCTOBOIL
IUIACTUHKM allMKaJdbHbIE MHUIIMAIW JIUCThEB BaKyo-
musupyrorcsa (puc. 3 G), U, Kak CJIEACTBUE, B Tpe-
The—MATON TI0 yaajJeHHOCTH oT AWM MyToBKe M-
CTbEB IIpeKpalaloT aenauTtbes. [loBepXHOCTHBIE U
MOATMOBEPXHOCTHBIE  MPOU3BOAHBLIE  ANMKAJbHOM
VHUIIMAJIN JIICTA CXOIHBI C HEell IO CTPYKTYpe U TaK-
XK€ CyIIeCTBEHHO OoJjiee BaKyOJIM3MPOBAHBI, 4YeM
KJIETKM alluKaJIbHOM MepucTteMsbl robdera (puc. 3 G).
Bakyonuzauust n npekpaiieHue IeJIeHUI aliKalb-
HOM MHUIIAAJIN JIMCTA 1 €€ TIPOU3BOIHBIX IIPUBOIUT K
MpEeKpaIleHUIO Pa3BUTUSI JIMCTOBBIX TJIACTUHOK W
HEIOpa3BUTHUIO B HUX IPOBOISIINX TKaHel, nudde-
PEHLIMPYIOIINXCS TOABKO B CPOCIINXCSI OCHOBAHMSIX
JucTtbeB (puc. 4 A—1I).

HanpHeliliee He3HAUYUTEIbHOE YBEJIMUYEHUE pa3-
MEPOB JIMCTOBBIX TJIACTMHOK B MPOKCUMOIMCTAJIb-
HOM HampasjieHuH (B IJIMHY) IPOUCXOOUT IIPEUMY-
IIECTBEHHO BCJIEACTBUE PACTSKEHUS CIararoimx ux
KJIETOK U OTYACTU — 3a CUET AeJIeHUS KJIETOK B OCHO-
BaHUM JIMCThEB, KOTOpPBIE TpaHUYAT C Iepudepude-
CKOI1 YaCThIO MHTepKaJIsIpHOU MeprcTeMbl (puc. 3 B, C).
Yucno KjIeTok B an/abakcuayibHO# (B TOJIIMHY) U
MeInoJaTepabHOK (B IMMPUHY) IUIOCKOCTSIX chop-
MUPOBAHHBIX MJIACTUHOK JIMCTHEB, OTHOCSIIMXCS K
JecSITON—TpUHAIIATON MYyTOBKaM, TakKoe e, Kak B
MX 3a4aTKaX, OTHOCSIIMXCS K ISATOM—CEeObMOMN MYy-
toBKaM (puc. 4 B, C, F, G). DTo KOCBEeHHO CBUIE-
TEJIbCTBYET O TOM, YTO MapruHajbHasl U IUIaCTUHYA-
Tass MEPUCTEMBI B JINCTOBBIX IJTACTMHKAX O0OUX BU-
JIOB XBOIIIEH OTCYTCTBYIOT. Me30(h1L1 YelryeBUTHBIX
JIMCTOBBIX IJIACTUHOK He nuddepeHIMpoBaH Ha Ma-
JIMCAIHBIN 1 TyO4aThIil 1 COCTOUT U3 BEITSIHYTHIX I1a-
paUIeabHO ITIOBEPXHOCTHU KJIETOK; IMPOBOISIIME TKA-
HU oTcyTCTBYIOT (puc. 4 C, G).

Poct MmyTOBKM, 00pa30BaHHOM CPOCIITMMMUCS OC-
HOBaHUSIMU JIMUCTbEB, B MPOKCUMOAUCTAILHOM Ha-
npapyieHuu npoucxonuty E. fluviatile v E. sylvaticum
3a CYET CKOOPIMHUPOBAHHBIX TAHTCHTAIBHBIX JIeJIe-
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Puc. 3. 3ayoxxeHre 1 HAYaJIbHBIC ITAITBI PA3BUTHSI MyTOBOK JIUCTHEB.

A — BO3HHMKHOBEHME 3aUyaTka MyTOBKHU JIUCThEB B allMKaIbHON MepucteMe nobera Equisetum sylvaticum; nocjaenoBareabHble
3TaITbl pa3BUTUSI MYTOBOK JINCTHEB Ha MIPOIOJIBHBIX cpe3ax areKcoB 1moberoB E. sylvaticum (B) u E. fluviatile (C) n Ha (ppoH-
TaJIBHBIX CKAHUPYIOLIMX 3JIEKTPOHHBIX MHKpodoTorpadusix amnekcoB noberoB E. sylvaticum (D) w E. fluviatile (E);
YABTPACTPYKTYpa KJIETOK 3a4aTKa JIMCTOBOM TJIACTUHKY B MOMEHT BO3HUKHOBeHUs (F) U B cocTaBe 4eTBepTOI O yIajeHHO-
CTH OT amnekca nobdera MyroBku JuctbeB (G). SAM — anukainbHast MepucTteMa nobera, pith — cepaueBuna, BP — 3auatok mou-
k1, PIM — nepudepudeckasi yacTb MHTEPKaISIpPHONM MepUCTEMBbI; Ha (A) pa3HbIM 1IBETOM OKpalleHbl MOCJe10BaTeIbHbIE
“tpoitku” Mmepodutos; Ha (D) u (E) pa3HbIMU OTTEHKAMU 3€JICHOTO OKpPALLeHbI CPOCIINECSI OCHOBAHMSI JIUCThEB U JIUCTOBBIE
tactuHkU. OcTtajabHble 0003HaYeHUS Kak Ha puc. 1—2. Macmtabusie muHeiiku, Mkm: A—C, F, G — 20; D — 50; E — 100.
Fig. 3. Initiation and early stages of development of whorls of leaves.

A — shoot apex of E. sylvaticum with the emerging primordium of whorl; successive stages of leaf whorls development on the lon-
gitudinal sections of E. sylvaticum (B) and E. fluviatile (C) and frontal SEM views of E. sylvaticum (D) and E. fluviatile (E);
ultrastructure of the leaf apical initial and its derivatives in the newly emerged leaf blade primordium (F) and in the leaf blade that
belongs to the fourth whorl (G). SAM — shoot apical meristem, pith — pith, BP — bud primordium, PIM — peripheral part of
intercalary meristem; in (A) successive “triplets” of merophytes are depicted by different colors; in (D) and (E) merged bases of
leaves within one whorl and leaf blades are colored in different shades of green. Other symbols as in Figs. 1—2. Scale bars, pm:
A—C, F, G —20; D —50; E — 100.

HMI KJIeTOK nepudeprndeckoi yactu umHTepkamsip- Hus (puc. 3 D, E), ee pazButue 1moa JMCTOBBIMU TLIA-
Hoit MepucteMsbl (puc. 3 B, C). HecmoTpst Ha TO, UTO  CTMHKAMM 1 MeXIy HUMU paziaudaercs (puc. 4 A, B,
OCHOBaHHE KaxXaoil MyTOBKHM Iipenctasiser coboit H, I). Knetku nepudepuyeckoii 4acTu MHTEpKaISIp-
eINHYIO CTPYKTYPY C MOMEHTa CBOETO BO3HUKHOBE-  HOM MEPUCTEMBI, pacliojaralolecs o JUCTOBBIMU
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Puc. 4. PazButrie MyTOBOK JIUCThEB.

ITonepeuHsle cpe3bl anekcoB obderos E. sylvaticum (A) u E. fluviatile (E), conepXaline 0CHOBaHUS JTUCThEB, OTHOCSIIIIUXCS K
TpeTheii 1o YIaJeHHOCTH OT arekca MyTOBKE M OKPYKeHHbIE CPOCIIMMUCSI OCHOBAHUSIMU JIMCTHEB, OTHOCSILIIUXCSI K YeTBEPTOM
U TISITOM MYTOBKE; TTOIIEPEYHBbIE CPE3bl IUCTOBBIX INTACTUHOK E. sylvaticum (B, C) u E. fluviatile (F, G), oTHOcsII1Iecs K TpeTbeit
(B, F) u necaroii—rpunaauaroii (C, G) mo yogaJieHHOCTH OT arieKca MyTOBKaM; TTOTIEPEYHbBIE CPE3bI CPOCIITNXCS OCHOBAHUSIMU
JMCTheB cpopMupoBaHHO MyTOBKU E. sylvaticum (D) v E. fluviatile (H); (I) — npomofibHBIIA cpe3 y4acTKa cTeOJIsI 1 OCHOBa-
HuUs aecsatoit myroBku mctbeB. Ha (A) u (E) HapyxxHas rpaHuiia arnekca robera ooBeeHa TyHKTUPHOM JIMHUEH, B OBalI 00-
BEICHBI KJIETKU TPEThe MYTOBKU JIMCTHEB, pacriojlaratoliyecs rnoj JIMCTOBbIMU IJIaCTUHKAMM; 3B€310YKaMU 0003HaYeHa Te
YaCcTU CPOCIIMXCSI OCHOBAHUM JIMCThEB MYTOBKH, KOTOPBIE PACIIOJIaraloTCsl MO JIMCTOBBIMU ILUTACTUHKAMU, a poMOaMK — pac-
MOJIOXKEHHbIE MEXTy TMCTOBBIMU IUIACTUHKAMU. pc — pokamouii, TE — TpaxeanbHble aeMeHThl, LV — xuika iucra. Octaiib-
HbIe 0003HaUYeHMsI KaK Ha puc. 1—3. Macmrabubie tuHeiiku, MKM: A—I — 20.

Fig. 4. Development of leaf whorls.

Transversal sections of the shoot apices of E. sylvaticum (A) and E. fluviatile (E), that contain bases of leaves that belong to the
third distant from the shoot apical meristem whorl and are surrounded by the fused bases of leaves that belong to the fourth and
fifth distant from the shoot apical meristem whorls. Transversal sections of leaf blades of E. sylvaticum (B, C) and E. fluviatile (F,
QG), that belong to the third (B, F) and tenth—thirteenth (C, G) distant from the shoot apical meristem whorls; transversal sections
of fused bases of leaves of mature whorls of E. sylvaticum (D) and E. fluviatile (H); (1) — longitudinal section of a fragment of stem
with the base of the tenth whorl of leaves. At (A) and (B) external border of the shoot apex is outlined with dashed line; in ovals
are enclosed cell of the third whorl that are located beneath leaf blades; asterisks denote parts of whorl that are located beneath
leaf blades and diaminds mark the parts of whorl located between leaf blades. The axial part of the she shoot and leaf primordia
are outlined with dashed lines. pc — procambium, TE — tracheal elements, LV — leaf vein. Other symbols as in Figs. 1—3. Scale
bars, um: A—I — 20.

TUTACTUHKAMHU, IEJISATCI HEe TOINBKO B TPOKCHMOIM-
CTaJIbHOM, HO U B aJi/abakcUaTbHOM U MeIMoJIaTepaib-
HOM HampaBJIEHUSIX, YTO TPUBOOUT K pa3pacTaHUIO
STOM YaCTW MYTOBKHM B TOJNIIMHY U B ITMpUHY. B yer-

BEPTOU—IISAITOM 1O YIAIEHHOCTU OT allMKaAJIbHOM Me-
pucteMbl modbera MyTOBKE OCHOBAaHMU S JIMCThEB y 000-
WX U3YYEHHBIX BUIOB UMEIOT OKOJIO TBAMIIATH KIETOK
B IIIUPUHY U AECSITb—IIIECTHAAIATH KJIETOK B TOIIIN-
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Hy (puc. 4 A, B). Yactp 3Tux xierok nuddepeHim-
pyeTcs B IpoKaMOuii, a 3aTeM B MPOBOASIINE TKaHU
KWJIKY JTUCTA, CJICTIO 3aKaHYMBAOIICICS HAa TPaHULIE
OCHOBaHUS M JIMCTOBOM macTuHKu (puc. 4 I). ¥V
E. fluviatile xunkKa pacriojiaraeTcsl B LIEHTpaJIbHOK
YacTu JIUCTOBOM IUIAaCTUHKM, a Y E. sylvaticum cme-
IIIeHa Ha aJaKCHaJIbHYI0 CTOPOHY OCHOBAaHMUS JIUCTa
(puc. 4 H, I). Kitetku nepudepudeckoit 4yacTu MH-
TePKAJISIPHOII MEPUCTEMBbI, PACIIOJIOXKEHHBIE MEXIY
JIMCTOBBIMU IUTIACTUHKAMM, He OeJISITCS B a0/amakcu-
aJIbHOI TVIOCKOCTU U MOYTU HE NEJISITCS B MeaMoja-
TepaJIbHOM IIJIOCKOCTH; B C(DOPMUPOBAHHOI MyTOBKE
OHM TIPENCTABISIOT CO00M “TIepeMBIYKN”’ ITUPUHOMN
OKOJIO IECSATU KJIETOK 1 TOJIIMHON NBE—TPU KIETKU
1 He MMEIOT IpoBOmAIIMX TKaHeir (puc. 4 D, H).
bénpnias mmpuHa ocHOBaHUN c(POPMHUPOBAHHBIX
JIMCTHEB MO CPAaBHEHMUIO C MX 3a4aTKaMU SIBJISIETCS pe-
3yJIbTATOM TOTO, YTO KJICTKM Me30(dulIa, yKe IIpe-
KpaTUBIINE OEJIMThCS, CAHXPOHHO PACTITUBAIOTCS B
MeauoaTepaJbHOM HalpaBAeHUM NPU YBEIUYSHUN
obbema cTebeBoii yactu nodera.

B xome pa3BUTHS OCHOBaHUS MYTOBKU KJIETKHU
IBYX—TPEX HapPYXHBIX CIIOEB meprudepruIecKoin Ja-
CTM WHTEPKAJISIPHOI MEPUCTEMBI MPOMOJIKAIOT Je-
JINTBCST TIEPUKIIMHAJIBHO, PACTyT pACTSLKEHUEM U
IpUOOPETAIOT BBEITIHYTYIO (hOpMy, 00pa3yst HUINHAD
MEJIKUX U cJabo BaKyOJU3UPOBAHHBIX KJIETOK
(puc. 3 C; puc. 5A, B, M, N). DT0oT UMauHIp Mepu-
CTEeMaTUYECKNX KIIETOK UTPaeT BaXXHYIO POJIb KaK B
TUCTOTeHe3e, TaK U B opraHoreHese E. sylvaticum wn
E. fluviatile. Ero xi1eTKu, pacroiaoxkeHHbIe IO JIK-
CTOBBIMHM TUTaCTUHKaMU, TG PEePEeHINPYIOTCSI B TsI-
KU MpoKaMOusi, a 3aTeM — B MPOBOMSIIME TKaHU
cTe0J1s1 ¥ IMCTOBBIX cienoB (puc. 4 1; puc. 5A, B, M). B
pe3yibTaTe npoJmdepaliiy rpyIl KISTOK Irepudepr-
YECKOM YaCTU MHTEPKAISIPHON MEPUCTEMBI, KOTOPhIE
PACITONIOKEeHBI B T1a3yxe MYTOBKM MEXIY JIMCTOBBIMU
TUTACTUHKAMHU, SHIOTEHHO BO3HUKAIOT 3a4aTKH ITOYEK
(puc. 5 A, B). 3auaTku moyek y o60uX U3yUYEHHBIX
BUIOB BO3HUKAIOT B TPEThEeN—IISATOI OT alMKaIb-
HOM MEpPUCTEMBI MYTOBKE, HO JajibHelllee pa3Bu-
Ttue nouek E. sylvaticum v E. fluviatile paznuuaetcst
(puc. 5 C—I). B moBepXHOCTHOM CJIO€ 3a4aTKOB IO~
YeK y 000UX BUIOB BOBHUKAET alTMKaJIbHAs MEPUCTE-
Ma, CXOAHasl MO 30HAJbHOCTU C allMKaJIbHOW Mepu-
creMoii mob6era (puc. 5 C, G). Y E. sylvaticum cpa3y
K€ TIOCJIe BOBHMKHOBEHMS alTMKAITLHON MEPUCTEMBI
MOYKU U3 Hee (POPMUPYIOTCSI MyTOBKU JIMCTHEB; B OC-
HOBaHWM KaXXIOM TTOYKI 00pa3yeTcsT eMMHCTBEHHBIN
kopeHb (puc. 5 D—F, J). Takum obpasom, Kaxnas
BEpXyllleuyHasi MoYKa CONEPXUT TOJHOCThbIO cop-
MHUPOBaHHBIE 3a9aTKU ITOYEK CIICTYIOIIErO MopsiaKa
(puc. 5 O). ¥V E. fluviatile antukanbHasi MepucTeMa
MOYKM HauMHaeT (yHKIIMOHUPOBATh TOJbKO Ha 3Ha-
YUTEJTHHOM YIOaJleHUM OT alWKaJIbHONW MEpHCTEMBI
no6Gera (TMpUOJU3UTETBHO B TPUHAIIIATO MYTOBKE).
OnHako chopMUPOBaB ABE—TPU MYTOBKU JIUCThEB U
3a4aTOK KOPHS, OHA BHOBb IIPMOCTaHABIMBAET CBOE
¢dyukumonuposanue (puc. 5 H, I, P, R). BepositHo,
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“mopazBurue” 1ouek FE. fluviatile IpouCXOOUT yxXKe
TocJie Hayajia pocTa rmooderos. Y o0oux XBOIE pa3-
BUBAIOIIMECS MOYKM “TIPOPBIBAIOT” OCHOBAHUE MY-
TOBKU, HO Mpu 3ToM y E. sylvaticum, B oTiuuue OT
E. fluviatile, pa3pbIBaeTcsl Ha BE€ YaCTU U JIMCTOBAs
miactuHka (puc. 5 J—L). C pajbHeHIIMM pa3BUTHEM
MOYKU KOppEeJupyeT 0ojiee akTUBHBIN POCT agaKCu-
QJIbHOW 4YacTU JIMCTOBOUW IUIACTUHKM, KOTOpas Ha
cchopMUPOBAHHOM MOOEre MOYTU B JABa pas3a Bblllle
abaKCHUaJIbHOM YacTy MJIACTUHKUA U UMEET KOpUUHEe-
By10 okpacky (puc. 1 C).

TakuM 06pa3oM, 31eMeHTapHbII MeTamep 000UX
BUIOB XBOILEl COCTOUT U3 MYTOBKU CPOCIIHNXCS OC-
HOBAHUSIMU JIUCTbEB U MYTOBKU IIOYEK, SHIOTSHHO
BO3HUKAIOIINX MEXAY JUCTOBBIMM ILUIACTUHKAMM B
nasyxe OCHOBAHUS JIMCTOBOM MYTOBKU. ToT axr,
YTO Ha TIOJIETAIOLIUX WM pacrojaraloiiuxcs IO
3eMJIei YacTsSIX HaA3EMHBIX OOEroB 000MX XBOIICH
TaKXXe MMEIOTCS MYTOBKM YEILIYeBUIHBIX JIUCTHEB,
XOTs 1 OoJjiee MeJIKUE 0 CpaBHEHUIO ¢ HaA3eMHBLIMU
noberaMu, OTCYTCTBYIOT BETBU, HO ITPUCYTCTBYIOT MY-
ToBKM KopHei (puc. 1 D, H), kocBeHHO cBHIeTesb-
CTBYET O TOM, YTO Ha HaJ3eMHBIX ITOOETrax B pOCT Tpora-
FOTCH 3a4aTKU MOYEK, a HA MOA3EMHbBIX — KOPHEIA.

PASBUTUE JIMCTBHEB:
PEI'YJIATOPHBIE ACITEKTbI

Tomomoru ARP

T'omonoru reHoB ARP, KoTUPYIOIINX Y IIBETKOBBIX
pPaCTEHUU PETYISATOPhl PAa3BUTUS aJaKCUAJIBHOTO J10-
MeHa JUCTa, OTHOCATCS K ceMeiictsy MYB (Mueno-
0J1aCTOMBI TITUILL) — OJTHOMY M3 CaMbIX OOJILIINX Ce-
MENUCTB reHOB 3yKapuoT. [lo uucily U TOMOJOTUHr
AMUHOKMCJIOTHBIX TTOBTOPOB 3TO CEMENCTBO IEIUTCS
Ha HECKOJIBKO I'PYIII, M €IMHCTBEHHBbII Tomojior ARP
y Arabidopsis thaliana oTHOCHUTCSI K TpyIie OEJIKOB C
noBTtopamMu (repeats) R2 u R3, HaszpiBaemyto R2R3-
MYB 0OenkaMy M BKIIIOYAIONIYI0 KpOME HETo eIlle
okono 170 pgoctaToyHO OJM3KUX MO JTOMEHHOM
cTpyktype OenkoB, (Hernandez-Hernandez et al.,
2021). Hannuune B pa3HBIX TAKCOHAX paCTEeHUIT TOMO-
joroB T® ARP nuckyccuoHHo. Tak, romosor ARP
BBISIBJIEH Y Pa3HOCIIOPOBBIX TUIAYHOBUAHBIX Selagi-
nella kraussiana (Harrison et al., 2005), S. viticulosa,
S. selaginoides n S. willdenowii (Hernandez-Hernan-
dez et al., 2021), HO OTCYTCTBYET Y paBHOCITOPOBOTO
rtayHoBuaHoro Huperzia selago (Evkaikina et al.,
2017). T'omomor ARP He Obl1 OOHapyXeH B reHOMe
Picea abies (Nystedt et al., 2013), onHaKo mo3:xe ObLI
BBISIBJIEH Y HEe U Y Psilia IPYTUX XBOWHBIX PACTEHUIA,
YTO ObLIO TMOJATBEPXIEHO W JaHHBIMU O €T0 DKC-
npeccuu (Du et al., 2020). UMMyHoJIOKaau3auus
aHTuTen K 6enKy ARP KyKypy3bl BEISIBUIA HAJIMYWE
maHHoro Td B JUCTbIX NANOPOTHUKOBUIHOTO
Osmunda regalis L. (Harrison et al., 2005), onHako
Mo3Xe Ha MpUMepe psiia APYTYX MarnopOTHUKOBUIHBIX
OBITO YOeIUTeILHO MOKAa3aHo, 4To He Bce oenkn MYB,
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Puc. 5. 3ayioxxeHue u pa3BUTHeE MOYEK.

ITonepeunslii cpe3 niepudeprdeckoii yactu creonst E. sylvaticum (A) u E. fluviatile (B); nociaemoBaTebHbIE CTAIUN Pa3BUTHS TTOYEK
E. sylvaticum (C—F) u E. fluviatile (G—1) Ha MX IpOIOJIbHBIX Cpe3ax; MPOIOJIbHBIN cpe3 arekca nobdera E. sylvaticum ¢ noykamu, Ha-
XOISILLIMMUCSI Ha Pa3HBIX CTaausiX pa3Butus (J) U MponosibHbIe cpe3bl oTnebHbIX ouek (K, L); mpononbHblii cpe3 anekca nodera
E. fluviatile ¢ ToukaMu, HAXOISIIIIMMUCS Ha pa3HbBIX CTaAMSIX pa3BUTvst (M) 1 yIbTpacTpyKTypa KJIETOK MeprudeprdecKoii YacTh ero
UHTepKaIsipHoii MepucteMbl (N); 00LLMIA BUI BereTaTuBHbIX Touek E. sylvaticum (O) v E. fluviatile (P, R) ¢ HECKOJIbKUMMU JecsTKa-
MU MetamepoB. RP — 3auatok kopHsi. CTpeliku yKasbIBaloT Ha IuddepeHINPYIOIINIics TPOKaMOMii IMCTOBBIX CJICIIOB; B OBAJI Ha
(A) u (B) 0OBenmeHBI TPYITITBI ASISIIITUXCST KJIETOK OYIyIIX 3a9aTKOB ITouek, Ha (M) — 3a4aTKu IMoYeK; CTPEJIKU YKa3bIBaloT Ha M-
(epeHLIMPYIONINIACS TTPOKAMOMIA TMCTOBBIX CIEIOB; ITyHKTUPOM Ha (M) 00BeaeHbI OCHOBAaHMSI JIMCTHEB; paMKaMM Ha (J) 0003HauYeHbI
TIOYKH, Cpe3bl KOTOPBIX Ha OosbiiieM yBemmmdeHur ripuBeneHbl Ha (K) u (L); Ha (J—L) mecturpaHHMKOM 0003HaUYeHa anakcuaTbHas
YacTh JIMCTOBOM IJIACTUHKH, 2 TPEYTOJIbHUKOM — €€ abaKCUaslbHasl 4acThb; paMKoii Ha (M) 00603HaueH (hparMeHT arKaIbHOM Mepu-
CTeMbI [T00era YJIbTPacTPYKTypa KIIETOK KOTOpOro npowunocTpupoBaHa Ha (N); 3Be3noukamu Ha (M) 0003HaYeHbI KJIETKI OCHOBAHUS
MYTOBKH, PACITOJIararoIrecs Mo JIMCTOBBIMU TUTACTUHKAMMU, IIIECTUTPAHHUKAMU — KJIETKU OCHOBAaHUSI MyTOBKH, PACTIONATAIOIIECS
MEXKITy JIMCTOBBIMU TTaCTUHKaMI; Ha (O—R) MyTOBKH JIMCThEB OTpe3aHbl, BUIHBI UX Iepepe3aHHble ocHoBaHMS; (O) omHa 13 ITovYeKk
OKpallleHa KPaCHbIM, a JIUCT, pa3ae/ieHHbII TOYKOM Ha JBe YacTH — 3esieHbIM; Ha (R) omHa 13 rouek okpaiiieHa KpacHbIM. OcTalib-
Hble 0003Ha4YeHUsT KaK Ha puc. 1—3. Maciurababie imHeiiku, MkM: A—M — 20, N — 5, O — 200, P — 500, R — 50.

Fig. 5. Origin and development of buds.

Transversal sections of the peripheral part of stem of E. sylvaticum (A) and E. fluviatile (B); successive stages of bud development
in E. sylvaticum (C—F) and F. fluviatile (G—I) on their longitudinal sections; longitudinal section of E. sy/vaticum shoot apex
showing buds on different developmental stages (J) and close-ups of longitudinal sections of two buds (K, L); longitudinal section
of E. fluviatile shoot apex showing buds on different developmental stages (M) and ultrastructure of cells of the peripheral part of
its intercalary meristem (N); total view of vegetative buds of E. sylvaticum (O) and E. fluviatile (P, R) with several dozens of phy-
tomers. RP — root primordium. Arrows point to differentiating procambium of leaf traces; circled by dashed lines are groups of
proliferating cells of emerging bud primordia in (A) and (B), bud primordia in (M); arrows point to differentiating procambium
of leaf traces; bases of leaves in (M) are outlined by dashed lines; frames in (J) outline buds which close-ups are given in (K) and
(L); in (J—L) hexagons mark adaxial part of leaf blade, triangle — its abaxial part; frame in (M) outlines the fragment of the shoot
apical meristem which ultrastructure is illustrated in (N); asterisks in (M) denote the cells of the whorl base that are located be-
neath leaf blades, denote the cells of the whorl base that are located between leaf blades; leaf blades in (O—R) are cut off showing
their bases; (O) one of the buds is coloured in red, the leaf separated into two parts by the bud is coloured in green; in (R) one of
the buds is coloured in red. Other symbols as in Figs. 1—3. Scale bars, um: A—M — 20, N — 5, O — 200, P — 500, R — 50.
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oOaanaroume, Kak 1 TP ARP, KoHcepBaTUBHBIMU 10~
MeHamu R2R3, aBnstorcsa ero romonoramu (Hernan-
dez-Hernandez et al., 2021). B atom ncciienoBaHuun
ObLIY BBISIBJIEHBI crieludrUecKre MOTHUBbI, KOTOpbIE
oTanyatoT romosoru ARP oT ocTajibHBIX CXOMHBIX C
HuMu 6enkoB R2R3-MYB. Ha ocHoBaHMY BBISIBJICH-
HBIX pa3inyuii B JOMEHHOU CTPYKType ObLIO ycTa-
HOBJIeHO, uTO O0enkn R2R3-MYB nentocnnopanrmuar-
HBIX TaNOPOTHUKOBUIHBIX Azolla pinnata, Salvinia
cucullata n Ceratopteris richardii u MoxoBugHoOTrO Phy-
scomitrium patens (Bryophyta) He SIBJSIIOTCSI TOMOJIO-
ramu T® ARP (Herndndez-Herndndez et al., 2021).
Mpb1 peluiad Mcnojab30BaTh ONMUCAHHbBIE B TaHHOM
paboTe METOOMKHM IJIsI ToucKa romojioroB ARP B
TPAaHCKPUIITOMaxX XBOIUOBBIX Equisetum diffusum n
E. hyemale. B xadecTBe KOHTpPOJS HpPaBUIBHOCTU
onpenesieHUsI TOMEHHOM CTPYKTYphl 0enkoB R2R3-
MYB 1 10CTOBEpHOCTU MOTyYEHHBIX PE3YJIBTATOB ObI-
JIM TAaKXK€ UCTIOIb30BaHbl MoceaoBaTeibHocTu March-
antia polymorpha, Physcomitrium patens, Selaginella mo-
ellendorffii, Azolla filiculoides, Ceratopteris richardii,
Picea abies 1 Arabidopsis thaliana, reHOMBI KOTOPBIX
ObUTM paHee TmpoaHamu3MpoBaHbl Herndndez-
Hernandez ¢ coaBr. (2021) (puc. 6). st TOTO 4TOOBI
CYJIUTb O BEPOSITHBIX BO3HUKHOBEHUU U yTpare Iro-
MosioroB ARP B pa3sHbIX TaKCOHaxX pacTeHU, B aHa-
I3 ObUIM TakKe BKIIIouyeHbl Oeiaku R2R3-MYB,
HaliIeHHble HAMUW B TPAHCKPUIITOME MaroOpPOTHUKO-
BUIHOTO Psilotum nudum, a Takxke B TeHOMaxX MOXO-
BUIHBIX Anthoceros agrestis U A. punctatus, 1eNTOCMO-
paHTMATHBIX NAaIOPOTHUKOBUIHBIX (puc. 6 A). AHa-
JIU3 JIOMEHHOI CTpyKTyphl 3TuX OenkoB MYB c
momeHamut R2R3 (puc. 6 A—D) mokasai, 4to, Kak U
U3y4YEeHHbIE paHee OeJIKM TpeX JIETITOCTIOPpaHTUATHBIX
nmanopotHukoB (Hernandez-Hernandez et al., 2021),
MpoaHaJIu3uPOBaHHbIE B HACTOSIIIIEM UCCeTOBaHUM
OeJTKM XBOIIOBEIX, a Takxke Psilotum nudum, Adiantum
capillus-veneris n Alsophila spinulosa oTau4aloTcst OT
oenkoB ARP. Hapsiny ¢ KoHCcepBaTUBHBIMU JOMEHA-
Mmu 1,2, 3u4 (puc. 6 A, B) c toMeHOM 2 y HUX TpaHU-
YUT OOMEH 5, Torma Kak y 6enkoB ARP — nomen 7
(puc. 6 C, D; Ta6m. 2). Takum 06pa3oM, OTCYTCTBUE TO-
MoJioroB ARP — o0111ast yepra m1st Bcex IarnopoOTHUKO-
BUAHBbIX. [oMooru ARP Takske He ObUTM OOHApPYXKEeHbI
B reHOMax MOXOBUIHBIX Anthoceros agrestis n A. puncta-
tus W TUIayHOBMIOHBIX Diphasiastrum complanatum n
Isoetes taiwanensis, HO ObLTY OOHAPY>KEHBI B TEHOME MO-
XoBUIHOTO Marchantia polymorpha (puc. 6 A, D).

Tomomnoru C3HDZ u KANADI

I'ensr C3HDZ, xogupymooliye Y HBETKOBBIX pacTe-
HUI peryasiTopbl pa3BUTHUS adaKCHUaIbHOTO JOMEHa
JucTta (majaucagHoro Me3oduiia, KCUIeMbl B JKWJI-
Kax JINCTa Y Ma3yIIHbIX IT104eK), U TeHbl KANADI, xo-
IUPYIOIINE PEeryasiTopbl pa3sBUTHS abaKCHUAIBHOTO
JoMeHa (rybyatoro Mmesoduuia U (pJo3Mbl B XXKHUIKaX
JINCTa), MPENCTaBJICHBI Y MOIEIHLHOIO IIBETKOBOTO
pactenus Arabidopsis thaliana ISITHIO Y1 YETHIPHMSI TO-
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MoioramMu cootBeTcTBeHHO (Vasco et al., 2016; Zu-
majo-Cardona et al., 2019) (tabu. 2).

Panee romojiorn 000uX T€HOB OBLIM BBISIBJICHBI
Hamu (Romanova et al., 2023) B reHOMax U TpaH-
CKPUIITOMAaX MOXOBUIHBIX U TJIAYHOBUIHBIX; TOMO-
Jgoru C3HDZ 6b111 TakKe BbISIBJICHBI Y CTPENTOMU-
TOBBIX Bomopociei (ta6n. 2) (Floyd et al., 2006).
B pamkax HacTos11ero ncciaeaoBaHus B TPAHCKPUII-
toMmax Equisetum diffusum vu E. hyemale 6b1710 0OHa-
PYX€HO HECKOJBKO HOBBIX romoJjioroB C3HDZ u
KANADI, xotopbie He ObUIM BBISIBIICHBI paHee (Vasco
et al., 2016; Zumajo-Cardona et al., 2019) (ta6i. 2).
Tak, y Equisetum diffusum BepOsSITHO HaJluuue CeMU
romonoroB C3HDZ; y E. hyemale — Ooiee OecsITu.
I1ate romonoroB C3HDZ v nBa romonora KANADI
ObLIO OOHapyXeHo y Psilotum nudum (tabn. 2). Yuc-
JIO OOHapY>XEHHBIX B XOJi€ HACTOSIIEro McciaeaoBa-
HYSI TOMOJIOrOB reHoB, Komupylomux T® C3HDZ B
reHoMax JIeNTOCIOPAHTMaTHBIX IalOPOTHUKOBUII-
HBIX Azolla pinnata, Salvinia cucullata, Ceratopteris
richardii, Adiantum capillus-veneris, Marsilea vestitau
Alsophila spinulosa, BappbupoBajIo OT CEMHU IO CEMHa-
JIIaTU, CYIIECTBEHHO MPEBbIIIasi TAKOBOE y MpeacTa-
BUTEJIC IPYyTrux TaKCOHOB pacTteHuii (Tad. 2). Yuc-
Jio romosioroB KANADI BapbupOBajo OT ABYX 10O Ilie-
CTM, YTO IMPUMEPHO COOTBETCTBYET TAaKOBOMY Y
TUIAyHOBUAHBIX M CEMEHHBIX pacTeHuit (Tads. 2).
MOXHO TIpeaNoJOXUTh, YTO OOJIbIIOE YMCJIO BO3-
MOKHBIX ToMOIoroB C3HDZ y XBOIIOBBIX U JIETITO-
CMIOPAHTHUATHBIX MAIIOPOTHUKOB MOXKET SIBJISIThCS Pe-
3yJIbTaTOM UX AYIUIMKALIMU Y TTOCIeyIolleii crienma-
JIM3alrMu y o01Iero npeaKa 3Toro Kjiacca, MOCKOIbKY
00€ 3TU TPYIIbI ABASIIOTCS NIPEBHUMMU MOJIUTLIONIA-
mu (Vanneste et al., 2015; Chen et al., 2023).

Hamuuue romonoroB C3HDZ n KANADI y npen-
CTaBUTENEN BCEX TAKCOHOB BBICIIMX PACTEHUN KakK
raMeTo(UTHOU, TaK U CMOPOMUTHON JTUHUU IBOJIIO-
LIMM YKa3bIBaeT Ha TO, YTO OHU, BEPOSITHO, YK€ UMe-
JIMCh y OOIIIeTo TpeaKa BCEX BbICHIUX PACTEHUIA.
ITpucyrcTBUE TOMOJOTOB T€HOB, Koaupytoiumx Td
C3HDZ, y crpenTtoduUTOBBIX BOIOPOCIEH CBUIEC-
TEJTBCTBYET O TOM, YTO NaHHbIe TM BO3ZHUKIIN A0 BBI-
XoJa pacTeHMt Ha cyiy (Tabi. 2).

Bce BKITIOUEHHbBIE B aHAJIU3 JIETITOCTIOpAaHTUATHBIE
MAalOPOTHUKOBUIHBLIE HMEIOT OUWKOJIIaTepalibHbIC
KWJIKY JIUCTA, HO Pa3JIMyaloTcs 10 CTPOSHUIO ME30-
dwa: HenuddepeHIMPOBAHHOTO Ha TMaTUCaIHbII
u Tyouateiii y Azolla pinnata (Lumpkin, Plucknett,
1980) u nuddepeHmpoBaHHOrO y Salvinia cucullata
(Croxdale, 1978), Ceratopteris richardii (Hou, Hill,
2004) u Alsophila spinulosa (Huang et al., 2022). JIu-
CTbsI XBOIIOBBIX U MCUJOTOBBIX COCTOSIT TOJBKO U3
rybuaroro Me3oduisia U JUIIEeHbI TIPOBOJSIINX TKa-
Heit (Ta6a. 1). Takum oOpa3oMm, HaAIMIKUE W YUCIO
rOMOJIOrOB TeHoB, kogupywimux T® C3HDZ wu
KANADI y XBOLIOBBIX, TICUJIOTOBBIX U JENTOCHO-
paHTMaTHBIX ITAIIOPOTHUKOBUIHBIX, HE OTpaxkaeT
crieun¢puKy aHaATOMUU UX JIUCTHEB.
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. . o INEENE Motif Symbol Motif Consensus
@ XP_002962315.1_Selaginella_moellendorffii 4.41e-60 ; BN RCGKSCRLRWKNYLR
I . [ | GNKWAKIAAZLPGRT
A @080931.1_Arabidopsis_thaliana 9.75¢-62 [HMEEA 3 L Srwreeoariary
% ©10198790010_Picea_abies 1.06e-53 HNNIN g | e
b KHGEGBWNSVQKRAG
Thupl.2037777750002.1_Thjja_plicata 7.16e-60 MNNEEN Tl
8. I MRAGLPVYPSDMP
| Mapoly0040s0004.1_Marchantia_polymorpha 2.27e-54 L] 9. [N PHKSRWQEDSDPTTP
10. [ | LPSVQSAESADSAGT
—  Ug000001153.3_Anthoceros_agrestis 269¢-186 DB g LI I | 11. [l FAGFTYDPDPHDTT
; EIEER O EREE W 15 MM TVOEYLEARRTCCRN
Sc2ySwM_362.2784.3_Anthoceros_agrestis 2.69e-186 14 O CHSHUMRSSE
utg0001881.186.3_Anthoceros_punctatus 6.3se-170 _HIMED [ o | [0 Il | (B) 15. EEEEEN LTGGGGSSHGHHHF
@ Pp3ci5_24080V3.1_Physcomitrium_patens 3.22¢-110 - EEREITHE 0 mm Logo E-value
=
‘D Dicom.03G095400.3_Diphasiastrum_complanatum 6.34¢-60 NN 1.k RQAKSCBLRW’?N 6.4e-201
o4
8 Itaiw_v1_scaffold_52_t29218RA_Isoetes_taiwanensis  5.07e-54 i | BN J N w ’LA#. RT
2. 3.5e-177
| ADC04396_Adiantum_capillaris 5.756-61 IEEEEE | E ol r'?k. bl
g Aspi01Gene69213.t1_Alsophila_spinulosa 1.81e-61 _IEmEEE 3. L wé ;EDP&LLG V 1.2e-140
= @ Azfi_s0076.9037908_Azolla_filiculoides 83763 IAMEBM . T
%) s :
o, | ®Sacu_v1.1_s0002.9001222_Salvinia_cucullata 5.67¢-84 EENEETE ul 4. LEE;;EEE@#YIEhQ oot
1
i i i - [0 | BN | 1]
&l Mvestita_C60g20154RA_Marsilea_vestita 1.04e-90 5 J-DNElKNFleR;SK et
@ Ceric.07G048300.1_Ceratopteris._richardii 47eco @I 0000 WHPWIRLE
QVMR_2013835_Psilotum_nudum 672¢51 HEEE s 'h’rnﬂwggy,{gagk 8.2¢-096
JVSZ_2129411_Equisetum_hyemale 3.08e-62  HMMMEL {AKHL KWEV KEHQ
7. k 1.9¢-028
L CAPN_2037827_Equisetum_diffusum 150e-60 EEEEET © NN M | Flrbke
(A) DOMAIN 7

e

ANRLSKMNE 4612 e
Alleddeet RIC gDNEIKNFWNTRéKR,,

DOMAIN 2 R2-R3 MYB protein

DOMAIN 5

Log Likelihood Ratio: 718 Information Content: 53.2 Relative Entropy: 51.8 Bayes Threshold: 8.64502

Name Start p-value
Mvestits_CE50920154RA_Marsilea_vestita 115 3.33e-18 RLVIEQHAAI RT DHEIENFWNT
Sacu_vi.1_s0002.9001222_Salvinla_cucullata 116 3.33e-18
IVSZ_2129411_Equisetum_hyemale 26 5.52e-18
Pp3cl5_24080V3.1_Physcomitrium_patens 88 6.54e-18
SedySwM_362,2784.3_Anthocerss agrestis 92 6.54e-18
utg0000011.53.3_Anthoceros_agrestis 2 6.54¢-18 RMITELHAKL GNKWARMAAQL GRT DHEIENYWNT
Mapoly0040s0004.1_Marchantia_polymarpha 78 6.54e-18 NLVISLQEKY GNEWEKIAAEY GRT AKRLGHEWWEV *
Thupl.28377777:0002.1_Thujla_plicata 78 65418 SLVISLOAKY CNKWKKIAAEV' CRT AKRLGKWWEV W
0B0531.1_Arabidopsis_thaliana T8 6.54¢-18 RLVIRLOEKH CNKWKKIAREV GRT AKRLGKWWEV *
XP_D02%62315.1_Selaginella_moetlendorffil 82 7.01e-18 Q] VIKLOTKY CNKWKRIAREY' GRT n}"'ﬂ"Khn‘F\" *
Azfi_s0076.0037908_Azofla_fillculoides a4 2.99e-17 NEWAKIASYL
Aspl01Gene69213.t1_Alsophlla_spinulosa a1 2.99e-17 . GNEWAKIASYL
QUMR_2012835_Psllotum_nudum -1 7.4de-17 NEWSQIAARL CRT DNEIKEKKLT
Dicom. ,3_| um_i Be Ta4e-17 NEWAKIALCL CRT DNDVENFWST
101987g0010_Picea_ables 78 2.93e-16 NEWEKTIAAQV CTT AKRLSKWWEV *
CAPN_2037627_Equisetum_diffusum 9% 3.24e-16 . GNEWSQIATQL' GRT DHEIENFWHS
Ceric.07G048300.1_Ceratopteris_richardil 75 1,09¢-15 RLIVKLHKKL CNSWSKIASCL GRT DNDIKNFWHS
ADC04396_adiantum_capillaris 128 3.50e-15 RLIIEQHETL CDSWSRIAAML GRT DNEIRLLEAC
Itatw_vi_scaffold_52_t29218RA_Isocetes_talwanensis 100 £.66e-15 KIVFELQSLH CNREWSWIAQRM CRT DNEIENFWHV
(E) gl 186.3_Anthoceros -+3 1,44¢-13 FRMITELHAKL CHEWARMAAQV T/ L CPFLLFHHPML

Puc. 6. Pesynbrathl noricka romosioroB T® ARP, perynupymomux pa3BUTHe aTakKCUalbHOTO TOMEHa JIMCTA.

A — JloMeHHas1 opraHu3alys BEISIBIIEHHBIX B TeHOMAX IUIAYyHOBUIHBIX M MAartopOoTHUKOBUAHEIX R2-R3 MYB 6enkoB. KpacHoit
TOYKOI1 OTMEYEHBI OCJIEIOBAaTEILHOCTH, PaHee UCITOJb30BaHHbIe B aHau3e Hernandez-Hernandez ¢ coabt. (2021). B — 1iBe-
TOBBIE 0003HAYEHUSI KOHCEHCYCHBIX TTOCIENOBATEIbHOCTE !, MACHTU(DUITMPOBAHHBIX C ToMolIbio airoputMa MEME. Beumn
WCIIOJIb30BaHbI TaKKe Xe MapameTphl anroputMa MEME, kak B pabote Hernandez-Hernandez ¢ coaBr. (2021): zero or one oc-
currence per sequence (zoops), 15 MoTuBoB, mmHa MotuBa 10—15 amuHokuCIOT. C — aMUHOKHMCIIOTHBIE TTOCTIEA0BATEIbHOCTHU
moMeHoB 1, 2, 3,4, 5, 6 u 7. Jomensl 1—4 1 6 ipucyTcTBYIOT Y Becex R2-R3 GenkoB Ha (A), JIOMeHBI 5 1 7 aJIbTepHATUBHO rpa-
Hu4ar ¢ nomeHoM 2 (D). benku, y KOTOpbIx foMeH 2 TpaHUYUT ¢ foMeHOM 7 siBisitorcst romosioramu ARP, a te R2-R3 MYB
OeJIKU, Y KOTOPBIX IOMEH 2 IPaHUYUT C JOMEHOM 5 — He sBisiiorcs. E — dhparMeHT aMMHOKMCIIOTHOM MOC/IeA0BaTEIbBHOCTU
R2—R3 6enkoB c MYB-ngoMmeHnoM. B momeHe 2 aMMHOKUMCIIOTHI OKpaIlleHbI B Te ke 11BeTa, uto U Ha (C) u (D). Heokpamennas
aMUHOKHUCJIOTHAsI MOC/eI0BaTeIbHOCTD IOMEHa 7, rpaHuyJaliasl cripaBa ¢ JJOMEHOM 2, OTMEUeHa 3Be3lI0YKOI; B OCTAIbHBIX
clyJasix HeOKpalleHHbIe aMMHOKHUCIIOTHBIE TTOCIeI0BATEIbHOCTHU MIPEACTABIISIIOT COO0M JOMEH 5.

Fig. 6. Results of search for homologues of ARP TFs that regulate the development of the leaf adaxial domain.

A — Domain organization of R2-R3 proteins MYB proteins identified in the genomes of lycophytes and ferns. Red dots indicate
sequences that were previously used in the analysis by Hernandez-Hernandez et al. (2021). — Color codes for consensus sequenc-
es identified using the MEME algorithm. In the MEME algorithm the same parameters were used as in the work of Hernandez-
Hernandez et al. (2021): zero or one occurrence per sequence (zoops), 15 motifs, motif length 10—15 amino acids. C — amino-
acid sequences of domains 1, 2, 3, 4, 5, 6 and 7. Domains 1—4 and 6 are present in all R2-R3 proteins on (A), domains 5 and 7
alternatively border domain 2 (D). Proteins in which domain 2 borders domain 7 are ARP homologues, while those R2-R3 MYB
proteins in which domain 2 borders domain 5 are not. E — fragment of the amino acid sequence of R2-R3 MYB proteins. In do-
main 2, the amino acids are coloured in the same colors as in (C) and (D). Unstained amino acid sequence 7 bordering domain
2 on the right is marked with an asterisk; otherwise, unstained amino acid sequences represent domain 5.
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Ta6mmma 2. Pe3ybTaThl MOMCKa TOMOJIOTOB TEHOB, KOTOPBIE KOMMPYIOT TPaHCKPUIIIIMOHHBIE (PaKTOPHI, PETYINPYIOIINE
Y LIBETKOBBIX paCTeHUM (yHKIIMOHUpOBaHUe MapruHajabHoit (WOX3) u rtactunyaToit (WOX1) MepucTteM, a Takxke pas-
Butue amakcuaiabHoro (ARP, C3HDZ) n abakcuanproro (YABBY u KANADI) nomeHoB nucTa
Table 2. Results of search for homologues of genes encoding transcription factors that regulate functioning of marginal
(WOX3) and plate (WOX1) meristems, and differentiation of adaxial (ARP, C3HDZ) and abaxial (YABBY u KANADI)
leaf domains in angiosperms

Taxco/ MonenbHBIi
Taxon Hpe,[[CTaB.I/ITCJH)/ Wox ARP C3HDZ YABBY KANADI
organism
Streptophyte algae Micromonas otcytcTBYOT/ | Chara corallina Chloropicon CBEIICHUS
pusilla (3) absent (1), Nitella mirabi- | primus (1) OTCYTCTBYIOT/
lis (1) Klebsormid- | Micromonas no information
ium flaccidum (1) | pusilla (2)
Micromonas
commoda (2)
Marchantio- | Marchantia 1 (https://phyto-| 1 (https://phyto-| 1 (https://phyto- otrcyrctBylor/ |1 (https://phyto-
phyta polymorpha zome- zome- zome- absent zome-
next.jgi.doe.gov/)| next.jgi.doe.gov/)| next.jgi.doe.gov/) , next.jgi.doe.gov/)
Bowman et al.,
2017
Antocero- Anthoceros 4 orcyrcTBytoT/ |1 (4) 1 1(2)
phyta agrestis (https://www.ho | absent (https://www.horn- | (https://www.ho | (https://www.ho
rnworts.uzh.ch/e worts.uzh.ch/ mworts.uzh.ch/ | mworts.uzh.ch/
n.html, Lietal., en.html, en.html, en.html,
2020) Li et al., 2020) Liet al., 2020) |Li et al., 2020)
Anthoceros 4 orcyTtcTBy0T/ |1 (8) 1 1
punctatus (https://www.h | absent (https://www.horn- | (https://www.ho | (https://www.ho
orn- worts.uzh.ch/ mworts.uzh.ch/ | mworts.uzh.ch/
worts.uzh.ch/e en.html, en.html, Liet |en.html,
n.html, Li et Lietal., 2020) al., 2020) Liet al., 2020)
al., 2020)
Bryophyta Physcomitrium |2 (https://phyto-| orcytctBytor/ |5 (https://phyto- otcyTcTBYyIOT/ |3 (6)
patens zome- absent zome- absent (https://www.nc
next.jgi.doe.gov/) next.jgi.doe.gov/) bi.nlm.nih.gov/,
https://phyto-
zome-
next.jgi.doe.gov/)
Lycopodiales, | Diphasiastrum |8 (https://phyto-| orcytctBytor/ |5 (https://phyto- 1 (https://phyto-| 3 (4)
Lycophyta complanatum zome- absent zome- zome- (https://phyto-
next.jgi.doe.gov/) next.jgi.doe.gov/) next.jgi.doe.gov/)| zome-
next.jgi.doe.gov/)
Huperzia selago | cBneHust oTcyT-| He HalineHbl/ |3 1 (Evkaikina et |1
CTBYIOT/NoO not found (https://db.cngb.o | al., 2017, (https://db.cng
information rg/onekp/, Vasco | NCBI) b.org/onekp/,
et al., 2016) Zumajo-Car-
dona,
Ambrose, 2020)
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Takcon/ MonenbHbli
Taxon HpeﬂCTaB.l/lTeﬂb/ Wox ARP C3HDZ YABBY KANADI
organism
Selaginel- Selaginella 5 1 3 (https://phyto- OTCYTCTBYIOT/ |3
lales, Lyco- | moellendorffii | (https://www.nc| (https://www.nc| zome- absent (https://www.nc
phyta bi.nlm.nih.gov/) | bi.nlm.nih.gov/) | next.jgi.doe.gov/) bi.nlm.nih.gov/,
https://phyto-
zome-
next.jgi.doe.gov/)
Selaginella 8 1 (Harrisonet |3 He HaiieHbl/ | CBACHUS OTCYT-
kraussiana (https://db.cng | al., 2005; Her- | (https://www.ncbi.n| not found CTBYIOT/
b.org/onekp/) |nandez-Her- |Ilm.nih.gov/, no information
nandez et al., | https://phytozome-
2021) next.jgi.doe.gov/)
Isoectales, Isoetes 5 OTCYT- 2(7) He HaiineHbl/ |4 (6)
Lycophyta taiwanensis (https://genom | ctBytoT/absent | (https://genom- | not found (https://genom
evolu- evolu- evolu-
tion.org/coge/ tion.org/coge/ tion.org/coge/
Wickell et al, Wickell et al, 2021) Wickell et al,
2021) 2021)
Equisetidae, | Fquisetum 1 He HaiineHbl/ |2 (7) He HaiineHsl/ |3 (4)
Polypodio- diffusum (https://db.cng | not found (https://db.cngb.o | not found (https://db.cng
phyta b.org/onekp/, rg/onekp/, Vasco b.org/onekp/,
Wu et al., 2019) etal., 2016, NCBI) Zumajo-Car-
donaet al.,
2019)
Equisetum 4 He HalineHbl/ |2 (18) He Haitnensl/ |3 (5)
hyemale (https://db.cng | not found (https://db.cngb.o | not found (https://db.cng
b.org/onekp/) rg/onekp/, Vasco b.org/onekp/,
etal., 2016) Zumajo-Car-
donaet al.,
2019)
FEquisetum 2 Xia et al., CBelIeHUST CBEIEHUS OTCYT- | CBEOEHUS CBeleHUs
arvense 2022) OTCYTCTBYIOT/ | CTBYIOT/ OTCYTCTBYIOT/ | OTCYTCTBYIOT/
no infor- no infor- no infor- no infor-
mation mation mation mation
Ophioglossi- | Psilotum nudum | 8 (Xia et al., He HaiimeHwl/ |5 (6) (NCBI) He HalineHbl/ |2
dae, Polypo- 2022, 1KP) not found not found (https://db.cng
diophyta b.org/onekp/,

Zumajo-Car-
dona,
Ambrose, 2020)
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TakcoH/ MonenbHbIi
Taxon Hpe,ELCTaB'I/ITeJ'Ib/ WOoX ARP C3HDZ YABBY KANADI
organism

Polypodiidae, | Osmunda sp. 3 CBIEHMUS OTCYT-| 3 He HaiineHnsl/ |1

Polypodio- (https://db.cng | cTBy1OT/ (https://www.ncbi.nl | not found (https://db.cng

phyta b.org/onekp/, |no information | m.nih.gov/) O. b.org/onekp/,

Wu et al., 2019) regalis Zumajo-Car-

donaet al.,
2019) O. regalis

Alsophila spinu- | 10-11 He Haiinenwr/ | 11 (17) He HaiimeHsl/ |1 (6)

losa (https://fern- | not found (https://fern- not found (https://fern-
base.org/) base.org/) base.org/)

Adiantum capil- | 7 (https://fern- | He Hatinensi/ |5 (7) (https://fern-| He HaiineHsl/ |3 (4)

lus-veneris base.org/) not found base.org/) not found (https://fern-

base.org/)

Ceratopteris 13 [5] (unm He Haiinenwl/ |7 (12) (https://phy- | He HalineHbl/ |2 (https://phyto-

richardii nmaxe 6onbiue, |not found tozome- not found zome-

OYeHb MHOTO next.jgi.doe.gov/) next.jgi.doe.gov/)
TTOXOXXMX

nocyienoBa-

TEJILHOCTEI )

(NCBI, Nard-

mann, Werr,

2012, Phyto-

zome)

Marsilea vestita | 3 (https://fern- | He Haiinensl/ |6 (17) (https://fer- | He HaiimeHbl/ |2 (4)
base.org/, Wu | not found nbase.org/) not found (https://fern-
etal., 2019) base.org/)

Salvinia cucul- |5 (https://fern- | He Haitnensl/ |4 (11) (https://fer- | He Halinensl/ |2 (3)

lata base.org/) not found nbase.org/) not found (https://fern-

base.org/)

Azolla filiculoi- |7 [8] (Fern- He HaiineHsl/ |4 (9) (https://fern-| He Haiinensl/ |2 (3)

des Base, Wu et al., | not found base.org/) not found (https://fern-
2019) base.org/)

Pinopsida, Thuja plicata 12 (https://phy- |1 2 (5) (https://phy- |4 (5) 3(5)
Pinophyta tozome- (https://www.nc| tozome- (https://phyto- | (https://phyto-
next.jgi.doe.gov/)| bi.nlm.nih.gov/) | next.jgi.doe.gov/) zome- zome-
next.jgi.doe.gov/)| next.jgi.doe.gov/)

Picea abies 19 1 (https.//plant-| 5 (17) 3unm 4 3(4)
(https://plantge-| genie.org/, Her-| (https.//plantge- (https://plantge-| (https.//plantge-
nie.org/) nandez- nie.org/) nie.org/); Finet | nie.org/)

Hernandez et etal., 2016

al., 2021)
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Takcon/ MonenbHblIi
Taxon HpeZ[CTaB'I/ITeJ'IL/ WOoXxX ARP C3HDZ YABBY KANADI
organism
Magnolio- Arabidopsis 15 1 5 6 4
phyta thaliana (https://www.nc| (https://www.nc| (https://www.ncbi. | (https://www.nc| (https://www.nc
bi.nlm.nih.gov/) | bi.nlm.nih.gov/) | nlm.nih.gov/) bi.nlm.nih.gov/) | bi.nlm.nih.gov/)

IIpumeuanue. Pe3ynbTaThl OCHOBaHBI HA FTEHOMHBIX JAaHHBIX 3a McKiIoueHneM Equisetales u Psilotales, 17151 KOTOpbIX BBULY OTCYTCTBUSI
F€HOMHBIX JaHHbBIX, ObLJIM UCIOJb30BaHbI JaHHbIE TPAHCKPUNITOMOB. B Kaxnoii siuelike npuBeaeHO YUCIIO TOMOJIOTOB M CChLIKA Ha 6a-
3y MaHHBIX WIX MYOJINKALMIO, M3 KOTOPBIX ObUIM B3SIThI JaHHbIE TEHOMOB U TPAHCKPUIITOMOB. B cilyyae oTCyTCTBMSI TOMOJIOTOB B re-
HOMax UCITOIb3yeTCsT (OPMYIMPOBKA “OTCYTCTBYIOT”, TIPU OTCYTCTBMU TOMOJIOTOB B TPAHCKPHUIITOMAX MCTIONIb3yeTCsT (POpMYJIMpPOBKa
“He HalimeHbl”. B KpyrJibIx CKOOKax yKa3aHO KOJIMYECTBO Mpeacka3aHHbIX InterProScan 6e1koB, UCKITIOYast TOBTOPSIIOIIUECS TTOCIIe-
JIOBATEIbHOCTU, HE3HAYUTEIBHO OTJMYAIOLIMECS APYT OT Apyra HECKOJIbKUMU aMUHOKHUCIOTHBIMU OCTaTKAMM MJIY TIOJTHOCTBIO UICH -
TUYHbBIE. B KBagpaTHBIX CKOOKaX MPUBEIEHO KOJUYECTBO TOMOJIOTOB, OCHOBaHHOE Ha ctaTbe Wu ¢ coaBT. (2019). CBeaeHust 0 HaJIK-
YHK,/OTCYTCTBUU TOMOJIOTOB IEPEYMCIIEHHBIX BBILLIE TEHOB y CTPENTOMUTOBBIX Bomopociei (MHdpalapcTBo Streptophyta) nprBeneHbl
IUIST OLICHKY TPEAIoaracéMoro BpeMeH BOBHMKHOBEHHSI TTPOAHAIM3MPOBAHHBIX TEHOB B ABOJIIOLIMY pacTeHuii. CBelneHus O HaIu-
Y1U1/OTCYTCTBUY TOMOJIOTOB TIEPEYMCIICHHBIX BhIIIIE TEHOB Y MOXOBUIHBIX (Anthocerophyta, Marchantiophyta, Bryophyta) mpusene-
HBI JUISI TOTO, YTOOBI CYIUTh O BEPOSTHBIX BOBHUKHOBEHUM U YTpaTe rOMOJIOTOB TepeunciaeHHbIX TM B pa3HbIX TAKCOHAX PACTEHUI.
HasBaHus pacTeHMit U cBeleHUs 00 MX TOMOJIOTax, OCHOBaHHbIE Ha TeHOMHBIX TJAHHBIX BbIAEICHBI XKUPHBIM IIPUMTOM.

Note. Results are based only on genomic data with the exception of Equisetales u Psilotales in which because of the lack of genomic data,
the data from transcriptomes were used. Each cell contains the number of homologues and a link to the database or publication from
which the genome and transcriptome data were taken. In the absence of homologues in the genomes, the wording “absent” is used; in
the absence of homologues in the transcriptomes, the wording “not found” is used. Numerals in parentheses indicate the number of pro-
teins predicted by InterProScan, excluding repeating sequences that differ from each other only by a few amino acid residues or are com-
pletely identical. Numbers of homologues based on Wu et al. (2019) are given in square brackets. Information on the presence/absence
of homologues of the genes listed above in streptophyte algae (infrakingdom Streptophyta) is given to estimate the time of occurrence of
the analyzed genes in plant evolution. Information on the presence/absence of homologues of the above genes in bryophytes (Anthocer-
ophyta, Marchantiophyta, Bryophyta) is given in order to judge the probable occurrence and loss of homologues of the listed TFs in dif-

ferent plant taxa. Plant names and information about their homologues based on genomic data are in bold.

Hamuuue u ynciio romosnoroB C3HDZ n KANADI
y TUTAYHOBUIHBIX, TaK Xe KaK M Y TallOpOTHUKOBUI-
HBIX, HE KOppEIUPYeT C aHaTOMUEH TUCTheB (Tab. 1).
Me3zobdu y Bcex ITTayHOBUIHBIX He nruddepeHIIIpo-
BaH Ha MAJIMCAIHBIN 1 TyOUYaThIif, HO pa3InJacTcs 10
pacIioyIoKeHUIO MPOBOISIINX TKaHel: aMPUuKpu-
OpaJIbHBIE XXUJIKU JINCTA XapaKTepHBI 11 Diphasi-
astrum complanatum (Lycopodiales) u Selaginella
moellendorffii (Selaginellales) (Gifford, Foster,
1989), a konnaTepalibHble — i1 Isoetes taiwanensis
(Isoetales) (Liu et al., 2006).

Hanuuue romosnoroB reHoB, koaupymomux T
C3HDZ u KANADI y pactenuii ¢ ToOMMHAPOBaHUEM
rameToduTa 1 criopoduTa, y IoCAeTHUX C ME30MhUII-
JIoM Kak auddepeHIIMpoBaHHbIM, TaK U Heaudde-
PEHLMPOBAHHBIM Ha MaJIMCAAHbIN U ryOUaThIii; C pa-
IMAJIbHOM U JOPCOBEHTPAJIbHOM CUMMETPUEN XKUITOK
JIMCThEB, a TAaKXKe C JIMCThSIMU, JTUIIEHHBIMU IMPOBO-
ISIIIUX TKaHel (Tab. 1), mo3BoJIsIeT MPEaoI0KUTh,
YTO HAOOp MPOTPaAMM, PETYIUPYEMbIX JTaHHBIMU TD,
MOXET pa3inyaTbCsl B Pa3HbIX TAKCOHAX BbICIIMX
pacTeHUIA.

Tomomoru YABBY

TI'omonoru renos, komupylomnx TA YABBY, ko-
TOpBIE Y LIBETKOBBIX PACTCHUIM PEeTYIUPYIOT pa3BUTHE
aJaKkCUaJIbHOTO JOMEHAa JINCTa U WUTPaloT BaXXKHYIO
PpOJIb B BOSBHUKHOBEHUU MaprUHAJIbHON MEPUCTEMEI,
He ObUIM OOHApPY:KEHBI HU B TPAHCKPHUIITOMAX XBO-

IIOBBIX, HA B TEHOMAX IPYTUX MAITOPOTHUKOBUIHBIX
(ta6m. 1, 2). Takum o6pa3zom, eTMHCTBEHHBIE N3BECT-
Hble K HACTOSIIEMYy BpeMEHH MJIsI HECEMEHHBIX pac-
TEHWI TOMOJIOTHA BBISIBJIICHBI JIMIITh B TEHOMAaX raMe-
TocuTa MOoxoBUIHOTO Anthoceros agrestis (Li et al.,
2020) u ciopoduTa paBHOCIIOPOBOTO MJIaYHOBUIHO-
ro Diphasiastrum complanatum (Romanova et al.,
2023), a Takke B TpaHCKPUIITOMaX CIIOPO(UTOB paB-
HOCIIOPOBBIX  TUIAYyHOBUAHBLIX  Huperzia  selago
(Evkaikina et al., 2017), H. serrata (Yang et al., 2017) u
Phylloglossum drummondii (Romanova et al., 2023)
(Tab6a. 1, 2). Me3odut JIMCThEB BCEX TUX IJIayHO-
BUOHBIX He muddepeHIMpoBaH Ha TMaJUCAaTHBIA U
ryOUaThIii, XMJIKHM JIMNCTA KOJUlaTepaJbHbIE CO cI1abo
pa3BuToii p1oaMoii (Tadiu. 1). Dkcnipeccust HsYABBY
He IMpuypodYeHa K abakKCHaIbHOMY JOMEHY, HO Map-
KMpYEeT BCE KJIETKM 3a4yaTKoB JUCTbeB H. selago
(Evkaikina et al., 2017). Bce aTu ¢akThl cBUAeTEIb-
CTBYIOT O TOM, 4TO x0T T® YABBY mnosiBumch 3a-
JIOJITO 1O BO3HUKHOBEHUSI CEMEHHBIX PacTeHUIA,
OHU, BEPOSITHO, HE UTPaJIv POJIU B PETYJISILIMU Pa3BU-
THS abaKCHAIBLHOTO JOMEHA JINCTA Y TNIAyHOBUITHBIX.

dunorenus WOX u romonoru
u3 Kiaaael T3 y HeceMeHHBIX pacTeHUt

CemeiictBo WOX, Hapsoy ¢ reHaMU, KOTUPYIO-
IIMMHU PETyJISITOpbl MAaprUHAJbHOI M TUIAaCTUHYATOM
MEPUCTEM JIMCTA, BKJIIOYAET ellle psi TEHOB C APYTU-
mu pyHkumamu (Hedman et al., 2013; Nardmann,
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Werr, 2013). Hanpumep, B reHoMe Arabidopsis tha-
liana umeeTtcd nisiTHaAUATh roMosioroB WOX (van der
Graaffet al., 2009) (ta6x. 2). TpaAULIMOHHO 3TO TeH-
HOE CeMEMCTBO MTOAPAa3eIsIi Ha IPEBHIOIO, TIPOMe-
KYTOUHYIO M COBPEMEHHYIO Kianbl. Peryistops
MmapruHaiabHoil (WOX3) u nnacruHuatoii (WOX1)
MEpPHUCTEM JIMCTA, a TaKKe alUKaJIbHBIX MEPUCTEM
no6era (WUS) u kopHs (WOXS5) oTHOCHUIUCH K CO-
BpemeHHo Kitane (Hedman et al., 2013; Nardmann,
Werr, 2013). OgHako HemaBHO B3MISIABI Ha (hujore-
HUIO OTOTO T€HHOTO CEMeiCTBa CyIIeCTBEHHO U3Me-
Huauch. bouto ycraHosiaeHo (Wu et al., 2019), uto
BBIIEJICHUE APEBHEM, TIPOMEXYTOUHOI M COBpEMEH-
HOI1 KJ1al HEBEPHO, TaK KaK BCE TPU T KJIalbl BO3-
HUKJIM omHOBpeMeHHo. Ha ocHoBaHUUM 3TOrO B CO-
BpeMeHHOiIT Kitaccnpukannn WOX BBIICITSIOT KJIaay
T1 (mpubGAN3UTEIHLHO COOTBETCTBYIOIIYIO OBIBIICH
IpeBHel Kiane) u Kiany T3 (MpubIu3uTeaIbHO COOT-
BETCTBYIOIIYIO COBPEMEHHOM Kiiame B TpembIIyIeit
kiaccupukanuu). Ilpyu 3TOM CylllecTBEHHO Iiepe-
CMOTpEeH 00beM KJanbl T2 (TOJIBKO YaCTUYHO COOT-
BETCTBYIOIIEi OBIBIIEHl ITPOMEXYTOYHOM KJIame), a
Tak:Ke ToIoJiorust Beex Tpex Kiuad (Wu et al., 2019).
Tak, nokazaHo, uto kjanga T3, BKiItovarlasi roMo-
JIOTH PEeTyJIsITOPOB MapTUHAIBHON M IIaCTMHYATOMN
MepHUCTeM JIMUCTa, BO3HUKIIA B pe3yabTaTe IyIInKa-
LIMM KJ1aabl, penkoBoii mist kiaa T2 u T3, kotopast
MMPOU30IIUIa Y OOIIETo TIpeaKa BCeX BBICIINX pacTe-
HUI cnopodUTHOI JMHUM SBOJIOLMM, a Kiaga T2
Obl71a BIMOCJEACTBUM YyTepsiHA Yy BCEX HECEMEHHbBIX
pactreHuit (Wu et al., 2019). I3 coBpeMeHHOoIi Toro-
JIOTUHU CJIEAYeT, YTO HeKoTopbie romoiorn WOX He-
CEMEHHBIX pPACTeHUIT, KOTOPbIE TPAIUIIMOHHO OTHO-
cuinch K IpomexyrouHoii kiname (Hedman et al.,
2013; Nardmann, Werr, 2013), sIBIsSIIOTCSI TPEIKOBbBI-
MU s Kaaael T3, B To BpeMsl Kak JApyrue BXOIST B
kimany T1. Ocoboe MecTo B 3TO# (DMJIOTeHNM 3aHIMAa-
10T HEKOTOpPbIE TOMOJIOTU IJIayHOBUAHOTO Selaginella
moellendorffii, koTopble paccMaTpUBalOTCS B Kaue-
CTBe ceCTpUMHCKUX K Kiuage T3. Xorsa ¢punoreHus,
noapazaeisiomass T WOX na xnansl T1, T2, T3 n
npenkoByto st T2 u T3 (Wu et al., 2019), sasaserca
OOIIIETPUHATOM, OHA BKJIIOYAaeT OYeHb OTpaHUYCH-
Hoe yuciio romoJjioroB WOX HeceMeHHbIX PaCTeHMI,
U3 KOTopbiX Bcero Tpu (Selaginella moellendorffii,
Isoetes taiwanensis n Ceratopteris richardii) o0CHOBaHbI Ha
TeHOMHBIX JaHHBbIX. OTHeceHue romosoroB WOX u3
TPaHCKPHUIITOMA TICHJIOTOBBIX K 00jIee He BBIIEIISIEMOI
nmpoMesKyTodHoi kiane (Xia et al., 2022) Takoke TpeOyeT
TepecMoTpa B paMKaxX COBPEMEHHOM (PUIIOTCHUU.

ITpoBeneHHBINE HaAMU TTIOMCK TOMOJIOTOB T€HOB,
koaupyomux T® WOX, nokasalt, 4To B JOMOJTHEHUE
K BbIsiBJIeHHbIM paHee (Wu et al., 2019) oHu umerorcst
BO BCEX JOCTYITHBIX T€HOMaXx JIETITOCTIOPAHTUATHBIX
MaropoOTHUKOBUAHBIX: Adiantum capillus-veneris v
Alsophila spinulosa, Marsilea vestita, a Takxxe B TpaH-
CKpUIITOMax XBOILOBBIX Equisetum diffusum, E. gigan-
teumu E. hyemale, B Tpanckpunrtome Psilotum nudum,
a TaK>Xe B TeHOMaxX MOXOBUIHBIX Anthoceros agrestis u

BOTAHUYECKHNU XYPHAJTT  ToMm 108

Ne 9 2023

805

A. punctatus, Physcomitrium patens, INnayHOBUIHBIX
Diphasiastrum complanatum w Isoetes taiwanensis, 1
xBoutHoro Thujia plicata (Tabn. 2; puc. 7). Yucio ro-
MOJIOTOB JIJIS1 KaXKJ0TO U3 TPOAaHAIM3UPOBAHHBIX BU-
JIOB TIpeacTaBjieHo B Tabi. 2. s mposicHEHUsT BO-
Mpoca O TOJIOKEHUU BbISIBJIEHHBIX TOMOJIOTOB B CO-
BpeMeHHoiT cucteMe WOX OblTa peKOHCTPYHMpOBaHa
dunorenust naHHbIX TA ¢ MpUBJICYCHUEM TTOCIEI0-
BaTeJIbHOCTEU, MCMOJIb30BaHHBIX paHee (Wu et al.,
2019; Romanova et al., 2023) roM0JI0roB MOXOBU/I-
HbIX Anthoceros agrestis, A. punctatus, Physcomitrium
patens, TulayHOBUAHBIX Selaginella moellendorffii,
Isoetes taiwanensis, nanopoTHukoBumHoro Cera-
topteris richardii n uBeTKoBOorO Arabidopsis thaliana B
KadectBe MapkepoB T1, T2 u T3 knan v KJ1aasl, IIpe/-
koBoit g T2 u T3 (puc. 7). BpUIO BBISIBIEHO, YTO
HeKoTopkle roMmonoru Equisetum hyemale, Azolla pin-
nata, Salvinia cucullata, Adiantum capillus-veneris, Al-
sophila spinulosa n Thuja plicata OTHOCATCS K KJIaze
T3 (puc. 7) HapsiLy ¢ OTHECEHHBIMMU K 3TO KJ1aie pa-
Hee (Wu et al., 2019) romonoramu Ceratopteris richar-
dii, Picea abies, a Taxcke WUS, WOXI1—WOX7 Arabi-
dopsis thaliana. Qpyrue romonoru Equisetum hyemale
u FE. giganteum, Azolla pinnata, Salvinia cucullata,
Adiantum capillus-veneris u Alsophila spinulosa, a Tak-
ke romosioru Psilotum nudum v Diphasiastrum com-
planatum sIBISIIOTCS TIpenKoBbIMU it Kiag T2 u T3
(puc. 7), Tak 2Ke KaK 1 OTHECEHHbIE K 3TOI I'pyIIIe pa-
Hee (Wu et al., 2019) HekoTOpbIe roMoJioru Selaginel-
la moellendorffii, Isoetes taiwanensis n Ceratopteris
richardii. Psan romonoroB Equisetum diffusum, E. gi-
ganteum, E. hyemale n Psilotum nudum, oTHOCSTCSI K
knange T1 Hapsiny ¢ OTHECEHHBIMM K 3TOM KJ1ajae pa-
Hee (Wu et al., 2019: Romanova et al., 2023) romoJio-
ramu Anthoceros agrestis, A. punctatus, Physcomitrium
patens, Diphasiastrum complanatum, Selaginella moel-
lendorffii, Isoetes taiwanensis u Ceratopteris richardii, a
taxke WOX10, WOX13u WOX14 Arabidopsis thaliana
(puc. 7). Ha ocHOBaHUM TOTO, UTO HEKOTOPbIE U3 BbI-
SIBJICHHBIX HaMu y FEquisetum hyemale n nemnTocIo-
paHTUATHBIX TTAITOPOTHUKOBUIHBIX TOMOJIOToB WOX
oTHocsATcs K T3 Kaae, a Takxke TOro, YTo OAUH U3 TO-
monoroB Ceratopteris richardii ObLI OTHECEH K KJIaje
T3 Wu c coanr. (2019), MOXHO TIpEeAIoJOXUThb, YTO
romoyiorn WOX 13 JaHHOI KJIaabl BO3HUKIIN Y 00-
11IeTO TIpeaKa MarnopoTHUKOBUAHBIX. TOT (hakT, 4To B
TpaHcKkpuntome Equisetum diffusum He ObLI BbISIBICH
HU OJWH U3 TOMOJIOTOB, OTHOCSIIMXCS K Kiane T3,
MOXET OTpaxkaTb HU3KHWI YpOBEHb IKCHPECCUU Te-
HOB, Komupyomux naHHbiii T®, uim BeiAeIeHUE
PHK u3 Bepxylllek MX reHepaTuBHBIX, a HE BereTa-
TMBHBIX TOOETOB, UJIM COOP MaTepualia Mmocjie 3aBep-
IeHus MopdoreHesa.

OBCYXIEHHNE

IIpoBeneHHOE KcclieqoBaHUE TOKA3aJI0, UTO allu-
KajibHast MepucteMa E. sylvaticum w E. fluviatile ot-
HOCHUTCSI K MOHOIIJIEKCHOMY CTPYKTYPHOMY THUIIY, TaK
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”
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tg 1.119.1 agrestis
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T3 clade

sister to T3 clade

T2 clade

sister to T2+T3 clade

T1 clade

bryophytes
(Marchantiophyta, Anthocerophyta, Bryophyta)

clubmosses

(Lycopodiales, Lycopodiophyta)
spikemosses

(Selaginellales, Lycopodiophyta)
quilworts

(Isoetales, Lycopodiophyta)
horsetails

(Equisetidae, Polypodiophyta)
whisk ferns

(Ophioglossidae, Polypodiophyta)
leptosporangiate ferns
(Polypodiidae, Polypodiophyta)
gymnosperms

(Pinopsida, Pinophyta)

angiosperms
(Magnoliophyta)

Puc. 7. Pexoncrpykius ¢unorenun TA WOX MeTonoM MaKCUMaJIbHOTO MPaBIOIOA00HS.

B kauecTBe BHEITHUX IPYIIIT UCITOJIb30BaHbI TOMOJIOTY MOXOBUAHBIX. [ panuiisl kinan T1, T2, T3 u cecTpuHCKUX 11s1 Kiaasl T3
u xian T2+T3 o603HaYeHBI CKOOKaMM CITpaBa.
Fig. 7. Reconstruction of WOX TFs phylogeny by maximum like hood method.
Clades T1, T2, T3 and sister to T3 clade and T2+T3 clades are limited by brackets and labeled on the right. Bryophytes are used

as an outgroup.
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K€ KakK y OOJIbLIMHCTBA MarOpPOTHUKOBUIHBIX U Y
IU1ayHOBUAHBIX U3 mopsaka Selaginellales (Gifford,
Foster, 1989; Imaichi, Hiratsuka, 2007; Romanova
et al., 2010, 2022). BeicoKast MJIOTHOCTH IJIa3MOAECM
B aluMKaJibHO# MepucteMe E. fluviatile cxomHa ¢ Tako-
BOIi B MepUCTEeMaX MOHOIUIEKCHOTO TUIIA JIETITOCTIO-
paHTUATHBIX MAaNOPOTHUKOBUIHBIX, MCUJIOTOBBIX U
mayHoBuaHbIX (Imaichi, Hiratsuka, 2007; Naumen-
ko, Romanova, 2008; Romanova et al., 2022) u mo-
JKET paccMaTpuBaTbCsl B KAUECTBE IOTIOJHUTENbHO-
ro apryMeHTa B MOJIEPXKKY TUITOTE3bI O CBSI3U MEXITY
CIIoco00M (hOPMUPOBAHMUS TJIA3MOJECM U CTPYKTYP-
HBIM TUIIOM amnukajbHoi MepucteMnl (Cooke et al.,
1996; Imaichi, Hiratsuka, 2007). B To Xe BpeMsI BbI-
sBieHHble y E. fluviatile oTHOCUTEIBHO HEBbICOKAS
CTeTNeHb BaKyOJU3allMd WU CTPYKTYpHasl OXHOPO/I-
HOCTb KJIETOK 30HbI MOBEPXHOCTHBIX WHUIIAAJIEH,
HaJu4yue B UX TJIACTUIAX EAMHUYHBIX KpaXMaJTbHBIX
3€peH U eAVMHUYHBIX JUMUIHBIX Kalelb B IUTOTIa3-
Me 0oJiee CXOOHBI CO CTPOEHUEM KJIETOK 3TOI 30HBI
MOHOIJIEKCHOM aNuKaJIbHON MepUCTeMBbl TLIayHO-
BuagHoro Selaginella kraussiana, yem JienToCnopaH-
TMaTHBIX MarnopoTHUKOBUAHBLIX (Romanova et al.,
2022). CunbHasg BaKyoJM3alMsi IIOBEPXHOCTHBIX
WHULIMAJIel TOCEAHUX U HAIMYKUE B HUX OOJIbIIIOTO
KOJIMUYecTBa Kpaxmasa v JIUMUI0B, XapaKTepHbIE IS
MEPUCTEMATUUECKUX KJIETOK B COCTOSSHUM TIOKOSI
(Koteeva, 1997), KOCBEHHO CBUIETEJILCTBYIOT O He-
BBICOKOII MEpUCTEMaTUYECKONM AaKTUBHOCTU OTHUX
KJIeTOK y TocheaHux. [ToCKoNMbKy JUCThSI Y XBOIIIO-
BBIX, TaK Xe KaK y MarnopOTHUKOBUIHBIX U TJIAyHO-
BUIHBIX, 0Opa3yloTCs U3 MOBEPXHOCTHBIX WHMIIMA-
neit (Romanova et al., 2010), cxoncTBO B CTpOEHHUU
KJIETOK 3TOM 30HBL Y E. fluviatilen S. kraussiana v ot-
JIM4rMe OT TaKOBOIO Y JIENTOCIOPAHTUATHBIX MaIo-
POTHUKOBUIHBIX MOTYT ObITh CBSI3aHbI CO CIlelndU-
KO OpraHOT€HHOU PUTMUKHU MPEACTABUTEIEH ITUX
TaKCOHOB. JIefiCTBUTEIbHO, B allTUKAJIbHON MepUCTe-
Me XBOIIOBEIX (puc. 5 P) u mnayHoBuanbix (Harrison
etal., 2005, 2007) 6e3 neprona moKost oopa3yeTcst He-
CKOJIbKO JECSTKOB JIUCTbEB, TOTAA KaK y JIEMTOCHO-
paHTHUATHBIX MalOPOTHUKOBUAHBIX — OT OJHOTO 110
cemu JucTheB B roa (Romanova et al., 2022). Cxon-
Hble OCOOEHHOCTHU B CTPOEHUM KJIETOK alMKaJbHOM
MEPUCTEMBI I OPTAHOTE€HHOM PUTMUKE HapSIIy C He-
0OJIbIIMMY pa3MepaMU JIUCThEB Y TUIAYHOBUIHBIX U
XBOIILIOBBIX MOTYT TaKXKe CBUAETEIbCTBOBAThH O CXOJ-
CTBE B PETYJISIUM OpraHoreHe3a B 3TUX ABYX rpynIiax
pacteHuit. OmHaKo cpaBHEHUE TPAHCKPUTITOMOB MO-
HOIUJIEKCHBIX anuKaJbHbIX MEPUCTEM XBOIIIOBOTO
E. arvense v nnayHoBunHoro S. moellendorfiii noka-
3aJ10, YTO OHU HACTOJIBKO CYIIECTBEHHO pa3inyaloT-
Csl, UTO KaXIblil U3 HUX 00Jiee CXOIEeH ¢ TPAaHCKPUII-
TOMOM MepucTteMbl Arabidopsis thaliana, T.e. Tipen-
CTaBUTEJISI APYToOro oTaena Beiciiux pacteHuii (Frank
et al., 2015). Takum 06pa3oM, MOJIEKYJISIPHO-T€HE T~
YyecKue JaHHble HE TOIAEPXKUBAIOT TOYKY 3PEHUS O
CXOIHOM peryjsiiiMyi opraHoreHe3a B MOHOIJIEKCHBIX
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AlTMKAJIbHBIX MEPUCTEMAX no0eroB IIAYHOBUIHBIX U
XBOIIIOBBIX.

C Ipyroit CTOpOHBI, pa3iMuus B CTPOCHUM KJIETOK
anMKaJIbHOM MEPUCTEMBI, OPTaHOT€HHOI PUTMUKE U
MOP(OJIOTUH JIMCThEB XBOILIOBBIX U JICIITOCIIOPAHTAAT -
HBIX MalOPOTHUKOB MOXHO ObLIO Obl paccMaTpMBaTh
KaK apryMEHT B MOJIb3y TOYKH 3PEHUS O HE3aBUCHMOM
BO3HUKHOBEHMH UX JIMCThEB — TaK HA3bIBAEMBIX “JIM-
CThEB XBollIEi” 1 “IMCTheB MarnopoTHUKOB” (Tomescu,
2009). OnHaKo OTCYTCTBME JAHHBIX O TPAHCKPUIITOMAX
anyKaJbHBIX MEPUCTEM JIENTOCIIOPAHTATHBIX Maro-
POTHMKOB U TICUJIOTOBBIX HE TTIO3BOJISIET OLICHUTD T10-
TEHIMAJILHOE CXOICTBO WX Pa3INuKe UX PEryJISIIINNU
110 CPAaBHEHMIO C TAKOBOI y XBOIIIOBHIX.

ITpoBeneHHOE Mccae0BaHME TOKA3AJI0, YTO UHU -
UalMs JTUCThEB XBOIIIOBBIX CXOIHA C TAKOBOM Yy Ipy-
TUX PACTEHUI C MOHOIUIEKCHOM arMKaJbHOU MepHU-
cremoil. McKIIIOUMTENbHYIO POJib B OpTraHOTeHE3e
XBOILIOBBIX, KaK 1 Yy TICUJIOTOBBIX, U Y JIETITOCIIOPpAH-
TUAaTHBIX MTATOPOTHUKOBUIHBIX, U Y TIAYHOBUIHBIX,
UTPAIOT MOBEPXHOCTHBIE WHUIIUAIU: B Pe3yJbTaTe
0COOBIX (hOPMATUBHBIX JEJIEHUIN HEKOTOPBIX KJIETOK
9TOi1 30HbI 0OpPa3ylOTCs alMKaJIbHble MHULIMAIU OY-
nymux auctbeB (Romanova et al., 2010). Takum 06-
paszoM, criocod o0pa3oBaHUsl JIMCThEB CKOPPEIUPO-
BaH CO CTPYKTYPHBIM TUIIOM alMKaJIbHOI Mepucrte-
Mbl, HO HE€ TakcoHocmelnudUuYeH U He OTpaxaer
pasnyuii B UX JaJbHEMIIeM pa3BUTUU, MOPGOJIO-
TMu, aHATOMUW U OpraHOreHHOU puTMuKe. B TO Xe
BpEMSI CTOUT OTMETUTb, YTO pa3Mep amnuKaJabHbIX
WHULIMAJIe}l TUCThEB XBOIIIOBBIX CXOAEH C TAKOBBIMU
Y anMKaJlbHbIX WHHULMWaNEW aucTtheB Selaginella
kraussiana (Harrison et al., 2007) u cylleCTBEHHO
MEHbIIIE, YeM Y JICNTOCHOPAHTUATHBIX MallOpPOTHU-
koB (Wardlaw, 1949; Gifford, Foster, 1989; White,
Turner, 1995; Romanova, Borisovskaya, 2004; Roma-
nova et al., 2010; Vasco et al., 2013) 1 ICUTOTOBBIX
(Naumenko, Romanova, 2008). HavyanbpHbie 3Tambl
pa3BUTUS JIMCTHEB XBOILIOBBIX 32 CYET NEPUKINHAIb-
HBIX JICJICHUI OKPYXXaOIIMNX aliKalbHYI0 UHULIUATb
MOBEPXHOCTHBIX MHUIIMAIEH U TOACTUIAIOIINX €€
MOJANOBEPXHOCTHBIX UHUIIMAIEH CXOIHBI C TAKOBbI-
MU y TutayHoBUaHoro S. kraussiana (Harrison et al.,
2007), HO He y JIENMTOCHOPAHTUATHBIX MAlOPOTHU-
KOB. Pa3BuTHE TUCTHEB MOCIEIHUX HAYMHAETCS UC-
KJIIIOUMTEBbHO B PE3yJIbTaTe JCJCHUMN aluKaJlbHOM
WHUIMQIN JIMCTa 0e3 y4yacTusi MOBEPXHOCTHBIX U
MOAIIOBEpXHOCTHhIX wuHunManeir (Wardlaw, 1949;
Vasco et al., 2013).

HanbHeiilee pa3Butue JUcTbeB E. sylvaticum n
E. fluviatile oTmn4aeTcs OT TAKOBOTO KaK y IUIayHO-
BUJHBIX, TAK U Y OCTAJIbHBIX MalIOPOTHUKOBUIHBIX.
OcHoOBHasi 0COOEHHOCTb OpraHoreHe3a 0o001x BUI0B
XBOIIEN COCTOUT B 3JI0KEHUU MYTOBKH JIMCTHEB KaK
€IMHOUN CTPYKTYpPbl U3 IOBEPXHOCTHBIX MHULIMAJIEN
“rpoiiku” mepoduToB. BreisisnenHoe y E. sylvaticum
u FE. fluviatile oOpa3zoBaHue MyTOBKHU 13 TPEX IOCJIE-
JIOBaTeJIbHBIX MEepPO(GUTOB ANMUKAIBLHONW WHULIMAIU
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CXOIOHO C paHee ONMUCAHHBLIM OpraHoreHesoMm FE. ar-
vense (Golub, Wetmore, 1948 a, b). Takoii crioco6 3a-
JIOXKEHUSI CBUAETEIBCTBYET O TOM, YTO UMEHHO MY-
TOBKa SIBJISIETCSI 3JIEMEHTAPHBIM MeTaMepOoM, WU
duToMepoM rmobera He TOJIbKO McKomaeMbIx (Tomes-
cu et al., 2017), HO M HBIHEXUBYIIUX XBOIIOBBIX.
CpaBHeHVEe (DYHKILIMOHAIBbHBIX OCOOCHHOCTEN pas-
JIMYHBIX JINCTOBBIX MepucTeM E. sylvaticum v E. fluvi-
atile ¢ TakOBBIMM Yy TUIAYHOBUIHBIX, TICUJIOTOBBIX,
JIETITOCTIOPAHTUATHBIX TTaIIOPOTHUKOBUAHBIX U Ce-
MEHHBIX pacTeHUl (Tabia. 1) mokasano, 4To Kaxaasi
13 3TUX MEPUCTEM MMeeT (PYHKIMOHAIbHOE CXOI-
CTBO C TaKOBOil Yy IIpeacTaBUTEJICH OPYroil IpyIimbl
pacTeHuit, HO Habop 3TUX OCOOCHHOCTEI YHUKAJICH
IIJIsI XBOIIOBBIX. Tak, HEMPOAOKUTEIbHOE (DYHKIIM -
OHMPOBAaHME allMKAIILHOW MepUCTEMEI qucTta F. syl-
vaticum n E. fluviatile cxomHO ¢ TaKOBBIM y Psilotum
nudum (Naumenko, Romanova, 2008) u psiga xBoii-
Hbix (Skupchenko, 2019; Skupchenko, Ladanova,
1984), HO oT/IMUaeTcsl OT WIUTEIBHOTO (DYHKIIMOHU -
pOBaHMSI alIMKAJIbHON WHULINAIU B JIMCThSIX JIETITO-
crioparvaTHbIx ImanopotHukoB (Mueller, 1983; Gif-
ford, Foster, 1989; White, Turner, 1995; Romanova,
Borisovskaya, 2004; Vasco et al., 2013). HacTosiee
HUccliefoBaHue TToKa3ao, 4YTo MpekpalieHue Mmopgo-
reHes3a nucta E. sylvaticum v E. fluviatile oGycnoBie-
HO CUJIbHOM BaKyOJIM3allMEe ero anvkaabHOW MHU-
LIMAJIM U ee TIPOU3BOIHBIX; CXOMHBIM 00pa3oM Mpo-
UCXOOUT OCTAaHOBKA B pa3BUTUU Jucta Psilotum
nudum (Naumenko, Romanova, 2008). CnencrBusi-
MU BaKyoJIM3allUM anuKaJbHOW MHULIMAIU JINCTA U
€€ MPOM3BOIHBIX Y XBOILIOBBIX U MCUJIOTOBBIX SIBJISI-
IOTCSI OTCYTCTBME B JIMCTe IPOBOASIINX TKaHeil, a
TaKXXe OTCYTCTBUE MAapTUHAILHOI MepUCTEMBI. XOTSI
anuKaJbHas MepucTeMa B JIUCThIX Selaginella krais-
siana Takke (PYHKIIMOHUPYET HEIOJTO, alTMKallbHasT
WHULIMAJ JINCTA Y HUX BAaKyoJIM3UpPOBaHa He GOb-
IlIe, YeM alMKallbHasi MHULKAIb B MepucTemMe nooe-
ra, a B JIUCThSIX UMEIOTCSI [IPOBOISIIIME TKAHU U Map-
ruHanbHas MepucteMa (Harrison et al., 2007; Roma-
nova et al., 2023). IlocinemHsisT ydacTByeT Takke B
pa3BUTUH JIUCThEB JIENTOCIIOPAHTUATHEIX ITAIIOPOT-
HuKoBUAHBIX (Romanova, Jernstedt, 2005; Vasco
etal., 2013) u xBoitHbIx (Napp-Zinn,1966; Owens,
1968; Skupchenko, Ladanova, 1984; Skupchenko,
2019) (ta6a. 1). B ocHoBaHuu nuctweB E. sylvaticum v
E. fluviatile imeeTcsd WHTEpKaJsipHasi MepucTeMa,
oOycnaBiauBamllas pocT JIMCTbEB B MPOKCUMOIM-
CTaJbHOM HampaBjeHUM (B IJMHY), YTO OTIUYACT
JIVCTBSI XBOILOBBIX OT JUCThEeB Psilotum nudum, HO
cOMMXKaeT ¢ TaKOBBIMU TUIAYHOBUIHBIX, JIETITOCHO-
paHTUATHBIX MAITOPOTHUKOBUAHBIX U XBOMHBIX. CIle-
M (GUKA MHTEPKAISIPHOM MEPUCTEMbI XBOIIOBBIX IO
CpaBHEHUIO C MEPEeUYMCICHHBIMU TpyHIIaMH pacTe-
HUIT B TOM, 4TO JeJIEHUsI KJIETOK JIOKAJIU30BaHBI ITpe-
UMYIIECTBEHHO B ee 0a3ajJbHOM Y4acTH, a TakKXKe B
KJTIOUEBOIM POJIM 3TOM MEpPHUCTEMBI B MOpdOTeHes3e
MYTOBKHU JHCTheB. [1o 3TMM mpu3HaKaM WHTEpKa-
JIIpHAs MEPUCTEMA XBOILOBBIX HAITOMUHAET UHTEP-

POMAHOBA u np.

KaJIIPHYIO MepUCTEMY 3J1aKOB, KOTOpasi JIOKAJIM30Ba-
Ha B JINCTOBOM 3a4aTKe KaK HaJ SI36IYKOM, TaK 1 IO
HUM, ¥ UTPaeT OCHOBHYIO POJIb B POCTE JINCTA B TIPOK-
cumoauctaabHoM HampasieHuu (Esau, 1969). Ort-
cyTcTBUE B TUCTbsIX E. sylvaticum v E. fluviatile nna-
CTUHYATON MEPHMCTEMBI CJIEITyeT U3 TOTO, YTO IMCIIO
KJIEeTOK B aj/abakcualibHONl M MeauonaTepaibHO
TUTOCKOCTSIX TUCTOBBIX 3aYaTKOB OIIPEIEIISICTCS YKe B
YETBEPTOU—IISITOM MO yAAJIEHHOCTU OT allMKaJlbHOM
MepHCTeMbl MyTOBKE U OOJIbIlle HE YBEJIUYUBACTCS.
OTCyTCTBYE TIACTMHYATOM MEPUCTEMBI XapaKTepHO
Takke M toiayHoBuAaHBIX (Harrison et al., 2007; Ro-
manova et al., 2023), ncunotoBbix (Naumenko, Ro-
manova, 2008) n xBoiiHbix (Skupchenko, Ladanova,
1984; Skupchenko, 2019), HO He mIs JETITOCIIOPAH-
TMaTHBIX MarmopoTHUKOBUAHBIX (Vasco et al., 2013)
(ta6m. 1). OgHako IIpu psiae pa3audnii B MopdoreHe-
3€ JIMCTa XBOIIOBBIX U JIENTOCHOPAHTMATHBIX Mamno-
POTHUKOBUIHBIX Y HUX €CTb U 00I11asi 0COOEHHOCTD,
oTIMJalomasi X oT CeMEHHBIX pacTeHUIi: abaKcu-
aJlbHasI CTOPOHA WX JIMCTOBOTO 3ayaTka 6oyiee Mepr-
cTeMaTu4yHa, YeM ajJakcuaabHasl.

IToucK roMoJIOrOB peryiasaToOpoOB anMuKaabHOIM,
MapruHajabHOM, IJIACTUHYATOM MEPUCTEM JIMCTa, a
TaK:Ke peryasiTopoB nudGepeHINPOBKI aTaKCUallb-
HOTO0 1 a0aKCHaJIbHOTO TOMEHOB JIMCTA y TNIAYHOBU/I-
HBbIX, MAlIOPOTHUKOBUAHBIX (BKJIIOYasi XBOIIOBbIE U
IICUJIOTOBEIC) U CEMEHHBIX paCTeHUI1 ObLI IIpeaIIpyr-
HST B JTaHHOM HCCJIETOBAaHUM JISI OLIEHKU 3BOJIIOLIY-
OHHBIX TOMOJIOTUII JMCTbEB XBOIIOBBIX B paMKax
poBepKu Tpex padoumx rumnote3. (1) Ecau auctes
XBOILIOBBIX OTJIMYAIOTCS 110 HAOOPY PEryasiTOPOB KakK
OT JIMCThEB TJIAYHOBUIHBIX, TaK U OT JIUCTHEB JICTITO-
CIIOpAHTUATHBIX ITAIIOPOTHUKOBUIHBIX U IICHJIOTO-
BBIX, TO OHU MOT'YT HPEACTABIISITh COOOI IIpruMep He-
3aBMCHUMOI'0 BOSHUKHOBEHMUSI B 3BOJIIOLIUM — TaK Ha-
3piBaemble  “nuctbg  xBoulei” (Tomescu, 2009).
(2) Ecniu 1UCThsI XBOIIOBBIX U OCTAJbHBIX AIIOPOT-
HUKOBUIHBIX CXOIHBI MEXTY COO0I MO HAOOpy pery-
JIITOPOB M OTJIMYAIOTCS I10 3TUM IPU3HAKAM OT JIM-
CTbEB TUIAYHOBUIHBIX, TO JIMCThSI BCEX MANIOPOTHUKO-
BUIHBIX MMEIOT 00lllee MPOUCXOXIACHUE, a JIMCThS
COBPEMEHHBIX XBOILIOBBIX IIPEICTABISIOT COOOM pe-
3y/IbTaT PEeAyKIIMM 00Jiee Pa3BUTHIX JIMCTHEB UX TIPEI-
KOB — KJIMHOIMCTOBBIX (Sphenophyllopsida) (Gifford,
Foster, 1989). (3) Ecnu Mmopdoaornyeck CXonHble Jiv-
CThSI TIPEACTABUTENCH OTHAJICHHBIX B (bMJIOTEHETHYE-
CKOM OTHOIIIEHUM TaKCOHOB — IUIAyHOBUIHBIX, IBYX
TPYIII NaIIOPOTHUKOBUAHBIX (XBOILOBBIX U IICHUJIOTO-
BBIX), a TAKKE€ XBOMHBIX PACTEHUI — 00JIadaloT CXOJI-
HBbIM HAbOPOM PETYJISITOPOB, TO PETYISITOPHBIE U3Me-
HEHMsI, TIPUBOISIINE K paHHE oCTaHOBKe Mopdore-
He3a JIMCThEB, MOIIM BO3HUKHYTb HE3aBUCHMO B
pa3HbBIX 3BOJIOLIMOHHBIX JUHUSIX. B pamkax mocien-
Hel TUNoTe3bl CXOOHBIM HAaOOp PEeryJsiTOpOB Y IIpe/-
CTaBUTEJEH OTHAJIEHHBIX TAKCOHOB HE MOXKET pac-
CMaTpUBaTbCSl B KayecTBe TOATBEPXKICHUSI HE3aBU-
CMMOIO TIPOMCXOXIEHUSI UX JIMCTheB  (Tak
Ha3bIBAEMBIX “JIMCTHEB XBOWIOBBIX”, “JMCTHEB TICH-

BOTAHUYECKWM XYPHAJT  tom 108

Ne 9 2023



CTPYKTYPHBIE U PETYJIIATOPHBIE ACTIEKTBI MOP®OTEHE3A

JIOTOBBIX”, “JIHCTHEB TOJOCEMEHHBIX’), TaK KaK B
KaXJI0¥ M3 IpynI eCTh pacTeHUS C HepeayLpOBaH-
HBIMU JIMCThSIMU.

HMHuTepecHO, 4TO TOMOJIOTY T€HOB, KOTUPYIOIINX Y
LIBETKOBBIX PACTEHMM pEryasaTOpbl MapTUHAJIbHOM
(WOX3) u ruitactunuaroit (WOX1) Mepuctem, a Tak-
Xe pasButue agakcuaiabHoro (ARP m C3HDZ) n
abakcuansHoro (YABBY u KANADI) nomeHOB 1-
cTa ObUTM OOHApyXXeHbI B TeHOMaX IMpeacTaBuTelieit
BCEX OTHEJIOB MOXOBMIHBIX: Anthocerophyta, Mar-
chantiophyta, Bryophyta (Sakakibara et al., 2014; Yip
et al., 2016, Romani et al., 2018; Li et al., 2020; Bri-
ginshaw et al., 2022; Hirakawa, 2022; Romanova
et al., 2023) (ta6s. 1). YcTaHoBI€Ha pOJb TOMOJIOIOB
WOX B paszButuu cnopoduta Physcomitrium patens
(Sakakibara et al., 2014); romonoroB C3HDZ B pa3Bu-
iU GUIIuaMeB Ha rameTogopax P. patens (Yip et al.,
2016), u romonoroB KANADI B pa3BuTnuu ramMmeTodo-
poB Marchantia polymorpha (Briginshaw et al., 2022).
OTU gaHHBIE ITOATBEPXKIAIOT TOUYKY 3PEHUS O TOM,
YyTO OOJIbIIAST YaCTh PEryJISITOPOB KIIHOYEBBIX IPO-
rpaMM pa3BUTHUS PACTEHUU CIIOPO(MUTHON JMHUU
9BOJIIOIIMHU YK€ CYIIECTBOBA/IA Y MOXOBUIHBIX — ITH-
OHEPOB B OCBOEHUMU CYIIIU 1, BEPOSITHO, MPUCYTCTBO-
Bajla y OOINEro mpeaka BCeX BBICHINX pacTeHUM
(Bowman et al., 2019; Szovenyi et al., 2019). Hanuuue
MOJIHOTO Habopa peryasaTopoB agakcuaabHoro (ARP
u C3HDZ) u abakcuansHoro (YABBY u KANADI)
JIOMEHOB JIMCTAa B pa3HBIX HNOpsSAKaX IIayHOBUI-
HBIX — IOPEBHEHIINX U3 HBIHE KUBYIIUX pacTCHUA
CTIIOpO(PUTHOM TMHUY 3BOJIIOLNU — U Y MOXOBUIHBIX
(Tabi. 1) yka3pIBaeT Ha BEPOSITHOE IIPUCYTCTBUE BCE-
ro Habopa u y obOuiero mnpeaka Bcex Tracheophyta
(cocymucteix pacteHuit) (Romanova et al., 2023).
OnHako He uMerllas an/abakCHajJbHOI IIPUYpO-
yeHHOCTU 3Kcnpeccuss ARP (Harrison et al., 2005),
C3HDZ (Floyd, Bowman, 2006; Vasco et al., 2016),
YABBY (Evkaikina et al., 2017) u KANADI (Zuma-
jo-Cardona et al., 2019) B JIMCTbsIX IUIAYHOBUIHBIX,
oTcyTcTBHE IuddepeHInanny nx Me3opuiia Ha na-
JIVICAIHBIN ¥ TYOUaThIN U paguaiIbHO-CUMMETPUIHOE
(aMm(puKpuOpaIbHOE) CTPOCHUE XUJIOK WX JUCTHEB
(Gifford, Foster, 1989; Tabi. 1) cBUAETENBCTBYIOT O
BEPOSITHOM (PYHKIIMOHAJIBHOM OTJIMYUU TaHHBIX TM
B peryJsiliuy pa3BUTUS alaKCUAJIbHOTO U abaKcHuaslb-
HOTO JOMEHOB JIMUCThEB IUIAYHOBUIHBIX IIO0 CpaBHE-
HUIO C JIUCThSIMU 1IBETKOBBIX. ¥ XBOMHBIX PACTEHMIA,
TaK Xe KakK y TJayHOBUIHBIX U 1LIBETKOBBIX, UMEETCS
MOJIHBIM HabOp peryisTopoB agakcuanbHoro (ARP,
C3HDZ) u abakcuansHoro (YABBY u KANADI)
JToMeHOB JjucTa. OmHAKO 3KCIpeccusi roMoJora
YABBY B KJIeTKax KaK aJaKCUaIbHOTO, TaK 1 abaKCH -
aJIbHOTO JOMEHOB JIMCTOBBIX 3a4aTKOB Pseudotsuga
menziesii (Finet et al., 2016), a romonoroB YABBY u
APR — B ueHTpanbHOI yacTtu ntucta Picea smithiana n
Abies holophylla (Du et al., 2020; Ta0. 1) yka3biBaioT
Ha TO, YTO Y XBOMHBIX 1aHHbIe TM BO3MOXHO ellie He
MIpUOOpeNIn poJib PErylasaTOpoB ab/amakcHajbHOM
muddepenumnanun Me3oduiita aucra. Ha ocHoBa-
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HUN 3Kcnpeccuu romosioroB C3HDZ B amakcualb-
HOM JloMeHe nucta Pseudotsuga menziesii (Floyd et al.,
2006) MOXHO MPeanojaokuTb, TM u3 3Toro cemeii-
CTBa paHbIIIE IPYTUX NpUoOpean (PyHKIIUIO Peryisi-
LIMM Pa3BUTUS aJaKCUAJIbLHOTO JoMeHa aucta. OnHa-
KO OTCyTCTBHUE nuddepeHInauy Me3oduiuia y 3To-
ro XBOWHOTO Ha CTOJOYATBIi W  TyOYaThIi
CBUETEBCTBYET O CIELM(UKE 3TOM PEryJsLUu 110
CpaBHEHUIO C [IBETKOBBIMU.

Hanuuue y Bcex marnmopoTHUKOBUIHBIX, BKJIIOYast
XBOIIIOBbI€ U MCUJIOTOBbIE, EAMHCTBEHHOIO PEryJsi-
Topa amakcuajibHoro (C3HDZ) u enrHCTBEHHOIO
peryiagropa abakcuanbHoro (KANADI) momeHOB
jmcTa (Taba. 1) ykaseiBaeT Ha: (1) BEpOSTHYIO yTEpIO
nByx npyrux peryiasatopoB (ARP u YABBY) B otnene
Polypodiophyta; (2) cxomcTBO MOJIEKYJISIpHO-TE€HEe-
TUYECKOU PErysslMu JMCTbEB BCEX MAaOPOTHUKO-
BUIHBIX, HECMOTpPSI Ha 3HAUYUTEJIbHbIC Pa3INYUs B
MOp@OJI0TrUM, aHATOMUM U cItenpuKe PyHKITNOHN -
POBAHUSIX JINCTOBBIX MepucTeM; (3) pas3anmdus MoJjie-
KYJIIPHO-TCHETUYECKOM PEeryIsaluuyd pa3BUTUS JIU-
CThEB XBOIIIOBBIX [0 CPABHEHMIO C TAKOBOI y Tiay-
HOBMIHBIX U XBOMHBIX, HECMOTPS Ha HEKOTOpPOE
CXOZCTBO CTPYKTYPHBIX aCIIeKTOB MopdoreHesa.

K coxanenuto, oueHutb pojib T® C3HDZ wu
KANADI B pa3zButun amakCuaJibHOIO M abaKcHUalb-
HOT'O JOMEHOB JIMCTa ITalIOPOTHUKOBUIHBIX HA OCHO-
BaHMU (pparMeHTapHbIX CBEACHU 00 UX 3KCIIPECCUU
3aTpynHUTeaAbHO. C OMHOI CTOPOHBI, IPUYPOYCH-
HOCTB 3Kcrpeccun romojioroB C3HDZ x amakcnaimb-
HOMY JOMEHY JIMCTA Yy JENTOCIIOPAHTUATHBIX Maro-
POTHUKOB ¢ Me30(pmuioM, muddepeHINPOBaHHEIM
Ha ITaJIucagHbIi M TYOUaThIi, M1 MX paBHOMEPHAsI DKC-
Mpeccus BO BCeX KJIETKaxX pa3BUBAIOIINXCS IUCThEB Y
xBomia E. diffusum c me3zodpnioM, He MMEIOIIUM
an/abakcuanbHoit nuddepenmuanuu (Vasco et al.,
2016; Tabu. 1), moaTBep:KaaeT pojab JaHHBIX (HaKTO-
pOB B an/abaKkcraabHON MOJISIpU3aluy JUCTheB. B TO
Ke BpeMsI IPUYPOUYEHHOCTh IKCIIPECCHUM TOMOJIOTOB
KANADI k abakcuajibHOMY JOMEHY JIMCThEB XBOIIla
E. hyemale (Zumajo-Cardona et al., 2019) (npu ot-
CYTCTBUU TAHHBIX IJIST OCTAIBHBIX ITAIIOPOTHUKOBU/I-
HbIX) HE MOAAEPKUBAET UX (PYHKIIMOHAIBHOE CXOM-
CTBO C TOMOJOTaMUA Yy UBETKOBBIX paCTCHUIA.
Tor bakT, 9YTO MUCTHI IMATOPOTHUKOB, ME30(DMIIIT
KOTOPBIX IU(depeHIMPOBaH Ha MaJIMCaIHbII U I'y0-
4yaThlii, 00JIafaloT OUKOJUIaTepaIbHBIMU XIWJIKAMHU, a
JIUCThSI XBOIIIOBBIX, 0Opa30BaHHbIE TOJBHKO IryoUaThIM
Me30pUIIIIOM, — KoJulaTepabHbIMU Xuiakamu (Gif-
ford, Foster, 1989) (Tabus. 1), yka3piBaeT Ha TO, YTO
9THU ABa aclieKTa IIpOorpaMMbl Pa3BUTHUS JIMCTA Y Ma-
MOPOTHUKOBUAHBIX MOTYT PETYJIUPOBATLCS HE3aBU-
CHUMO JIPYT OT JIpyra.

dunoreHeTnueckuit aHanus romojioros T WOX
(Tabu. 2, 3; puc. 7) mokasain, uro T3 kjama, K KOTOpOii
OTHOCSAITCSI perysaTopbl MapruHajibHoit (WOX3) u
mwiactuHYaToit (WOX1) MepucTeM JIMCTa LIBETKOBBIX
pacrenuii (Wu et al., 2019), Boznukia y Polypodiidae,
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B TO BpeMs Kak romoJjiord T® WOX 1u1ayHOBUIHBIX
OTHOCSITCS K KJIaAe, SBJISIOLIECHCS IMPEeIKOBOM Kak
st knanbl T2, Tak u mist T3. [IpucyrcTBue y XBOIIO-
BBIX romoJioroB WOX 13 T3 kimambl yKa3bIBaeT Ha 110~
TEHLMAJIbHYIO BO3BMOXHOCTh BO3BHUKHOBEHMS Yy HUX,
KaK U Yy OpYyTuX MaopOTHUKOBUIHBIX, MaprUHaIb-
HOM MEPHUCTEMBI, OMHAKO €€ OTCYTCTBHE O0YyCIIOBJIE-
HO OBICTPBIM CTapeHHEM KJIETOK JMCTOBOIO 3a4aTKa.
Takum oOpa3om, MapruHajibHasE MEpUCTeMa, pery-
JMpyeMasd npeactaButeasaMu kKiaaapl 13 T WOX,
BEPOSITHO, MOSIBUJIACHh HE Y XBOMHBIX, KaK CYUTAJIOCH
paHee (Nardmann, Werr, 2013), a y JienTocnopaHru-
aTHBIX ITAIIOPOTHUKOBUIHBIX.

IMTonyyeHHBIE B paMKaX HACTOSIIIIETO MCCIIeI0BAa-
HUSI 6MOuH(OpMaTUUECKHE JaHHbIE CBUIETEIbCTBY-
IOT B IOJIb3Y TOMOJIOTMH JIUCTHEB BCEX MATIOPOTHUKO-
BUIHBIX. B TO XXe BpeMs HEKOTOpbie NaHHBIE MOTYT
paccMaTpuBaTbCsl M KaK apryMeHThl B T10JIb3y BO3-
MOXHOCTU MPOUCXOXIEHUS JUCTheB XBOIIOBHIX B
pes3yibTaTe CTepHIM3allii CIIOPpaHTuoOpPOB, HeCy-
mux criopanruu (Tomescu et al., 2017). M3HavyanbHO
3Ta TUIIOTE3a OOBSICHSIIA SBOTIOIMOHHOE ITPOUCXOXK-
JIIEHNE JTUCThEB TUIAYHOBUIHBIX 1 ObLJIa OCHOBaHA Ha
0OCOOEHHOCTSIX MOP(OJOTMU MCKOMAaeMBbIX ILJIAyHO-
BUIHBIX, Haripumep, Adoketophyton (Kenrick, Crane,
1997). I1ozxe oHa ObLIa IIOATBEPXKACHA MOJIEKYJISIP-
HO-T€HETUYSCKUMM NAaHHBIMU, T€HBI, PEryJIMpylo-
II1e pa3BUTHE JUCTbEB, SKCOPECCUPYIOTCS Y ILIay-
HOBUIHBIX KaK B JIUCTbAX, TAaK U B CIIOPAHTUSIX:
C3HDZ y Selaginella kraussiana (Vasco et al., 2016),
YABBY'y Huperzia selago (Evkaikina et al., 2017). Dkc-
npeccust C3HDZ B ctiopaurusix Psilotum nudum mo3Bo-
JIWJIa TPEAIONOXKUTh, UTO CTEPUIM3ALYs CIIOPAHTHCB
MOXKET TIPEICTABIISATL COOOI TIpOrpaMMy, B pe3ybTare
MoI(UKALIIA KOTOPOM MOIJIM BOBHUKHYTh U JINCThSI
MaropOTHUKOBUIHBIX, KOTOPbIE TAKMM 00Opa3oM Xa-
paKTepu3yloTCsd “INIyOOKOI roMoJyiorueii”, To ecTh
KOHCEPBAaTUBHBIMU PETYISITOPHBIMU MEXaHU3MAaMMU C
miayHoBuaHbIMU (Vasco et al., 2016). XoTs1 cBeaeHUS
O MOIJIEKYJISIPHBIX MapKepax CIIOpaHTUEB WM CIO-
PaHTHO(MOPOB XBOIIOBBIX ITOKA OTCYTCTBYIOT, U3BECT-
HO, 4TO UX CITOPaAHTMO(OPHI CO CIIOPAHTUSIMU, TaK Ke
KaK VI JIMCThsI, 3aKJ1aIbIBAIOTCS B AlTUKAJILHOM MEPUCTE-
Me mobera MyTOBKaMi1; HaYaJIbHbBIE 3TAIThl MOPp(OTEeHE -
3a JINCThEB U CMIOPAHTUO(MOPOB CXOMHBI MEXIY COOOI
(Gifford, Foster, 1989; Tomescu et al., 2017). ¥V HbIHe-
JKMBYIIIMX XBOIIOBBIX CMEHA MpOoTrpaMMbl 0Opa3oBa-
HUS JTUCTbEB Ha MporpaMmy oOpa3oBaHUsI CIIOpPaH-
rnoGopoB IMIPOUCXOIUT OJHOKPATHO, B pe3yJibTaTe
Yero HaJ3eMHBIe ITO0EeT HECYT Ha BEpXYIIIKE CTPOOM -
Jibl. OgHaKO B alMKaJIbHON MEPUCTEME MCKOTIaeMBbIX
xBollOBbIX Cruciaetheca genoensis n Peltotheca furcata
IMoouepeHO 00pPa3yoTcss TO MYTOBKM JINCThEB, TO
MyTOoBKU crniopaHruodopoB (Tomescu et al., 2017).
Ha ocHoBaHMM 3THX (haKTOB TMITOTETUYECKU BO3MOX-
HO, YTO JIUCThSI XBOLLIOBBIX JICMCTBUTEIHLHO MOTJI BO3-
HUKHYTb B pe3y/ibTaTe MOAN(UKALIMY TPOrpaMMBbl pas-
BUTHsI criopaHruogopoB. TakuMm o006pa3oM, MOXKHO
MPEAIONIOKUTh, YTO Pa3IMYHbIe MOIU(PUKALINKU TTPO-

POMAHOBA u np.

rpaMMBbl 06pa30BaHUSI CIOPAHTUEB U CITOPAHTHO(O-
POB CO CIOPAHTUSIMU MOTJIM HE3aBUCUMO MTPUBECTU K
00pa3oBaHMIO JINCTLEB Y IUIAYHOBUIHBIX U XBOIIIOBHIX,
COOTBETCTBEHHO. BO3MOXHO, 4TO He3aBUCHUMAsT MOIU-
¢UKaIus CXOMHBIX MPOrpaMM OpraHOreHe3a Y IJIayHO-
BUIHBIX M XBOILOBBLIX HAIJIa OTPAKEHUE B CXOMHBIX
0COOEHHOCTSIX B CTPOCHUM KJIETOK alTMKAJIbHBIX MEPH-
CTEM MX TTOOETOB, OPraHOTEHHOI PUTMUKE, MOPGhOJIO-
TMU U CTPOSHUM Me30(d1iLIa UX JINCTHEB.

3AKIIOYEHHUE

O0600111eHre NMOJYYEeHHBIX CTPYKTYPHBIX U OMO-
MH(OpPMATUYECKUX MaHHBLIX IOKa3bIBaeT, 4TO IIpU
pa3IuuMsIX B CTPOCHUM AaIllMKaJIbHOM MEPUCTEMBI,
MopdoreHe3e, MopdoJOrud U aHATOMUM JIMCTHEB
XBOIIOBBIX M “TUIIMYHBIX” TIAITIOPOTHUKOBUIHBIX
(Polypodiidae) Habop peryasaTopoB pa3BUTHS UX JIM-
CTbEB CXOJIeH. DTO MOXET CBUJIETEIBCTBOBATh O BE-
POSITHOI TOMOJIOTUH JIMCTHEB BCEX IPEACTaBUTEICH
otnena Polypodiophyta. CTpykTypHas mpuunHa paH-
Heil OCTAaHOBKM pPa3BUTHUS JIMCTHEB XBOIIOBBIX —
OBICTpasi BaKyoJIu3alys alluKaJlbHONH MHULIAIN U e
MIPOU3BOMHBIX, IIPUBOISIIAS K IPEeKpaIIeHUIO (pyHK-
LIMOHUPOBAHMS alMKaJbHON MepUCTEMBI JIMCTA U
OTCYTCTBUMIO MAapTMHAJILHOM M IJIACTUHYATON MepH-
creM. C Opyroii CTOpoHbI, 00pa3oBaHUE B allKaJlb-
HOIl MepucTeMe TUIayHOBUIHBIX M XBOILLOBBIX U JIM-
CTbEB, U CHOPAHTUEB, CXOICTBO B CTPOSHUHU KJIETOK
anMKaJIbHBIX MEPUCTEM MX ITOOETOB, CXOIHBIE Opra-
HOTeHHasl pUTMHUKa, MOP(OJIOTUS M aHATOMUS MX
JINCTHEB IIPU pa3IndnK B HaOOpe PEeryasiTopoB pas3-
BUTHS MOTYT CBUIETEILCTBOBATH O TOM, UTO JIUCThS B
STUX IPyIIIax MOIJIM BO3HUKHYTh B pe3y/IbTaTe He3aBU-
CHMMO TIpOMBOIICHIICHI CTEPMIU3alui CIIOPAHTHEB.
B pamkax 3Toro crieHapus JIMCThsI XBOIIIOBBIX HETOMO-
JIOTUYHBI JIMCThSIM “TUMUYHBIX” TAITOPOTHUKOBU/I-
HbIX. TakM 06pa3om, moKa BOIpoc 00 OTHOKPATHOCTU
VI MHOTOKPAaTHOCTM BO3HMKHOBEHMS JIMCTHEB B
pa3HBIX IPyINax MaropoOTHUKOBUIHBIX OCTAETCS OT-
KPBITHIM.

BJIIATOOJAPHOCTHA

ABTOpBI Oy1aroiapHbI OBIBIIEH CTyIeHTKE Kadeaphl 00-
tanuku CIT6TY Codre BukTopoBHe Besuie 3a usroronine-
HUE YIbTPATOHKUX U YaCTH TIOJIyTOHKUX CPE30B, Bemylle-
My Hay4yHOMY COTPYIOHUKY, 3aBeIylollleil JiabopaTopuu
aHatoMuu u Mopdosiornu pacrenuiit bBUH PAH Hypue
KatomoBHe KoTeeBoii 3a momolilb U 1IeHHbIE COBEThI TIPU
OINMUCAHUU YJIbTPACTPYKTYPhI KJIETOK alMKaJIbHON Mepu-
CTeMBbI, CTapllieMy MperoaaBare/ifo Kadenpbl 60TaHUKU
CIIoI'Y Haranbe MuxaitmoBHe MIBaHOBOIM 3a M3TOTOBJIEC-
HUE TIOTIEPEYHBIX CPE30B JIUCThEB, CTYINEHTKe Kadeapbl
6oranuku CII6I'Y Mapum CepreesHe TapacoBoii 3a mo-
MOII[b B TPOOOIIOATOTOBKE, ACCUCTEHTY Kadenapbl 60TaHU-
ku CII6T'Y IMaBny AmutpueBuuy CMUpHOBY 3a (hOTO KOp-
HeBMII XBOILIOBLIX U [leTpy AsiekcaHapoBuuy PoMaHOBY
3a TMOMOIIb B MOATOTOBKE UJUTIOCTPALIUIA.
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HccnenoBaHue BBITTOJHEHO 3a cYeT rpaHta Poccwuii-
ckoro HayyHoro ¢doHma https://rscf.ru/project/22-24-
20049/ B cooTBeTcTBUU € comtaiieHueM ot 25.03.2022
Ne 22-24-20049 u rpantra Cankr-IleTepOyprckoro Hayu-
Horo ¢oHIa B COOTBETCTBUM C CODIAIIEHHMEM OT
14.04.2022 No 36/2022 ¢ ucnojb3oBaHUEM 000PYIO0BAHUS
pecypcHoOro 1ieHTpa “Pa3BuTHe MOJIEKYJISIPHBIX U KJIETOY-
HbIX TexHosoruii” CaHkT-IleTepOyprckoro rocyaapcTBEH-
HOT'O YHUBEPCUTETA U LIEHTPa KOJUIEKTUBHOTO MOJIb30BaHUS
“KieTouHble 1 MOJIEKYJIIPHBIE TEXHOJOTUY U3YYSHUS pac-
TeHuit u rpuboB” boranuyeckoro nHcturyta um. B.JI. Ko-
mapoBa PAH (Cankr-ITetepOypr).
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STRUCTURAL AND REGULATORY ASPECTS OF MORPHOGENESIS
IN EQUISETUM SYLVATICUM AND EQUISETUM FLUVIATILE AND THE ISSUE

OF HOMOLOGY OF LEAVES OF HORSETAILS AND OTHER FERNS

M. A. Romanova®#, V. V. Domashkina®?, and N. A. Bortnikova®
4St. Petersburg State University Universitetskaya Emb., 7—9, St. Petersburg, 199034, Russia
bKomarov Botanical Institute RAS Prof. Popov Str., 2, St. Petersburg, 197376, Russia
*e-mail: m.romanova@spbu.ru

The structure of the shoot apical meristem (SAM), ultrastructure of its cells and the origin of primordia of
organs in the SAM of horsetails Equisetum sylvaticum L. and E. fluviatile L. were studied. A relatively low de-
gree of vacuolation and structural homogeneity of the cells that compose the surface initials zone (SI), the
presence of single starch grains in their plastids and single lipid droplets in the cytoplasm of the SI cells were
revealed. These features are more similar to those in the monoplex SAM of lycophytes than to those in lep-
tosporangiate ferns. It is shown that initiation of leaves in E. sylvaticum and E. fluviatile via emergence of the
leaf apical initials (LAIs) in the surface initials zone is similar to that of other plants with monoplex SAM;
both ferns and lycophytes. The main peculiarity of organogenesis in horsetails is the origin of the leaf whorl
as a single structure; each whorl develops from the triplet of the shoot apical initial merophytes. The inner
cells of the emerging leaf whorl that belong to the single triplet of merophytes differentiate into the intercalary
meristem. Each phytomer of E. sylvaticum and E. fluviatile is composed of the whorl of congenitally fused
leaves and a whorl of buds that emerge in the axils of leaf bases located between the blades and thus alternate
with leaves. Each bud bears a single root primordium; bud primordia develop on aerial shoots while root pri-
mordia — on the underground shoots. Termination of the leaf apical meristem functioning, that consequenc-
es from the vacuolation of the LAI, leads to the absence of the marginal meristem and the vascular tissues in
the leaf blade. Proximodistal development of the leaf whorl and origin of buds results from meristematic ac-
tivity of the peripheral part of the intercalary meristem. The search for the homologues of genes encoding
known for angiosperms regulators of the development of adaxial (C3HDZ and ARP) and abaxial (YABBY
and KANADI) leaf domains in available transcriptomes of horsetails and matching of the found homologues
with that from the genomes of mosses, ferns and gymnosperms was undertaken in the context of assessment
of presumptive regulatory similarities or differences of leaves of horsetails and other ferns in the context of leaf
homology in the two groups. MEME analysis has shown that R2-R3 MYB proteins from transciptomes of
horsetails are not ARP homologues. Thus it has been revealed that horsetail have single adaxial domain reg-
ulator (C3HDZ) and single abaxial domain regulator (KANADI), as other ferns. This finding suggests the
probable loss of other regulators of the adaxial (ARP) and abaxial (YABBY) domains in the common ancestor
of Polypodiophyta. Phylogenetic analysis of the identified homologues of genes that encode WOX proteins
suggest that the T3 clade, that includes regulators of marginal (WOX3) and plate (WOX1) leaf meristems,
originated in a common ancestor of Polypodiophyta, also indicating similarities in the molecular genetic reg-
ulation of the leaves in horsetails and other ferns.

Keywords: apical initials, apical, plate, marginal meristems, transcription factors, ARP, C3HDZ, YABRBY,
KANADI, WOX
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