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B koHTekcTe Bompoca 00 3BOJIIOLNY allMKAaJbHOTO POCTA PACTEHUN CTPYKTYpa allMKaJIbHbIX MEPH-
cTeM raMeTo(UTOB U CIIOPO(PUTOB COMOCTAaBIEHA ¢ JAHHBIMU 00 UX MOJIEKYJISIPHO-T€HETUYECKOM
peryasuun. Hajanume HECKOABKMX allMKaIbHbIX MHULIMAJIEH U BTOPUYHBIX I1J1a3MOIECM B allMKaJIb-
HBIX MepucTeMax raMeTouToB Anthocerotophyta m Marchantiophyta n cnopodgutoB Lycopodiales
u Isoetales (Lycopodiopsida) mo3BojisieT mpeanoJoXuTh, YTO MOCTIMTOKMHETHYECKOEe (DOPMHUPOBa-
HUe ILIa3MOJECM U CUMILJIEKCHASI MEPUCTEMA BO3HUKIIM Y OOILEro MpeaKa BCeX BhICIIMX PACTEHMIA.
Y rametoduToB Bryophyta u cnopoduton Selaginellales u Polypodiopsida, BeposiTHO, mpou3o1iiia
peBepcusi K MOHOILIEKCHOMY BOAOPOCIIEBOMY TUILY, CBSI3aHHAs ¢ yTpaToil MexaHu3Ma (popMUpoBa-
HU BTOpUIHBIX mia3MonecM. MaxkTopel TpaHckpunuu CIKNOX criennuyHbI A5 CIOPOPUTOB;
MPEANOJOXUTEIbHO, UCXOAHO OHU peryaupoBaiu a1uddy3HyIo npoindepalnio KJIeTOK, 3aTeM UH-
TepKaJISIPHYIO MEPHUCTEMY, a CMEIIIEHNE X SKCITPECCUN Ha alTMKaJIbHBII TOIOC 3aPOIBIIIA CHITPAJIO
KJIIOYEBYIO POJIb B BOBHMKHOBEHUHU allMKajabHOM MepucTteMbl. McxonHoit dyHKI1neit 6enkoB WOX
Obli1a peryJsilus OpraHoreHe3a, a pojib OPraHMU3YIOIIEero LEeHTpa aluKaabHOIi MEPUCTEMbBI BO3HUKIIA
tobko B WUS/WOXS5-knane cynepkinansl T3WOX. CLE/CLAVATA-Monyib TTOSIBUJICS Y O0IIEro
MpeaKa BhICIINX PACTEHUNI U, Peryaupys IIOCKOCTD AeJeHUI allMKalbHbIX MHULIMANER, Chirpall
KJIIOYEBYIO POJib B IIpeo0pa30oBaHU U IIACTUHYATBIX CJIOEBUIL B TPeXMepHBIe moderu. ['omosoru pe-
rynsatopoB opranorere3a (ARP, C3HDZ, YABBY u KANADI) y HeceMeHHBIX pacTeHHUT HE aHTa-
FOHMCTUYHBI PEryasiTOpaM alMKaJlbHOM MEPUCTEMbI, YKa3bIBasl, YTO IPOrpaMMa BO3HUKHOBEHU I
JINCTHEB MOTJIA TIOSIBUTHCS B PE3yJIbTaTe MOAUDUKALINY TTPOTPaMMbl fUxoToMuun noderos. [Ipexn-
MOJIOXUTENIbHO, (PYHKIIMOHAbHAS clieu(bKrKa PACCMOTPEHHBIX PETYJISITOPOB B Pa3HbIX TAKCOHAX
pacTeHuit 00yCIIOBJIeHA pa3IMYMSIMU B paclpeaeeHUU U PEryasiTOPHOM POJIM ayKCHHA.

Karouesoie cro6a: anvkanbHasi MepUCTEMa, FaMeTOMUT, CTOPODUT, MIa3MOIECMBI, TPAHCKPUTIITUOH-
Hble GaKTOPHI
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KroueBass 0coOOEHHOCTh pa3BUTHUS pacTeHuit — (puc. 1), MOCKOJBKY Ha BEepXYIIKaX HUTYATBHIX
CIOCOOHOCTH HE IIPOCTO YBEIMUYUBATHCS B pa3dMe- TaJlJIOMOB Yy IpeiacTaBuTenaeit ponos Chara niu
pax, HO U 00pa30BBIBATh HOBBIE OPTAaHBI B TeUe- Zygnema WIN 110 BCE OKPYKHOCTHU TUCKOBUIHBIX
HUE BCel XXKM3HU. DTa 0COOEHHOCTh Ha3biBaeTcs TannoMoB Coleochaete UMEIOTCSI alTMKaJIbHbIE WHU-
OTKPBLITBIM POCTOM UM oOecleuynBaeTcs anukaab- Luanu (AWN), neneHus KOTOpbIX obecrieyuBaioT
HBIMM MEpHUCTeMaMU — TOMYJISUUIMU neias- pocT ux ramerodutoB (Harrison, 2017a; Fouracre,
LM XCS KJEeTOK, PaclojoXXeHHBbIX Ha Bepxylkax Harrison, 2022; Nemec-Venza et al., 2022). B cooT-
pacTyIIuX yacTeil pacTeHuii. BeposTHO, OTKpbI- BETCTBHHU C COBpEMEHHOI1 TouKoit 3peHns (Harris
THIIl pOCT OBIJT YHACJIENOBAaH BBICIIMMU pacTeHU- et al., 2022) mepBbIMU Ha3eMHBIMU pacTEHUS -
SIMU OT UX BOmoOpocCieBHIX ITpenkoB, Charophyta wu aBisizoTcss MoxooOpa3Hble (Anthocerotophyta,
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Marchantiophyta u Bryophyta), y KOTOpbIX, TaK Xe
kak u y Charophyta, B XXM3HEeHHOM ILIMKJIe JTOMMU-
HupyeT rameToduT. Ha ocHoBaHUM MOHODUINUN
Moxoo0pa3HbIxX (puc. 1; Wickett et al., 2014; Morris
et al., 2018; Puttick et al., 2018; de Sousa et al., 2019),
Oblj1a BBIABMHYTA TUIIOTE3a O TOM, UTO OTKPBITHIM
POCT UX raMeTo(UTOB BO3HUK Ha OCHOBE YK€ Cy-
IIECTBOBABIIUX Y BOAOPOCJEBBIX MPEAKOB MeXa-
HM3MOB PETYyJISIIMU AeJeHUN alluKaJbHBIX UHU-
nuajueit. OmHaKoO O TOM, KaK BO3HUK OTKPBITHIN
poCT ciopoUTOB: B pe3yabTaTe MOTUPUKALIUN
MepucteM rametodutos (Albert, 1999) uau B pe-
3yJibTaTe de novo BOSHMKHOBEHMSI Y HUX alluKalb-
HeIX MepucteM (Kato, Akiyama, 2005; Tomescu
et al., 2014), HeT OOIMIETTPUHATON TOYKU 3PECHUS.
[IpenMyIIeCTBEHHO TUIIOTE3bl O TOMOJIOTUM /aHa-
JIOTUU OTKPBITOTO POCTa CIIOPO(PUTOB U TaMETO-
(¢HUTOB BHICIINX PACTEHMI OCHOBAaHBI Ha CpaBHE-
HHUH PEryIsiiuy y TaMeTO(HTOB MOXOO0OPa3HBIX
U CIIOPO(MUTOB LIBETKOBBIX, ITOCKOJIBKY TOJBKO
IS 3TUX ABYX I'PYIIIT BO3MOXHO NIPUMEHEHHE Me-
TOIOB “00paTHOM TeHETUKN~ W, COOTBETCTBEHHO,
CpaBHUTEJbHBINM aHAIN3 GYHKIUN PETryISITOPOB
MEpHCTeM B 3TuUXx rpymmax. OgHakKo cpaBHEHUS
(GYHKIIMOHUPOBAHMS allMKAaJIbHBIX MEPUCTEM pa3-
HBIX CTaIWi XN3HEHHOTO IIUKJIA Y IBYX CTOJIb (pu-
JIOTEHeTUYECKM OTHAaJIeHHBIX IPYIII HEAOCTATOUHO
ML apTYMEHTHUPOBAHHOTO PEIICHUS JTaHHOTO BO-
mpoca. bojee Toro, cymecTByiomue cpaBHATEIIb-
HbIe O0OOIICHUS M THUIOTE3hl KacaioTcsl JIUIIb
OTHEIBbHBIX ACIIEKTOB TOPMOHAIBLHOI MJIM MOJIEKY-
nsipHo-reHeTnueckoi perynsuuu (Yip et al., 2016;
Harrison, 2017a; Szovényi et al., 2019; Fouracre,
Harrison, 2022; Nemec-Venza et al., 2022).

B 10 xe BpeMs1 HaKoIJIeHbl OOIIMPHBIE AaHATOMMU-
YecKKe M (pU3MoNIornuyecKkue JaHHbIE O CTPOCHUU
1 (GPYHKIIMOHMPOBAHUY alTMKAIbHBIX MEPUCTEM ILIAY-
HoBUIHEIX (Lycopodiopsida), mamopoTHUKOBUIHBIX
(Polypodiopsida) 1 rotoceMeHHBIX pacTeHUI (CM.
puc. 1; Wardlaw, 1963; Bierhorst, 1971; Gifford,
Foster, 1989). IlosBas0TCI Takke KOCBEHHBIE
cBeleHUST 00 UX PYHKIIMOHUPOBAHUU, KOTOPHIE
OCHOBaHbI Ha HAJIUYUU/OTCYTCTBUU y ITHX pacTe-
HUI1 TOMOJIOTOB PEryJISITOPOB allMKaJIbHBIX MEPH-
CTeM LIBETKOBBIX, PEKOHCTPYKLIUH UX (PUITOTEeHUU
(Floyd et al., 2006, 2014; Finet et al., 2016; Vasco,
Ambrose, 2020; Romanova et al., 2023), a TakXe
BU3yaJIU3alluM UX DKCIIPECCUU METOIOM in situ
PHK—PHK-ru6puan3zamuu (Harrison et al., 2005;
Sano et al., 2005; Floyd, Bowman, 2006; Vasco et al.,
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2016; Evkaikina et al., 2017; Zumajo-Cardona et al.,
2019). IlepcrieKTUBHOCTh KOMILJIEKCHOTO aHau3a
aHATOMMUYECKMX, PU3NOTOTMYESCKUX U MOJIEKY-
JISPHO-TEHETUYECKUX HaHHBIX ObIJIa ITPOAEMOH-
CTpPUpOBaHa Ha MPUMEPE LIBETKOBBIX, Y KOTOPHIX
OH MO3BOJIMJI YTOYHUTH OPraHU3alUI0 allMKallb-
HOII MepuCcTeMHBl TTobera u o0bICHUTH, MOUYEMY
MMEHHO TakKas CTPYKTypa HeoOXomuma IS e€e
(PYHKLIMOHUPOBAHMSI.

IToaTOMY MBI MOCTaBUJIU TIEeped COOO LieJib CO-
MMOCTaBUTh UMEKOIINECsS aHATOMUYECKHUE TaHHbIE
O CTPOCHUU allMKaJbHBIX MEPUCTEM raMeTodu-
TOB U CIIOPOMUTOB MpeacTaBUTeeil BCeX TaKCO-
HOB (KpOMe HEeMMEIIINX MEPUCTEM TaMeTO(PUTOB
Pa3HOCIOPOBBIX PACTEHUIL; CM. pUC. 1) C TaHHBIMH
00 1X MOJIEKYJISIPHO-TEHETUYECKON perysaiuu
B KOHTEKCTE BOIIpOCa O BOBHUKHOBEHUU U 3BO-
JIIOLIUU OTKPBITOro pocta. s Toro 4Toobl Npo-
CJIEAUTDH BEPOSITHbBIC IBOJIOLMOHHBIE NU3MEHEHU ST
B CTPOEHUU U QYHKLIMU MEPUCTEM, HAYHEM C aHa-
J13a Hanbosee CIOXHO YCTPOSHHOM U AETaJIbHO
M3y4YEHHOI alKKaJlbHOI MepuCTeMbI Iobera 1BeT-
KOBBIX. ByyT yIIOMSIHYTHI TOJILKO T€ PETYJISITOPHI,
KOTOpbIe OYyayT 00CYXAaThbCsl B 3BOJIOLMOHHOM
KoHTekcTe. [TogpoOHO peryasuus B aliMKaJdbHOK
MepucTeMe ITo0era IIBeTKOBBIX paCCMOTpeHa B He-
JaBHMX 0630pax (Shi, Vernoux 2019; Manuela, Xu,
2020; Kuznetsova et al., 2023).

AITUKAJIbBHAA MEPUCTEMA
ITOBETA IIBETKOBBbIX:
CTPYKTYPA U PEI'YJIALUA

AnukanbHas MeprcTema nobdera 1iBETKOBBIX CO-
CTOUT M3 HECKOJIBKMX JCCITKOB KJIETOK, KOTOPBIC
pa3ianvaioTcs pasMepaMu, GOpMoOi, YIBTPacTPyK-
TYPHBIMHU XapaKTepUCTUKAMU, XapaKTEPOM JIejie-
HUI U TToapa3aessieTcss Ha HECKOJbKO 30H, Kaxaas
13 KOTOPHEIX UMEEeT CrieInGpUIHYI0 POJIb B MOP(PO-
reHese. B3rnsimel Ha To, KaKye U3 XapaKTepPUCTUK
KJIeTOK UMEIOT IEPBOCTEIIEHHOE 3HAUSHUE IJIS
(PYHKIIMOHUPOBAHUSI MEPUCTEMBI, Pa31MYaIOTC.

HekoTtophle aBTOpHI IIPUAAIOT KIJIIOUEBYIO POJIb
IUTOJOTUUYECKHUM Pa3JUINSIM U IMOAPaA3IEISIIOT
anMKaJbHYIO0 MEPUCTEMY Ha LIEHTPAJIbHYIO 30HY
(II3), cocroginyio n3 6oee KPYIMHBIX, BAKYOIU3H-
POBaHHBIX U pexe OeSIINXCSI KIETOK, U repude-
puyeckyito 301y (I13), croxeHHyo 60Jiee METKUMMU,
McHee BaKyOJM3WMPOBAHHBIMU M dallle OeasIu-
mucsa kietkamu (puc. 2A; Gifford, Foster, 1989;
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Puc. 1. ®uioreHust BBICIIUX PACTEHUI U UX CTPYKTYPHBIE M PETYISITOPHBIE 0COOEHHOCTH.

[NomoxeHne TaKCOHOB Ha (putoreHnu ocHoBaHo: Ha Charophyta — Harrison and Morris (2018); Mmoxoo6pa3Hsie — Harris
et al. (2022); mamoporHukoBuanbsie — PPG 1 (2016); ronocemennbie — Yang et al. (2022). YciaoBHbBIE 0603HAYEHUS:
“+” — HanuuwMe, “—” — OTCyTCTBUE, “?” — OTCYTCTBUE NaHHBIX, gmtph — rameToduT, sprph — criopodut. JIas reHoB,
komupylomux T WOX, ykazaHa NpHHAAJICKHOCTD K CyTepKJagaM MM KjagaM, KOTOpble HauboJjiee 6JU3KH K “opra-
HU3aTOpy” anukKaJibHON MepucTeMbl IBEeTKOBBIX WUS. B Kax10M TaKCOHE KpOMe MOXOOOpa3HbIX €CTh U MPeICTaBUTENNU

6osee oTmaaeHHBIX oT WUS cymepkian.

Fig. 1. Phylogenetic tree for higher plants and their structural and regulatory innovations. Placement of taxa is based on:
Charophyta — Harrison, Morris (2018); bryophytes — Harris et al. (2022); pteridophytes — PPG 1 (2016); gymnosperms —
Yang et al. (2022). Legend: “+” — presence, “—” — absence, “?” — no data, gmtph — gametophyte, sprph — sporophyte. For
genes encoding WOX TFs, the affiliation to superclades or clades that are closest to the “organizer” of the apical meristem
of flowering plants WUS is indicated. In each taxon, except for bryophytes, there are also representatives of the superclades
more distant from WUS.
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Steeves, Sussex, 1989). KaptupoBaHue s3kcnpeccuun
KJIIOUYEBBIX PEryASITOPOB MOATBEPAMIIO €€ MOoapas-
IeJeHUe Ha 3TU 30HBI, a TaKXe BBISBUJIO HEOH-
HopomHocTh B npenenax 113. Kiietku nByx—r1pex
HapyXHBIX clioeB 113 MapKupyoTcs SKCIIpeccueit
reHa CLAVATA3, KomyupyIomero Majblii CHTHaJIb-
HEII 0eJIoK, a ToaJjiexaniue uM Kiaetku 113 — akc-
npeccueit rena WUSCHEL (WUS), Kogupyioiiero
rOMEOIOMEH-CONePKAIINI TPaHCKPUIIITMOHHBIN
dakTop (TP). O6a aTU perynasTopa Iepemelna-
otca Mexay kierkamu 113: CLAVATA3 6a3urne-
TaJibHO no anomJacty (Miwa et al., 2009), a WUS —
akporietajbHo 1o cuMmiriacty (Yadav et al., 2011;
Daum et al., 2014) u peryaupy1oT 3KCIpecCuIo Ipyr
apyra. CLAVATA3 coBMeCTHO C peLenTopaMu
CLAVATA1/CLAVATA2 orpaHu4uBaeT 3KCIIpec-
cuo WUS HeOoNbIIoi TPYIIOi MOAIIOBEPXHOCT-
HBIX KJIETOK, KOTOpPbIEe Ha3bIBAIOTCS “OpraHu3y-
ouM HeHTpoM” (cM. puc. 2A). WUS, HanpoTus,
nonaepxuBaeT TpaHckpunuuo CLAVATA3 B kieT-
Kax, KOTOpbIe CYUTAIOTCS allMKaJdbHBIMUA MHUII-
anamu (AN). Bzaumoneiictsue CLAVATA u WUS
obecrnieuynBaeT MOCTOSTHCTBO oObeMa L3, koTopoe
SIBJISIETCSI HEOOXOAMMBIM yCJI0BUEM (PYHKIIMOHU-
poBaHUd anmuKaiabHOM MepucteMbl (Brand et al.,
2000; Schoof et al., 2000; Nimchuk et al., 2011). Boi-
SIBJICHO, UTO 0OoJiee aKTUBHBIE IeJ1eHU s KiieToK 113
peryaupytotcs 6mm3kumM CLAVATA3 curHanbHBIM
o6enkom CLE40 u ero peuenrropoM BAM (61n3knm
romosiorom CLAVATALI) (Hirakawa, 2022). Kio-
YEeBBIMU PETYJISITOPAMU IMOAAEPKAHMUS KJIETOK KaK
113, Tax n I13 B HegndpepeHITUPOBAaHHOM COCTO-
STHUU SIBIISIIOTCS TOMeogoMeH-conepxamue Td
KNOX I kmacca (CIKNOX) (Jackson et al., 1994;
Maksimova et al., 2021).

Hdpyrue aBTOpbI CYUTAIOT, YTO BAXKHOM OCOOCH-
HOCTbIO alIMKAaJIbHOM MEePUCTEMBI Imobera 1BET-
KOBBIX SIBJISIETCS IPUCYTCTBUE TYHUKHU — OIHOTO
WJIY HECKOJIbKUX CJIOEB KJIETOK, KOTOPHIC IEISTCS
NCKIIOYNTEIBHO aHTUKIIMHAIBbHO (Schmidt, 1924,
uuT. no: Esau, 1969') u o6ecneynBaioT pocT no-
BEPXHOCTHU allekca nobera mpu yBeJIMYEHUU €TO
o0beMa B pe3ysibTaTe pa3HOHAIIPaBICHHBIX Jeie-
HUI TomJIeXXaIlMX KJIETOK, Ha3bIBaeMbIX KOPIIYCOM.
IMocKOABKY KaXOblil U3 CIIOEB TYHUKU U KOPITYC
MMEIOT CBOM MHUIIMAJIU, MEpPUCTEMa 1IBETKOBBIX
4yacTo HasbIBaeTcs nyruiekcHoil (Newman, 1965).

"' [Esau] Dcay K. 1969. AHaToMus pacTeHuii / mep. ¢ aHri.
A.E. BacunbeBa u np.; nox pex. u ¢ npeauci. JI. B. Kynpsio-
Ba. M. 564 c.
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OKka3zanoch, YTO TYHHMKA — HE TOJBKO CTPYKTYp-
Hasl, HO U PeTyJIsITOpHAs 0OCOOEHHOCTD alluKallb-
HOI MEpPUCTEMBI IIBETKOBBIX: Ha AaHTUKJIMHAIBHBIX
CTeHKaXx KJIETOK €€ Hapy>KHOIo CJI0$ JIOKaIu30Ba-
HBI Oenku-nepeHocynku aykcuHa PINI1, 1. e. ue-
pe€3 3TOT CJION OCYILIECCTBIISIETCS €ro ITOJSPHBIN
TpaHcmopT (cMm. puc. 2; Reinhardt et al., 2003).
K sTOMy Xe ci1010 TYHHKU IIPUYpOYEHa SKCIpec-
CHMSI OTHOTO M3 TeHOB OMOCHHTE3a HMTOKUHUHA
LOG4 (Chickarmane et al., 2012). Takum obpa3om,
HapyXHBIN CJIOM TYHUKHU UTPAET BAXXHYIO POJIb
B PETyJISLIMY KOHIIEHTPAIlUM 3TUX (M TOTOPMOHOB
B allMKaJIbHOM MepucTeMe. B cBolo ouepenp, OT UX
KOHIIEHTPAILIUU 3aBUCUT KCIIPECCHUS KITIOUEBBIX
peryasiTopoB anukajibHoit MmepucteMbl CIKNOX
u WUS: oHa cTUMYNTUPYeTCS HMTOKMHUHOM U T0-
nasiisieTcs aykcuHoM (Kuznetsova et al., 2023). TD
CIKNOX n WUS perynmmpyioT YpoBeHb 3TUX (U-
TOTOPMOHOB ITO MEXaHU3MY IIETJIN C TTOJIOKUTEIb-
HoIi oOpaTHoI cBaA3blo (Jasinski et al., 2005; Zhang
et al, 2017; Snipes et al., 2018; Swentowsky, 2024).

B paMkax elile omHOIo Moaxoaa BbIASICHUE 30H

B allMKaJbHOI MepHUCTEeMe OCHOBAaHO Ha UX (PYyHK-
nuu B MmopdoreHese mobera. Penko mensmamecs
kaeTku 113 Ha3pIBalOT MepuCTEMOil OXMIaHUS,
MOCKOJBKY OHM “0XXUAAIOT” CMTHaua IJIs epexoaa
K aKTUBHBIM AeJICHUSIM IPpU HACTYIIJICHUU TeHe-
paTUBHOIO MepHoia OHTOreHe3a, a OKPYKallue
WX aKTUBHO JOESIINeCs KJISeTKN — MHUIIMATIbHBIM
KOJIBLIOM, TTOCKOJIBKY OHU CIOCOOHBI “TepeKJIio-
YUTH” MPOrpaMMy MEpUCTEeMaTUYHOCTU Ha IIPO-
rpamMMy opraHoreHesa (Buvat, 1952, nurt. nmo: Tooke,
Battey, 2003). YcTaHOBIEHO, YTO KJIIOUEBOI pery-
JIATOP MEPEKII0YEHUS 3TUX IIpOorpaMM — IIOBBI-
IIeHNe KOHIICHTPAIlMM ayKCHUHA B TPYIIIIe KJISTOK
WHUILIMAJIBHOTO KoJibla. B kieTkax 113, B KOTOphIX
BO3pacTaeT KOHLIEHTPALMSI ayKCUHA, TTONaBIIsSIETCS
akcnpeccust CIKNOX (cm. puc. 2A; Jackson et al.,
1994; Long et al., 1996; Reinhardt et al., 2003; Tsuda
et al., 2011) u 3ammyckaeTcs 3KCIIpECCUST aHTaro-
HUCTUYHBIX €My T€HOB, PEryJupYyIOIINX pa3Bu-
THE JUCThEB (CM. puc. 2): ARP (Waites et al., 1998;
Timmermans et al., 1999; Tsiantis et al., 1999; Byrne
et al., 2000; Guo et al., 2008), YABBY (Bowman,
Smyth, 1999; Sawa et al., 1999; Siegfried et al., 1999)
u KANADI (Eshed et al., 2004). Dxcrpeccust aTux
T€HOB B IPYTUX KJIETKaX allMKaJbHOM MEPUCTEMBI
3abnokupoBaHa T® WUS, HO 1Tpy NMOBHIILIEHUN
KOHIIEHTpallMM ayKCUHA IKCIIPECCHU S TIOCIeTHEro
npekpaiiaercs, cHuMas 0JjokupoBKy (Yadav et al.,
2011). T® HD-ZIP 111 xnacca (C3HDZ) Takxe
BOTAHUYECKUN XXYPHAJ
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Puc. 2. CTpykTypa ¥ peryisius B anuKaJbHOW MeprcTeMe CEMEHHBIX pAaCTeHUA.

CxeMBbI TIPOJIOJIBbHBIX CPE30B allMKaJIbHOUI MepucTeMbl criopoduToB Magnoliidae (A); Gnetidae (B), Pinidae (C). Boiae-
JIeHUe 30H OCHOBAaHO Ha clienyoinux nmyonukamusax: Dcay (1969), Steeves, Sussex (1989), Gifford, Foster (1989), Tsukaya
(2021). KapTupoBaHue 5KCIpecCuy IeHOB U paclpenesieHU sl ayKCMHAa OCHOBAHO Ha CAEAYIOMX MyOIUuKaIusaX: IBETKO-
Beie — Nakata et al. (2012), Nardmann, Werr (2013), Shi, Vernoux (2019); ronocemennsie — Nardmann et al. (2009),
Nardmann and Werr (2013), Finet et al. (2016), Wan et al. (2018), Bueno et al. (2021).

Al /Als — anukanbHast uHULMANb UaK nHUManu; OC — opranusymwoiiuii ieHTp; CMC — 30Ha LIeHTpaJbHBIX MaTePUH-
ckux kjetok; CZ — ueHTpaiabHas 30Ha; PZ — nepudgepuueckas 3oHa; P0—P3, nociienoBareibHble CTaAuU pa3BUTUS
JIMCTOBBIX MPUMOPAUEB U JIUCThEB; RM — cTepxxHeBas MepucTtema; pith — cepnueBuHa. [Ipeamnosaraembie B3auMoaeii-
CTBUSI MEXAY PETYASITOPAMHU alTMKaJIbHON MEPUCTEMBI: CTPEIKM YKAa3bIBAIOT Ha MOJIOKUTEIbHYIO PETYISIINIO, a OTPE3-
K1 — Ha OTPUIIATEJIbHYI0. ATTMKaJIbHAs WHUIMAJb UJIW UHULIMAIN alTuKaJIbHON MEPUCTEMBI U IMCThEeB 0003HAYEHBI
Pa3sHBIMU OTTEHKAMU PO30BOr0, OPTaHU3YIOIIUI IEHTP U 30HA IIEHTPaJbHBIX MATEPUHCKHUX KJIETOK — CBETJIO-KOPUYHE-
BbIM, HapY>XHBIU CJIOM TYHUKHU — MPSIMOYTOJIbHUKAMU, KJIETKHM CTEPXKHEBON MEPUCTEMBI — TOUKaMM, 0003HAYEHbI
MecTa CUHTe3a U 6a3uneTaJbHOro TpaHCIopTa ayKcuHa — 3eeHbIM. CIIJIONIHbIE CTPEJIKM 03HAYaloT, YTO CBEACHM S
0 MeCTEe CMHTEe3a M TPAHCITOPTHBIX MYTSIX ayKCHMHA OCHOBAaHBI HAa UX BU3yaJIM3allMU, a MyHKTUPHBIEC TUHUHU — TO, UTO
OHU OCHOBaHBI Ha KOCBEHHBIX JaHHBIX. OcTalbHbIe 0003HAYeHM S KaK Ha puc. 1.

Fig. 2. Structure and regulation in the apical meristem of seed plants.

Schematics of longitudinal sections of the apical meristem of sporophytes of Magnoliidae (A); Gnetidae (B), Pinidae (C).
The allocation of zones is based on: Esau (1969), Steeves, Sussex (1989), Gifford, Foster (1989), Tsukaya (2021). Mapping
of gene expression and auxin distribution is based on: angiosperms — Nakata et al. (2012), Nardmann, Werr (2013), Shi,
Vernoux (2019); gymnosperms — Nardmann et al. (2009), Nardmann, Werr (2013), Finet et al. (2016), Wan et al. (2018),
Bueno et al. (2021).

Al / Als — apical initial or initials; OC — organizing center; CMC — central mother cell zone; CZ — central zone; PZ —
peripheral zone; PO—P3 — successive stages of development of leaf primordia and leaves; RM — rib meristem. Putative
interactions between apical meristem regulators: arrows indicate positive regulation, bars indicate negative regulation. The
apical initial or initials of the apical meristem and leaves are shown in different shades of pink, the organizing center and
the central mother cell zone are in light brown, the outer tunica layer is shown as rectangles, the cells of the rib meristem
are shown as dots, and the sites of auxin synthesis and basipetal transport are shown in green. Solid arrows indicate that
information about the synthesis site and transport pathways of auxin is based on their visualization, and dotted lines indicate
that they are based on indirect data. For the other captions and symbols see Fig. 1.
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9KCIIPECCUPYIOTCS B KJIETKaX C BRICOKOM KOHIIEH-
Tpaleil ayKCMHA, HO COYETAIOT PETY/ISIINIO Opra-
HOTeHe3a C perysalureil annKaJlbHOI MEPUCTEMB,
IIO3TOMY MapKHPYIOT KaK 00pa3yroIInecs JUCThA,
TaK Y TMOBEPXHOCTHHIH cioii TyHuku (McConnell
et al., 2001; Emery et al., 2003; Hay et al., 2004).

Eme onHa 0COOCHHOCTH anMKalbHON MEpPUC-
TeMbl mobera 1IBETKOBBIX — 000COOJEHHOCTh
KaxXJIOT'0 13 CJIOeB TYHUKH OT COCETHETO, a TaKXKe
ot kopmyca (Imaichi, Hiratsuka, 2007; Evkaikina
et al., 2014). KoHTaKThl MEXIYy 3TUMHU CIOIMU
nmpoucxoadat onaromapss GoOpMUPOBAHUIO MEXIY
HUMU TOCT-LIUTOKUHETUYECKUX (UM BTOPUY-
HbIX) maa3moaecm (Ding et al., 1992; Cooke et al.,
1996; Imaichi, Hiratsuka, 2007). ToT ¢akT, 4yTO
KJIIOUYEBBIE€ PEryISITOPhI allMKAJIbHONH MEPUCTEMBI
nobera — Td C1IKNOX u WUS — nepemerarorcs
MEXIY €€ CIOSIMU, T. €. IMEHHO Yepe3 BTOPUIHEIE
mia3monecMbl (Kim et al., 2003; Heinlein, Epel,
2004; Evkaikina et al., 2014), mo3BoJsIeT mpe-
MMOJIOXUTh, YTO TaKHE IJIa3MOACCMEI SIBISTIOTCS
He TOJBbKO CTPYKTYPHOM, HO M (PYHKIMOHATb-
HO#I 0COOEHHOCTBIO allMKaJIbHON MEPUCTEMBEI
IIBETKOBBIX.

XOTs 30HAJbHOCTH allMKaJIbHOII MEepUCTEeMBI
KOpHS OT/IMYAeTCsI OT TAKOBOM y mmobera 1 Ipe-
cTaBJieHa “TUCTOreHAaMM”~ — MHULMATSIMU Pa3HbIX
rucroyiornyeckux 3oH (Hanstein, 1869, nur no:
Dcay, 1969), perynsuns o6enx MEPUCTEM UMEET
psin CXOomHBIX YyepT. Tak, BHISIBJIEHO, UTO ITOKOSI-
IIMIACS HEHTP aHaJOrn4YeH OpraHu3yIoIeMy LIeH-
TPy allMKaJbHOU MepUCTEeMBbI ITI00era, IOCKOIbKY
HeoO0XonuM M1 GyHKIIMOHUPOBAHM S MHUIIUAJIEH
(Sarkar et al., 2007). Ero ki1eTKu 3KCIIpecCupyioT
WOX5 — romomor “opranmsartopa” almMKaJIbHON
MepucTeMBl modera WUS, a orpaHuYeHNE TOMeE-
Ha eT0 3KCIPeCcCuy KJISTKaMU MOKOSIIEToCs 1IeH-
Tpa peryJMpyeTcs MajJblM CUTHAJIBHBIM OCJIKOM
CLE40 onocpenoBanHo peuentopoM CLAVATALI
(Pi et al., 2015; Schlegel et al., 2021). OgqHako cxof-
HBI IJISI MEPUCTEM ITo0era M KOPHSI peryJIsITOPHBIMA
monyiab WOX/CLE/CLAVATA xapakTepusyeTtcs
pa3HoOil 3aBUCHMMOCTbHIO OT KOHILIEHTpalluU ayK-
cuHa. AnukKajgbHas MepucTeMa Imobera HOpMaib-
HO (YHKIIMOHUPYET MPU HU3KOM KOHIIEHTpAalIHs
ayKCHHa, a IIJIs MepUCTEMbI KOPHsI, B YACTHOCTU
s skerpeccnn WOXS, HeoOxognMa ero BEICOKast
koHOeHTpanud (Ding, Friml, 2010; Richards et al.,
2015).

POMAHOBA u ap.

Takum o6pa3zomM, MOJIEKYJIIPHO-T€HETUUECKIE
JTaHHBIE MOATBEPAUJIN ITOIpa3IeIcHNEe alluKajlb-
HOIf MepUCTEMBI Mobdera 1BETKOBBIX PACTEHUI
Ha I3 u I13 1 ycTaHOBUIU MOJIEKYJISPHO-TEHETH-
YyecKue pas3jiuuus, orpeaesoline pa3Hblii Ipo-
nudepaTUBHBIN MOTEHIIMA UX KJIETOK; BBISIBU-
JIY TIoApa3aelieHre CTPYKTYpPHO ogHOpoaHoi 113
Ha AW u opraHuU3yIOIUi IEHTP; IPOIeMOHCTPH-
poBaJiv, YTO TYHUKA SIBJISETCSI MYTEM TMOJSIPHOrO
TPaHCIIOPTa ayKCUHA U UTPaeT BaXXHYIO pOJIb B pe-
Ty MEPUCTEMbI U OpraHoTeHe3a; yKa3aau
Ha BO3MOXHYIO CIIeIM(pUKY TpaHCIIOpTa peryis-
TOPHBIX OEJIKOB Yepe3 BTOPUIHBIC TJIa3MOIECMHEI.
OxapakTepn30BaHbI B3aMMHOE BIMSIHUE (PUTOTOp-
MOHOB 1 T® B peryisauuy nepeKIo9eHN T MEXKITY
nporpamMmmMamMu HeaupdepeHIUPOBAHHOTO COCTO-
SIHUS KJIETOK U OpraHoreHe3a. BhIsIBI€HBI CXOM-
CTBO B PEryJsiliMM alliKaJdbHBIX MEPUCTEM IMobOera
u kopHs monyiaeM WOX/CLE/CLAVATA, a tak-
Ke pa3anydus B paclpenesicHUd U pOJIM ayKCUHA
B aTux Mepuctemax (Ding, Friml, 2010; Coudert
et al., 2019).

ATIUKAJIBHAA MEPUCTEMA
I[NOBETA T'OJIOCEMEHHDBIX

Cmpyxkmypa

ATIKaJbHAsI MeprcTeMa Imobera rojJoceMeHHBIX
TaK>Xe MHOTOKJIETOYHA. B 3aBHCHMMOCTH OT OCO-
OeHHOCTEil IeJIeHNs] KJIETOK ITOBEPXHOCTHOIO CJIOSI
€€ MOXHO ToIpa3aejuTh Ha ABa THUIIA: C HaJU-
4YUEM OOHOCJIOMHOM TYHUKHU U3 aHTUKJIMNHAJIBHO
TeNIImunXcs KJIECTOK (IYIIeKCHBI) yV THETOBBIX
(Gnetidae) u 6e3 Hee (CUMIUIEKCHBINM TUI) Y OCTaJlb-
HbIX ToaoceMeHHbIX (Cycadopsida, Ginkgoopsida,
Pinidae, Cupressidae) (cM. puc. 1; puc. 2B, C;
Newman, 1965; Gifford, Foster, 1989). Kak B me-
pucTeMax ¢ TYHUKOM, TaK U B MeprcTeMax 0e3 Hee
HECKOJIBKO KJIETOK B IIEHTPE MMOBEPXHOCTHOTO CJIOS],
KOTOpbIe cunTaoTcd AW, oTANYaloTcs OT OCTalhb-
HBIX OOJIBIINM pa3zMepoM, 0ojiee TIMHHBIMU aH-
TUKJIUHAJbHBIMUA CTEHKAaMUW M HaWOOJIbIIE Ba-
kyonusauueii (Foster, 1938; Gifford, Foster, 1989).
Kak cuMIIekcHy10, TaK U AYIIJIEKCHYIO MEPUCTE-
MBI MOXHO TTonpasaenuTh Ha 1[3 n 13, paznnya-
folIrecs, Kak M Yy IBETKOBBIX, IO pa3Mepy KJIeTOK
u Bakyonusanuu (Foster, 1938, 1939, 1943; Gifford,
Foster, 1989). B otnuuue ot 113 nocienHux, KoTo-
past HeOgHOPOAHA TPAHCKPUIIIMOHHO, HO OTHO-
poIHa CTpYKTYypHO, 113 rooceMeHHBIX CTPYKTYp-
Ho rereporedHa (cm. puc. 2B, C). B cuMIiekcHo
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anmukaiabHOit MepucteMe LI3 mompasmensiroTcs
Ha AW n uX BHYTpeHHHUE M30IHaMEeTPUICCKUE
MPOU3BOJHBIE, KOTOPbIE COCTABJSIOT 30HY LIEH-
TpajdbHbIX MaTepuHcKuX KjaeTok (Gifford, Foster,
1989). DTH 30HBI BBIACASIOTCS U B IYIJIEKCHON Me-
pucteMe Gnetidae, XOT y HUX KJIETKHU TOCTIeIHEN
30HBI He ABaAsSI0TCS mpousBogHbiMu AU (Gifford,
Foster, 1989). MecTononoxeHne 30HB LICHTPAJIb-
HBIX MaTepPUHCKMX KJIETOK COBIIafaeT C TAKOBEIM
OpPraHM3yIONIero NeHTpa B allMKaJIbHON MEPUCTE-
M€ IIBETKOBBIX. AHTU- U MepUKJIMHAIbHbIE Neje-
Husa AU u neHTpanbHBIX MaTePUHCKUX KJIETOK
COIIPOBOXIAIOTCS ITOCTEIIEHHBIM YMEHBIICHUEM
pa3MepoB M BaKYyOJIM3allMK UX IPOU3BOIHBIX, II0-
3TOMY BOKpPYT M cHU3Yy oT 113 pacnomaraioTcsa 60-
Jiee MeJIKMe U aKTUBHO aensiuuecs kjetku 113
U TpHU TOCJIea0BaTeIbHbBIX MEPO(DUTA CTEPKHEBOM
30HBI cooTBeTcTBeHHO (Foster, 1938, 1939). Knet-
KU TIOCJIETHEN MocTeNeHHO TUdPepeHIInpyIOTCS
B CEpALEBUHY, a UX ACJCHUS YIYaCTBYIOT B YIJIH-
HeHuu mobera (cM. puc. 2B, C). Mexay KjieTKaMu
KaK CUMILJIEKCHBIX (Y BUIOB ponoB Ginkgo, Cycas
u Pinus), Tak U OyTieKCHbBIX (y Gnetum gnemon
u BunoB Ephedra) anukaabHBIX MEPUCTEM MPUCYT-
CTBYIOT U IIEPBUYHEBIE, 1 BTOPUUHBIC TLIA3MOIECMBI
(Imaichi, Hiratsuka, 2007). Takum o6pa3oM, BTO-
PUYHEIE TIA3MOACCMEI (POPMUPYIOTCS B 000UX TH-
Iax alMKaJbHbIX MEPUCTEM I'OJIOCEMEHHBIX.

Peeynayus

ITockonbKy 1Jis TOJIOCEMEHHBIX ITOKa HE pa3pa-
OoTaHbI METOABI “00paTHON reHeTUKU”, BCE TMIO-
Te3bl O MpearoJaracMoil peryasiuuy ux anukKaib-
HBIX MEPMCTEM OCHOBAaHbl Ha HaJWYUU WU
OTCYTCTBUM Y HUX TOMOJIOTOB €€ PEryJIsITOPOB C U3-
BECTHOM AJIs1 IBETKOBBIX (PYHKIIMEI ¥ BU3yaimn3a-
MU UX dKcnpeccuu. I1o aToit mpuunHe uore-
HU S BBISIBJEHHBIX TOMOJIOTOB OyIET pacCMOTpeHa
noapoobHee, YeM y LIBETKOBBIX.

Y MHOT'HMX TOJIOCEMEHHBIX BEISIBJICHBI TOMOJIO-
ru reHoB C/IKNOX (cM. puc. 1; Bueno et al., 2020;
Romanova et al., 2023?). CX0IHO C LIBETKOBBIMH,
akcnpeccuss CIKNOX mapkupyet kKaxk L3, Tak u [13
B CUMIIJIEKCHOM (cM. puc. 2B; Sundés-Larsson et al.,
1998; Bharathan et al., 2002; Hjortswang et al., 2002;

2 [Romanova et al.] Pomanosa M. A., lomamkuHa B. B., Bopt-
HukoBa H.A. 2023. CTpyKTypHbIE U PETYISITOPHBIE ACITEKThI
Mopdorenesa Equisetum sylvaticum v Equisetum fluviatile B cBsI-
31 C TOMOJIOTUEH JTUCThEB XBOIIOBBIX U IPYTUX NAMIOPOTHU-
koBUIHBIX.— BoT. XypH. 108(9): 785—820. https://doi.org/
10.31857/S0006813623090065
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Larsson et al., 2012; Bueno et al., 2020) n nymiekc-
Hoit (cM. puc. 2C; Pham, Sinha, 2003) anukaTbHBIX
MepucteMax. OTH (PaKThl CBUACTEILCTBYIOT O TOM,
g1o poiab T® CIKNOX B nogaepxxannn Heanudde-
PEHIIMPOBAHHOI'O COCTOSIHUS KJIETOK MEPUCTEMBI
BEPOSITHO CXOHA Y TOJIOCEMEHHBIX 1 IIBETKOBBIX.
OTanyuTeabHasi 0COOEHHOCTH TOJIOCEMEHHBIX
B ToM, 4T0 TroMonoru CIKNOX sKcrpeccupyioT-
cs B alITMKAaJILHOM MepucTeMe He TOJIbKO mobera,
HO W KOpHS, TOTa KaK y IIBETKOBBIX UX 9KCIIpeC-
CHsI HE XapaKTepHa JJis MOCJeaHel n3-3a BBICOKOM
KOHIIeHTpauu B Helt aykcuHa (Hjortswang et al.,
2002; Larsson et al., 2012). [IpoTuBOpeYnBEI CBe-
nmenuns o6 skcnpeccut C/IKNOX Bo BpeMsI MHUIIH-
allM¥ JIUCTHhEB XBOMHBIX: OHA, KaK 1 Y IIBETKOBHIX,
MpekpanaeTcsa B KJeTKax OyAYIIMX JUCTOBBIX
npuMopaues y Picea abies (Larsson et al., 2012),
HO mponoJixaetcsa y Pinus pinaster n Picea glauca
(Bueno et al., 2020).

Ddunorenusa 6enkoB WOX (WUSHEL-like
homeobox) yka3bsIBaeT, 4TO y OOIIIETO MpeaKa rojio-
CEMCHHBIX M LIBETKOBBIX MPOU3OIIIA AYIIJIMKa-
nus omHoro u3 6eakoB WUS/WOX cyrepKiiaabl
(trakxe Ha3biBaeMmoit T3 cynepkianoit), KoTopas
npuBeia K nossaeHuo kiaaasl WUS/WOXS5, kyna
OTHOCSITCSI PETYJSITOPHI alluKaJIbHBIX MEPUCTEM
nobera u KopHs LiBeTKoBbIX (Wu et al., 2019). V ca-
roBHUKOBHEIX (Romanova et al., 2023), THHKTOBEIX
(Nardmann, Werr, 2013) rHetoBbix (Nardmann
et al., 2009; Nardmann, Werr, 2013; Bueno et al.,
2021) u psana xBoiiHbIX (Alvarez et al., 2018; Bueno
et al., 2021) mumeeTcs 110 OAHOMY MJIM JBa TOMOJIOTA
u3 Knagbel WUS/WOXS5. Y Grnetum gnemon, Ginkgo
biloba v psina xBoliHbIX B kyage WUS/WOXS5 ectb
nomonHuTelbHbIe TeHBI (WOXX 1 WOXY), Ko-
TOpBIE€ BIOCJIEACTBUU OBIJIM YTPAYeHBbI Y IIBETKO-
BboIX (Nardmann, Werr, 2013; Wan et al., 2018). Bce
romoJsioru u3 kaansl WUS/WOXS5 akcrpeccupy-
IOTCS y TOJIOCEMEHHBIX B allMKaJIbHBIX MEPUCTEMAX
Kak 1mo0era, TaKk ¥ KOpHS, T. €., HECCMOTPS Ha MOSB-
neHue 6enkoB WUS 1 WOXS5 y rooceMeHHBIX, KX
dbyHKIIMOHAIBHAS cIelIMAIN3allUs Ha PETyJIsITOPbI
MEpUCTEeM 1obera U KOpHsI, BEPOSITHO, BOZHUKJIA
ToJBKO y IBeTKOBBIX (Hedman et al., 2013). 'omo-
snor WUS/WOX5 skcripeccupyetcs B 113 nymiekc-
HOI1 anMKaJbHOIT MepucTeMbl Gnetum gnemon (CM.
puc. 2B), a He B 30H€ LIEHTpPaJbHbIX MAaTEPUHCKUX
KJIETOK, KOTOpasi MO3UIIMOHHO COOTBETCTBYET Op-
TFaHU3YIOLIEMY LIEHTPY LIBETKOBBIX, 9KCIIPECCUPYIO-
mwemy WUS (Nardmann et al., 2009). Takum o6pa-
30M, HECMOTPsI Ha TionpasaeiaeHue 113 anukanbHoM
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Puc. 3. CtpykTypa u peryisius B alfuKaaTbHOU MEPUCTEMe HECEMEHHBIX pPACTeHU .

CxeMBbl IPONIOJIBHBIX CPE30B aMMKaJIbHON MepUCTEMBbl ClTOpodUTOB ManmopoTHUKOBUIHBIX: Polypodiopsida (A),
Equisetopsida (B), cxema rametoduTta Polypodiopsida u ero anukanabHoit Mepuctembl (C), cXeMbl allMKaJbHOI Mepu-
cTeMBbl crtopoduToB mitayHoBUAHBIX: Selaginellales (D), Lycopodiales (E). Boinenenue 304 ocHoBaHo Ha: Stevenson (1976),
Paolillo (1963), Pomanosa ¢ coasr. (2010), Evkaikina et al. (2017), Romanova et al. (2022). KapTupoBaHue 3KCIIPECCUN
TeHOB M pacrpele/iecHUs ayKCMHA OCHOBAHO Ha CJICAYIOMMUX MyOJIMKaIUIX: TTallopOTHUKOBUAHEIe — Bharathan et al.
(2002), Harrison et al. (2005), Sano et al. (2005), Nardmann, Werr (2012), Ambrose, Vasco (2016), Vasco et al. (2016),
Zumajo-Cardona et al. (2019), Vasco, Ambrose (2020); minaynoBunusie — Evkaikina et al. (2017), Spencer et al. (2021),
Vasco et al. (2016). LAI / LAIs — anukanbHasg MHULIMAJAb / MHALMAIU JUcTa; SI — MOBEepXHOCTHBIE MHULIUATIM;
SSI — nonnoBepxHOCTHbIE MHUIIMAAW; CuZ — yameBuaHas 30Ha; RAI — anukanbHas MHULIMAIb KOPHS; Sp — CIOpa;
rz — pusouna. SI o603HauYeHbI 0JIETHO-PO30OBBIM LIBETOM, SSI — CBETI0-KOPUUHEBBIM; TOUKAMU 0003HAUYEHBI KJIETKU
CTEPKHEBOM MEPUCTEMBI M ITAPEHXUMHBIX BAJIMKOB 110 KpasiMm AW ramerodura. OctanbpHble 0003HaYCHM S KaK Ha puc. 1, 2.

Fig. 3. Structure and regulation in the apical meristem of non-seed plants.

Schematics of longitudinal sections of the apical meristem of fern sporophytes: Polypodiopsida (A), Equisetopsida (B);
schematic of the Polypodiopsida gametophyte and its apical meristem (C); schematics of the apical meristem of lycophyte
sporophytes: Selaginellales (D), Lycopodiales (E). The allocation of zones is based on: Stevenson (1976), Paolillo (1963),
Romanova et al. (2010), Evkaikina et al. (2017), Romanova et al. (2022). Mapping of gene expression and auxin distribution
is based on: ferns — Bharathan et al. (2002), Harrison et al. (2005), Sano et al. (2005), Nardmann, Werr (2012), Ambrose,
Vasco (2016), Vasco et al. (2016), Zumajo-Cardona et al. (2019), Vasco, Ambrose (2020); lycophytes — Evkaikina
et al. (2017), Spencer et al. (2021), Vasco et al. (2016). LAI / LAIs — leaf apical initial / initials; SI — surface initials;
SSI — subsurface initials; CuZ — cup-zone; RAI — root apical initial; sp — spore; rz — rhizoid. SI are marked in pale pink,
SSI are in light brown; dots indicate cells of the rib meristem and parenchymatous ridges around the Al in gametophyte.
For the other captions and symbols see Figs. 1, 2.
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Mmepuctembl Gnetidae Ha AU 1 30HY LIEHTPaTbHBIX
MaTepUHCKHUX KJICTOK, MOCIEeOHSISI, BEPOSITHO,
He Tprob6pena GyHKIIMIO OPTaHMU3YIOIIEro LEeHT-
pa (Hirakawa, 2022), T. e. oTInM4aeTcsl OT TAKOBOM
y uBeTkoBbIX (Nardmann et al., 2009). B Tto xe
BpeMsl 3Kcrpeccus romoaoros WUS/WOX5 B 30He
LIEHTPaJbHBIX MaTePUHCKUX KJIETOK CUMIIJIEKC-
HOM anmMKaJbHOW MEepUCTEMBbI XBOWHBIX (puc. 3A)
(Hedman et al., 2013; Nardmann, Werr, 2013;
Alvarez et al., 2018) mo3BoyiIET MPEATIONOXUTH €€
(GyHKIIMOHAJIBHOE CXOACTBO C OPraHU3YIOIIUM
LIEHTpOM LIBeTKOBBEIX (Bueno et al., 2021).

Y Bunos pona Picea u'y Ginkgo biloba o6Hapy-
KEHBI TOMOJIOTM MAajibIX CUTHAJIbHBIX OCJIIKOB
CLAVATA3 u ux peuentopoB CLAVATAI, xoTo-
pbie ¥ LIBETKOBEIX coBMecTHO ¢ WUS perynupy-
IOT pa3Mep aluKajJabHON MEepUCTEMBI (CM. puC. 1;
Whitewoods et al., 2018; Hirakawa, 2022; Arnoux-
Courseaux, Coudert, 2024); onHaKo nJaHHbIE 00 UX
9KCITPECCUU /NN (PYHKIIMU ITOKA OTCYTCTBYIOT.

T'omoJioru Tpex M3 YyeThipeX KJIOUEBBIX pery-
ngropoB pa3sutud aucthe (C3HDZ, KANADI
1 YABBY) nmerotcs kak y Gnetidae ¢ nyniaekcHoOi
anukaJbHOU MepucTemoii, Tak u y Ginkgoopsida,
Cycadopsida u Pinidae ¢ cumniekcHoi#t anukaib-
Hoii mepuctemoii (cM. puc. 1; Floyd et al., 2006;
Prigge, Clark, 2006; Finet et al., 2016; Du et al.,
2020; Romanova et al., 2023). ETuHCTBEHHBI T'0O-
MOJIOT YeTBEPTOTO “NMCTOBOrO peryiastopa”’, ARP
(cMm. puc. 1) oOHapyKeH TOJBKO Y IBYX BUIOB XBOI-
HbIX (Abies holophylla v Picea smithiana; Du et al.,
2020). Okcnpeccust romonoros C3IHDZ y XBOIWHBIX,
B OTJIMYHME OT LIBETKOBBIX, MAPKHUPYET HE TOJHKO
3a4aTKU JIUCTheB, HO Bce KieTku 113 (cM. puc. 2B)
(Floyd et al., 2006; Du et al., 2020). OqHako 3Kc-
MpecCcHsi TOMOJIOTOB OCTAJbHBIX “JTMCTOBBIX peTy-
nsaTopoB”: YABBY (cm. puc. 2B; Finet et al., 2016),
KANADI (cMm. puc. 2B; Zumajo-Cardona et al., 2021)
u ARP (cm. puc. 2B; Du et al., 2020) cxonHa ¢ Ta-
KOBOM y IIBETKOBBIX: UCKJTIOUEHA U3 allUKAJIbHOM
MEPUCTEMBI U MAapPKHUPYET KJICTKHU OyAYyIIMX JIH-
CTOBBIX 3aYaTKOB M Pa3BUBAIOLINXCS IUCThEB. DTO
MMO3BOJISIET TTPEANOJIOKMUTh, YTO 3TU PETYISITOPHI
BBITTOJIHSIIOT CXOXMe (PYHKIIMU Y BCEX CEMEHHBIX
pacTeHMUIA.

M3-3a METOIOJIOTUYECKUX OTPAHUYCHUI POJIb
ayKcMHa B (YHKUMOHUPOBAHUU alMKaJIbHON
MEPUCTEMBI TOJJOCEMEHHBIX MOXHO OILEHUTH
JINIIb KOCBEHHO. DKCIIPecCus TeHOB, KONUPYIO-
mux ero 6enku-nepeHocuuku PIN B HapyXHOM
BOTAHUYECKUN XXYPHAJ Ne 1
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cJIoe alMKaJbHOII MEpUCTEMEI mobera U MpoKaM-
ouu (cMm. puc. 2B) Picea abies cxonHa ¢ TaKOBOI
y uBeTKoBbIX (Palovaara et al., 2010), a Hapymie-
HHE MOJIIPHOTO TPaHCIIOpTa 3TOro (MTOTOpMOHA
MPUBOAUT K CXOAHBIM HapYIIEHUSIM IOJSIPHOCTH
3aponbllia Y MOASJIbHBIX IIPEACTAaBUTENICH 00enX
rpymnin (Larsson et al., 2007). DT ¢akThl yKa3biBa-
IOT Ha CXOOHYIO POJIb ayKCHMHA B PEryIsSINH BCeX
CeMeHHBIX pacTeHUi. C Ipyroi cTopoHsbl, 3KC-
npeccus y roaoceMeHHBIX TomosioroB CIKNOX
(Hjortswang et al., 2002; Larsson et al., 2012)
u WUS/WOX5 (Alvarez et al., 2018; Bueno et al.,
2021) B anmuKaJdbHBIX MEpUCTEMAaX KakK Mmodera, Tak
U KOPHS MOXET CBUIAETEIbCTBOBATh O CXOIHOM
rOpMOHAJIbHOM (pOHE B 00eMX MEpHUCTEMaXx, B OT-
JINYME OT TAKOBOT'O Y IIBETKOBBIX.

TakuM o0Opa3oM, B alilMKaJbHOIl MepucTeMe
mobera rojlIoCeMeHHBIX KaK CUMIIJIEKCHOTO, TaK
U IYTIJIEKCHOT'O TUIIOB MOXHO BbIAeaUTh [13 u 113;
nociaenHss noapasaensercd Ha AW u nmopJiexa-
IIMe UM LIeHTpaJIbHble MaTePUHCKME KJIeTKU. Jlas
000MX CTPYKTYPHBIX TUIIOB XapaKTEpHO HaJIWYHe
BTOPMYHBIX T11a3mMonecM. [lonsipHbBI TpaHCIIOPT
ayKCuHa MpUYpPOUYEH K HAPY>KHOMY CJIOIO KJIETOK
Pinidae, HecMOTps1 Ha OTCYTCTBUE Y HUX TYHUKHU.
OTH (akThl YKa3bIBAIOT, YTO JIBA CTPYKTYPHBIX
THUIIA allMKaJbHON MEPUCTEMBI I'OJIOCEMEHHEBIX
6M3Ku PYHKIMOHAJLHO, BEPOSITHEE BCEro Ty-
Huka y Gnetidae, omHOTO M3 MOIKIACCOB TOJIO-
CEMEHHBIX, BO3HUKJIAa HE3aBUCUMO OT TYHUKH
LIBETKOBBIX, a €€ HAaJIUYMEe/OTCYTCTBUE SIBJISIETCS
Yy FOJIOCEMEHHBIX TAKCOHOMUYECKUM IIPU3HAKOM.
EnyvHCTBEHHBIM pa3IMUMEM ABYX CTPYKTYPHBIX
TUIIOB allMKaJIbHEIX MEPUCTEM I'OJIOCEMEHHEIX SIB-
JsgeTcs akcnpeccus romojioroB WUS/WOXS5: B 113
IYIIJIEKCHOT MEPHCTEeMBl M 30HE LIEHTPaJbHBIX
MaTEePUHCKUX KJIETOK CUMIIJIEKCHON MEPUCTEMBI.
Crnreundpunyeckass 0COOEHHOCTH TOJTOCEMEHHBIX —
BEPOSITHOE PETYISITOPHOE CXOACTBO allMKaJIbHBIX
MEPUCTEM UX Mobera u KOpHS.

ATIUKAJBHBIN POCT
ITAITIOPOTHUKOBUJIHBIX

Anukaavnas mepucmema cnopogumos

Cmpyxkmypa

CTpyKTypHasi 0COOEHHOCTh altMKaJbHOI Mepu-
ctembl Polypodiopsida (cMm. puc. 1), Ha3pIBaemMoit
MoHoIriekcHoi (Newman, 1965) — Hanuuue on-
HOIi TeTpasapuyeckoilt AU B TOBEpXHOCTHOM CJIOE.
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Hecmortpst Ha cymecTBeHHBIE MOP(OJIOTUYECKHE
pasmuunsg Equisetidae, Ophioglossidae (Psilotales
n Ophioglossales) m Polypodiidae, nx anmukaib-
HBIC MEPUCTEMBI YCTPOECHHI cXomHO. AW menurcs
KOCOAHTHKJIMHAJIBHO U 00pa3yeT mpu3MaTuue-
CKHE TPOU3BOIHEIC, Ha3biBacMble MepoduUTaMu
(Bierhorst, 1971). B xaxxaoM U3 HUX MPOUCXOISAT
HepaBHBIC TIEPUKJINHANIBHBIE ACJIEHUS ¢ 00pa3o-
BaHMEM ITPU3MATUYECKHNX BHEITHUX ITPOU3BOIHBIX
(COBOKYNHOCTh KOTOPBLIX Ha3bIBAaeTCS 30HOI IO-
BEpXHOCTHBIX MHULMaei, [TN) u nzoguametpu-
YeCKUX BHYTPEHHUX (Ha3bIBAIOLIUXCS TTOAMOBEPX-
HocTHBIMU uHuLManamu, IITN) (cMm. puc. 3A, B)
(Stevenson, 1976; Romanova, Borisovskaya, 20043;
Romanova et al., 20224, 2023). AU u 6auxaiimue
Kk Heit [THU u T1ITU y Psilotales n Polypodiidae ot-
JuyaroTcs ot KieTok 113 ceMeHHBIX pacTeHuii 60-
Jiee BBICOKOM BaKyOJM3alluel, KOTOopasl 3aMETHO
CHMKAETCSI IO Mepe CMEICHUS 3TUX KJIETOK K IIe-
pudepun anekca (Naumenko, Romanova, 2008°;
Romanova et al., 2022, 2023). Ocob6eHHOCThIO
Polypodiidae siBasteTcs “ykopouenue” I ¢ kax-
IbIM NIEpUKJIUHAIbHBIM AeneHueM (Romanova et al.,
20106, 2022). B pesynsrare Bokpyr I11 u nox ITTHU
pacrionaraloTcs OTHOCUTEIBLHO MEJIKUE ¢/1abo BaKy-
OJIM3UPOBAHHEIE KJIETKH, CXOIHbIE C TTIepudepuyie-
CKOI1 30HOI1 M CTePXKHEBOI 30HOI (COOTBETCTBEH-
HO) CEMEHHBIX paCTeHU I, Ha3bIBaeMbIe YallleBU 10
30HOI1 3a ee popMy (cM. puc. 3A; Stevenson, 1976).
¥V Equisetidae T11 He mpeTepneBaioT “yKopayuBa-
OIUX” TMEPUKINHATBHBIX JEJICHUN, TMTOCKOIbKY
KaxkIble TPH IOCIeI0BaTeIbHBIX MepOohuTa 00pasy-
JOT MYTOBKY JIUCTheB BOMU3u AW (Golub, Wetmore,
1948a, b; Tomescu et al., 2017; Romanova et al., 2023),
a y Psilotales oTcyTCTBUE TaKUX OeJIeHUI CBSI3aHO

3 [Romanova, Borisovskaya] Pomanosa M.A., Bopucos-
ckast ['M. 2004. [IpyHIUTIBI CTPYKTYPHOU OpraHU3alluN Be-
reTaTUBHOIO TeJia MaloOpOTHUKOB: OHTOTEHETUYECKU I MO~
xon.— Bot. XxypH. 89(5): 705-717.

4 [Romanova et al.] Pomanosa M.A., Ixosiesa O.B., Maxkcu-
moBa (EBkaiikuna) A.U., UBanosa A.H., Jomamkuna B.B.
2022. CTpoeHHe almuKaJIbHBIX MEPUCTEM ITOOETOB U 0COOEH-
HOCTH YJBTPACTPYKTYPHI UX KJIETOK Y MJayHOBUIAHBIX U Ma-
MOPOTHUKOBUAHBIX.— BoT. xxypH. 107(9): 885—905. https://doi.
org/10.31857/S0006813622090095

> [Naumenko, Romanova] Haymenko A.H., PomanoBa M.A.
2008. AnukanbHbiit MOpdoreHes Psilotum nudum (Psilotaceae)
U Botrychium lunaria (Ophioglossaceae).— BectHuk CIIGT'Y.
3(2): 15-27.

¢ [Romanova et al.] Pomanosa M.A., Haymenko A.H., Epkaii-
kuHa A.W. 2010. OcoGeHHOCTHU anmuKaJbHOTro MopdoreHesa
B pa3HbIX TAaKCOHAX HECEMEHHBbIX pacTeHUull.— BecTHUK
CII6I'Y. 3(3): 29—41.

POMAHOBA u ap.

C BakyojJu3aluuei nmpousBogHbix AU u norepeit
UMM MepucTeMaTuiecKux cpoiictB (Naumenko,
Romanova, 2008). ITockoabKy Kaxablii 00pa3ylto-
muiicss MepodUT cMelaeT MpeabIayIIne K Iepu-
¢depuu anekca, KJIETKM B COCTaBe KaxKI0H U3 30H
MOCTOSTHHO CMEHSIOT IPYT JIPyTa.

B crenkax AU u ee 6amkanmmx Mpon3BOIHBIX
Yy BCeX MAIIOPOTHUKOBUIHBIX IIPUCYTCTBYIOT MHO-
TOYMCJIeHHBIE Hepa3BeTBJICHHEIC I1J1a3MOIECMBI
(Imaichi, Hiratsuka, 2007; Naumenko, Romanova,
2008; Evkaikina et al., 2014; Romanova et al., 2022,
2023). ITo Mepe cMmelieHUs KJIETOK K Tiepudepun
IIJIOTHOCTH IJIa3MOJECM CHUKAETCs, YTO BEPOSIT-
HO OTpaxaeT pacTsKeHNe CTEHOK OBIBIINX MEPO-
(buTOB 1 yKa3pIBaeT Ha TO, YTO MOCTLIUTOKMHETU-
YeCcKU Ijia3aMoaecMbl He popmupytores (Imaichi,
Hiratsuka, 2007; Naumenko, Romanova, 2008;
Evkaikina et al., 2014; Romanova et al., 2022, 2023).

Takum ob6pa3oM, anukaibHast MepucteMma Poly-
podiopsida MHOrokJjeTo4YHa U UMEET 30HaJIbHOE
ctpoeHue. AN u ee Oamxailuve nNpou3BoIHbIE
HanoMmuHaloT 1[3 B MepucTeMe ceMeHHBIX pacTe-
Huit. Kak n y romoceMeHHbBIX, 113 manmopoTHUKO-
BUIOHBIX HEOMHOpoOAHA: Imoapa3aencHa Ha [N
u IITTM. HecMoTpsl Ha CXOACTBO KJIETOK YallleBU/I-
Hoii 30HbI Polypodiidae ¢ TakoBeiMU 13 ceMeHHBIX
pacTeHui1, B Helt obpasyrorcsa auctbs (Romanova,
Borisovskaya, 2004; Romanova et al., 2010).
McKmounTeIbHYIO POJIb B MX 00pa30BaHUHU Y BCEX
MManopoTHUKOBUIHBIX urparmT 1M, B pe3ynbrare
KOCOAHTUKJMWHAJbHBIX I€JIEHUN KOTOPHIX B IO-
BEPXHOCTHOM CJIO€ BO3HUKAIOT JMH30BUIHBIE AU
mcTheB (cM. puc. 3A, B; Bierhorst, 1971; Hou, Hill,
2002; Romanova, Jernstedt, 2005; Vasco et al., 2013).
Hns paga Polypodiidae (Romanova, Borisovskaya,
2004; Harrison et al., 2005; Romanova et al.,
2010; Gola, 2014) u Psilotum nudum (Naumenko,
Romanova, 2008) xapakTepHO TUXOTOMUYECKOE
BETBJIEHUE, TpU KoTopoM u3 [1M Bo3HUKAIOT HO-
Bble TeTpasnpuueckue AWM. B anukajibHOl Me-
pucteme Polypodiidae, Kkpome TUCThEB U BETBEH,
00pa3yroTcst KOpHU. ANMKajlbHble MHUIIMATU KOP-
Hell BOBHMKAIOT U3 KJIETOK YallleBUAHOI 30HBI, KO-
Topasi, TaKUM obpa3oM, Toxe opraHoreHHa (Hou,
Hill, 2002; Romanova, Borisovskaya, 2004).

Peeynayus

I'nmmoTe3sl 0 peryiasiiuy anuKajJbHOM MEpUC-
TEeMBbI MAallOPOTHUKOBUIHBIX, KaK U JJIsI TOJIO-
CEMEHHBIX, OCHOBAHBI Ha OMOMH(MOPMATUYECKIX
JAHHBIX U pe3ybTaTax BU3yaInu3allui SKCIIPECCUU

BOTAHUYECKUN XXYPHAJ
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TOMOJIOTOB MEPUCTEMCIIEIN(PUIHBIX U “TUCTOBBIX
IEHOB, a TAKXKe MMOHEPHOI'O IIPUMEHEHU ST METOIOB
“obparnoii renetTuku”’ nns Ceratopteris richardii
(Youngstrom et al., 2019).

T'omonoru reHoB CIKNOX — mapKepoB Heaudg-
¢depeHIMPOBAHHBIX KJIETOK, BEISIBJIEHBI Y BCEX
Polypodiopsida (cM. puc. 1; Bharathan et al., 2002;
Harrison et al., 2005; Sano et al., 2005; Ambrose,
Vasco, 2016; Vasco, Ambrose, 2020; Romanova
et al., 2023); nx 3Kkcmpeccus M3ydeHa TOJILKO
y Polypodiidae. ¥ C. richardii u Elaphoglossum
lloense romonorn CIKNOX sKCIIpeccupyroTcst TOJb-
KO B yalieBuIHoM 30He (Sano et al., 2005; Ambrose,
Vasco, 2016), ay E. peltatum (Vasco, Ambrose, 2020),
Osmunda regalis u Anogramma chaeophylla — Bo Bcex
KJieTKax anmukaiabHON Mepuctembl (Bharathan
et al., 2002; Harrison et al., 2005). DTu naHHbIe
(cM. puc. 3A) noATBepPKAAaI0OT MHOTOKJIETOYHOCTh
MOHOIIJIEKCHOT MepHUCTeMbl MalmopOTHUKOBUI -
HEBIX, a TaKXKe YKa3bIBAaIOT Ha BEPOSTHOE CXOACTBO
dyukuuu T C1KNOX ¢ TaKOBOI y IIBETKOBBIX.

VY Bcex Polypodiopsida ects romosoru T® WOX
n3 kaaael T2 + T3WOX, cecCTpMHCKO# 110 OTHO-
meHuio K cynepkiazam T3 (mau WUS/WOX)
u T2 (KkoTopast eCTh TOJbKO Y CEMEHHBIX PACTEHUIA)
(Nardmann, Werr, 2013; Wu et al., 2019; Romanova
et al., 2023). ¥ Polypodiidae u Equisetidae nomnos-
HUTEIBHO €CTh TOMOJIOTY M3 cymepkiangsl WUS/
WOX (Bkawuatromeit kiaagy WUS/WOXS5 peryns-
TOPOB allMKaJbHBIX MEPUCTEM CEMEHHEBIX pacTe-
Huif) (cMm. puc. 1; Nardmann, Werr, 2013; Wu et al.,
2019; Romanova et al., 2023). OgHako, HECMOTPS
Ha (UIOTEHETUYECKYIO0 OJU30CTh K PEryJsiTo-
paM anMKaJIbHBIX MepucTeM, romonor WUS/WOX
y C. richardii sXxcripeccupyeTcst He B alTMKaJIbHOIT
MepHCTeMe mobera, a B altMKaJIbHBIX MHUIIHAISIX
KOpHEM, Tae OH Ko-3Kkcrpeccupyercsd ¢ CIKNOX
(cm. puc. 3A; Nardmann, Werr, 2012; Youngstrom
et al., 2019). B 1o xxe Bpems romosor WOX u3 ce-
CTpUHCKOI 1o oTHomeHUo Kk WUS/WOX kna-
Ibl 3KCIIPECCUPYETCS B allUKaJbHOM MepucTeMe
C. richardii (Wu et al., 2019), a cHUXeHUE YPOBHS
ero 3KCIpeccuy NPpUBOAUT K 00pa30BaHUIO CITO-
podUTOB C MEHBIIUM KOJINYECTBOM JIUCTHEB, T. €.
MOIaBJIsIeT OpraHoreHe3 B altMKajabHON MEpUCTe-
me (Youngstrom et al, 2019; Arnoux-Courseaux,
Coudert, 2024). Ha ocHOBaHUU 3TUX TaHHBIX MOX-
HO IIPEAITOI0XUTh, 4To TeHbl WUS/WOX (1 T3)
cynepkianel y Polypodiidae mpuo6penn ¢pyHKINIO
peryasuun (copMecTHO ¢ C1KNOX) HEeKOTOpPBIX
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TUIIOB MEPUCTEMATUYECCKMX KJIETOK, HO HEe alu-
KaJbHOI MepucTeMbl mmobera (Nardmann, Werr,
2012), Torma Kak KOHTPOJIb MOCAeAHE OCyIIecT-
Bisuics T® U3 ceCTPUHCKOM Kabl.

T'omonoru manbeix curHaiabHbiX 0e1KoB CLE,
KoTopkle coBMecTHO ¢ T WUS moagnepXuBaioT
MOCTOSIHHBIM 00beM anmuKaJabHON MEPUCTEMbI
nobdera 1BeTKOBBIX U UX peuenTopoB CLAVATA,
obHapyxeHHl Y Diplazium wichurae (Whitewoods
et al., 2018) u Salvinia cucullata (Hirakawa, 2022)
(cMm. puc. 1), HO B OTCYTCTBUE CBelleHUT 00 MX DKC-
IIPECCUM CYIUTH 00 UX (GYHKIIMKU HEBO3MOXHO.

Y nanopoTHUKOBUIHBIX UMEIOTCSI, TI0 MHEHUIO
pa3HBIX aBTOPOB, ABa WJIKW TPU U3 YETBIPEX M3-
BECTHBIX JJISI LIBETKOBBIX PETYIISITOPOB Pa3BUTHUSI
nucTtheB (cM. puc. 1). ['omosiorn “akTopa amakcu-
anpHocTn” C3HDZ u “dakTopa abakcuaJlbHOCTU”
KANADI npucytctBy1oT y Bcex Polypodiopsida
(Aso et al., 1999; Floyd et al., 2006; Frank et al.,
2015; Plackett et al., 2015; Vasco et al., 2016;
Zumajo-Cardona et al., 2019; Zumajo-Cardona,
Ambrose, 2020; Romanova et al., 2023). JlanHbIe
o Hanuuuu “¢pakropa agakcnanabHocTu” ARP mpo-
TruBOpeunBbl. beaok ARP 6b111 o6HapyXeH y naro-
potHuKa Osmunda regalis ¢ ICTIOJIb30BaHUEM aHTU-
TeJl, MIOJIYYeHHBIX IPOTUB 3TOI0 OejIKa KYKYpPY3bl
(Harrison et al., 2005), ogHaKo ero roMoJIOT! OT-
CYTCTBYIOT B reHoMmax Azolla filiculoides, Salvinia
cucullata, Ceratopteris richardii v Equisetum diffusum
(Hernadndez-Hernandez et al., 2021; Romanova et al.,
2023). I'omonoru apyroro “dakropa abakcuaiabHO-
ctu” — YABBY orcytcTBy10T y Bcex Polypodiopsida
(cm. puc. 1; Floyd, Bowman, 2007; Romanova et al.,
2021, 2023). I'omonoru C3HDZ TpaHCKpUOUPYIOT-
cs W B alIMKaJIbHOII MepuCTeMe, 1 B 3a4aTKaX JIM-
ctheB psaga Polypodiidae (cm. puc. 3A; Vasco et al.,
2016) u Equisetidae (cMm. puc. 3B; Frank et al., 2015),
YTO CXOOHO C MX BKCIIPECCUeil y CEMEHHBIX pacTe-
Huil. UckmoueHussmMu sBiasiiotrcs O. regalis ¢ 9Kc-
npeccueit C3HDZ TonbKo B TUCTHIX U P. nudum
¢ 9Kcrpeccueit ToJibko B ciopaHTusax (Vasco et al.,
2016). OnHako jokanu3aius 6eaka ARP He Tosb-
KO B 3a4aTkKax JIMCThEB, HO U B allMKaJbHOI Me-
pucteMe O. regalis (Harrison et al., 2005) otinyHa
OT TAaKOBO LIBETKOBBIX, Y KOTOPBIX JaHHbIe TM
aHtaroHuctudyHbsl CIKNOX, 1 mo3ToMy HUKOTrAa
HE KO-3KCIIPECCUPYIOTCS C TTOCIETHUM B alTUKaJIb-
Hoit MepucTeMe. DKcnpeccus ToMonoroB KANADI
y Equisetidae (Zumajo-Cardona et al., 2019) Takxe
MapKUPYeT U JUCThS, U allMKAJIbHYIO MEPUCTEMY,
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T. €. OTJIMYAETCs OT LBETKOBBIX, Y KOTOPbIX OHU
9KCIIPECCUPYIOTCS TOJBKO B JTMCTOBBIX 3a4aTKax.
O0o001IeHe (pparMeHTapHBIX JAaHHBIX 00 3KC-
MPECCUU “JIMCTOBBIX PETYISITOPOB” yKa3bIBaeT,
yto ux PpyHkuusa y Polypodiopsida mo kpaiiHeit
Mepe YaCTUYHO OTJIMYAeTCs OT TAKOBOU y I1IBET-
KOBBIX — HU OJIMH U3 “JINCTOBBIX PEryasITOPOB”
ManopOTHUKOBUJAHBIX HE aHTAaTOHUCTUYEH Me-
pucteMcneuGUUIHBIM TeHaM. Bo3dMoXHO, Kak
U Y TOJIOCEMEHHBIX pacTeHU, criennuduka Kc-
MPECCUU CBSI3aHa C Pa3InYUsIMU B TOPMOHAJbHOM
dome.

JelcTBUTEeNbHO, aHATOMUYECKHUE U IKCHEPU-
MEHTAaJbHBIC TaHHBIC YKA3hIBAIOT Ha BEPOSITHYIO
crieun UKy pacIpenesieHusT ayKCHA B BEpXYIIKe
nooera 1 ero BIMSIHUS Ha AU GEePEHLIUPOBKY KJe-
ToK y Polypodiidae mo cpaBHEHMIO ¢ IBETKOBLIMU.
Y mociaenHUX npokaMouil nuddepeHIupyeTCcs
B JIUCThSIX B pe3yabTaTe “KaHaJIu3aluu”’ Oas3urie-
TaJbHOTO ayKCMHOBOTO NoToKa (Mazur et al., 2020),
a MpU ymaJIeHUU JIUCTOBBIX 3a4aTKOB CTeOJeBast
4acTh COCTOUT TOJIBKO 13 MapeHxuMbl. Ha npu-
Mmepe Matteuccia struthiopteris moKa3zaHo, 4TO TIpU
yaoaJeHUH 3a9aTKOB JIMCThEB U3 allMKAaJIbHOM Me-
pucteMbl uddepeHIIUpyeTcsS OUINHIP ITPOKaM-
ous, okpyxatomuii cepaueBuny (Wardlaw, 1956;
Steeves, Sussex, 1989; Ma, Steeves, 1992; Vasco
et al., 2013). M3yuyeHue ructoreHe3a MHOTUX BU-
nmoB Polypodiidae monTBepaniio, 4To cepaleBUHA
U IIpoKaMOMii popMUPYIOTCS U3 allMKaJIbHOI Me-
pUCTEMBI aBTOHOMHO, TOTIa KaK 3aJI0XKeHUE JTUCTa
BBHI3BIBAET MapeHXMMaTHU3allI0 KJIETOK B OCHO-
BaHUMU JIUCTa — 0Opa3oBaHUE JIMCTOBOM JTaKyHBI
(cM. puc. 3A; Wardlaw, 1956, 1963; Steeves, Sussex,
1989). Ha ocHOBaHMM 3THUX TaHHBIX MOXHO Mpe.-
MMOJIOKUTH, UTO ayKCUH Y HUX CUHTE3UpYyeTCs KakK
B JIUCThSIX, TaK U B alIUKAJILHOM MepucTeMe; 3a-
TeM TPaHCIOPTUPYETCs 0a3uIeTalbHO, BbI3bIBAS
I depeHINPOBKY MPOKAMOUS B IUCThIX U CTE-
6JieBOIi yacTu cooTBeTcTBeHHO. IIpeanonaraercs,
YTO B 30HC OOBEIMHEHUS 3TUX TPAHCHOPTHBIX
MyTe KOHIIEHTpallds ayKCHMHa MpPEBHIIIACT He-
00XoIMMYyI0 AJ1s1 AUdhepeHIMPOBKHU TTPOKaAMOUs
U BBI3BIBAET MapeHXMMaTHU3all1I0 JUCTOBOIL Jia-
KyHBI (Ma, Steeves, 1992). [1antopoTHUKOBUIHBIE
OTJIMYAIOTCS OT IIBETKOBBIX TaKXKe pa3JIMYHBIM
BIAMSIHMEM ayKCHMHA Ha allMKaJbHYIO MEPUCTEMY
KOpHSL. Y TOC/IEeIHUX €r0 BHICOKASI KOHLIEHTpaL sl
SIBJISIETCSI HEOOXOAUMBIM YCJIOBUEM €€ BOZHUKHO-
BEHHUS B 9MOpHOreHe3e 1 Mocaeayonero GpyHKIm-
onupoBanusa (Friml et al., 2003), B To BpeMsI KaK
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MOBBIIIIEHE KOHILIEHTPAllM1 3TOro (MTOrOpMOHa
y Azolla filiculoides, HanipoTuB, ITOOABIISAET 00pa30-
BaHUe U pocT KopHeli (de Vries et al., 2016). Ctour
YIIOMSIHYTh, YTO 00pa3oBaHUE U POCT KOpPHEN Ta-
IMMOPOTHMKOB YCUJIMBAIOTCS MPU MOBBIIIEHUU KOH-
LIEHTpalluy HIUTOKMHMHA, TOTAA KaK Y IIBETKOBBIX
9TOT (PUTOTOPMOH ITOHABJISIET SKCIPECCHUIO PEry-
JIITOPOB allMKaJibHOM MepucTeMbl KopHs (Kurepa,
Smalle, 2022). Bo3M0XHO, 3TO OTIMYUE B TOPMO-
HaJbHOI PEryJIILMM CBSI3aHO C TEM, YTO KOPHU
MMaIlOpOTHUKOB (OPMUPYIOTCS U3 allMKaJIbHOM
mepuctembl modera (Hou, Hill, 2002; Romanova,
Jernstedt, 2005), a X BOBHUKHOBEHUE PETYJIHU-
pyercsas TO® WUS/WOX, KoTopble y LIBETKOBBIX
(YHKIIMOHUPYIOT IIPU BBICOKOI KOHIIEHTPALIUU
IATOKMHUHA.

Anuxaavnotil pocm eamemogumos
Cmpykmypa

JIunzoBnaHast AU IpucyTCTBYET TOJIBKO Ha paH-
HUX 3Tamnax pa3BuTus rametodputoB Equisetidae;
nocjeayollee pa3BUTUE JiomacTeil xapakTepu-
3yeTcs UM @y3HBIM, a HE allMKaJIbHBIM POCTOM;
panuaibHOCUMMETPUYHBIN raMmeToduT Psilotum
nudum XapakTepu3yeTcs aluKaJbHBIM POCTOM
B pe3yJbTaTe AeJIeHUI TPYIIIbl CXOMHBIX U300Ma-
METPHUYECKUX KJIETOK U OTCYTCTBUEM MOPQOJIOTr-
yecku 06ocobsieHHbIX AW (Bower, 1935). [lanHbIe
0 MOJIEKYJISIPHO-T€HETUYECKOM PEryJIsluu pa3BU-
TUS TaMeTO(UTOB Y TIpeACTaBUTEIICH 00ENX TPy
OTCYTCTBYIOT.

PazButue rametodutoB 6oabimiuHcTBa Poly-
podiidae HaUMHAETCSI C HUTEBUIHOMU CTaANU, CXOI-
HOIl ¢ MpOTOHEMOI MXOB, ¢ ToaychepruyecKoi
tepmuHanbHoii AU (Bower, 1935). MI3sMeHeHue
HaIlpaBJICHUS OEJICHUM C IIONepeYHOro Ha KOCo-
aHTHKJIWHAJbHOE IIPUBOAUT K U3MEHEHUIO Pop-
Mbl AWM Ha KIMHOBUAHYIO, a GOpPMBI FraMeToduTa
Ha mactuHuatylo (Tilney et al., 1990; Wada, 2008;
Imaichi, 2013; Bartz, Gola, 2018). ¥ HeKOTOpBIX
BunoB (Hanpumep, Ceratopteris richardii) aTa AU,
Ha3blBaeMasl “InepBUYHOI”, BCKOpe IepecTaeT ae-
JIUThCS, a U3 OJHOI U3 KpaeBbIX KJIETOK BO3HMKA-
et “BropuuHas” AN (Banks, 1999; cMm. puc. 3C).
AW rametoduta Polypodiidae ornmyaercst or AU
cmopoduTa cBoeit GopMoii U cTOCOOOM JeJIEHUI:
KJIWHOBUAHA, Aeasdluascsd napajlieIbHO IBYM
TpaHsM y MEpBOro M TeTpal3apuueckas, Aesias-
¢S mapaJjijieIbHO TpeM I'paHsaM y BToporo (Imaichi,
2013; Bartz, Gola, 2018; Wu et al., 2023). AKTUBHEBIE
JIejieHus1 Ipou3BoaHbIX AW (opMUPYIOT BOKPYT

BOTAHUYECKWUMW XXKYPHAJI Tom 110 Nel 2025
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HEC MapC€HXMMHBIC BaJINKU, B pE3YyJIbTaTC OHa OKa-
3bIBACTCA Ha OJHEC BbICMKMU, anuKaJbHOU Y BUOOB
299 299

¢ “nepBUYHOI” 1 OOKOBOI1 y BUIOB C “BTOPUYHOMK
AM (cM. puc. 3C; Banks, 1999; Bartz, Gola, 2018).

Ha nipumepe Onoclea sensibilis BBISIBIEHO, 4TO
Mmexny AW u ee mporu3BOAHBIMU Yy TaMETO(MUTOB,
KaK M y CIIopoduTOB, (POPMUPYIOTCS TOJIBKO IIepP-
BUYHBIE MJ1a3MOIECMbI, @ MX IJIOTHOCTh YMEHbIIIa-
eTcs o Mepe yaajieHus oT Hee KJietok (Tilney et al.,
1990). BeposiTHO, OTCYyTCTBUE MeXaHH3Ma (DOPMU-
pOBaHUS BTOPUYHBIX TJIA3MOAECM Y 00eUX CTaquii
KM3HEHHOTO IMKJIa 00YCIOBUJIO MOAIEepKaHUE
MOHOIUJIEKCHOTO CTPYKTYPHOI'O TUIA alTuKaJIbHbBIX
MEpPUCTEM U CIOPO(PUTOB, U TaMETODUTOB.

Peeynauyus

B ramerodure Ceratopteris richardii ynanocsk olie-
HUTH I'paIeHTHOE pacIIpeleliecHre ayKCHA, BU3Y-
aJM3UPOBaB IKCIPECCHUIO OMHOTO U3 Fe€HOB, KOIU-
pyOIIMX CUHTEe3 JaHHOro (putoropmoHa (CrTAA2).
bb110 BBISIBAEHO, YTO HanboJiee BLICOKUM YPOBHEM
ayKCHHa XapaKTepU3YIOTCS KJIETKU, PACIIOJIOXKEH-
HBIe B 0a3aJbpHON YacTU rameTouTa, a TaKXe —
B 001aCTU OOKOBOIi BEIEMKHU C “BTOopuuHOii” AU
(cM. puc. 3C); ObLI0 3KCOEPUMEHTATBbHO TIPOJIE-
MOHCTPHUPOBAHO, YTO (POPMUPOBAHUE ITOCEAHEN
aykcuH3aBucuMo (Withers et al., 2023). IIpone-
MOHCTPHMPOBAHO, YTO ayKCUH TPaHCIOPTUPYET-
cq u3 AN B okpyxkamllue KJIeTKH, odecreuyuBas
B HUX OoJiee BBICOKYIO KoHIeHTpanmio (Withers
et al., 2023). Dkcrpeccus romosora WOX u3 knaabl
cectpuHckoit WUS/WOX (T2 + T3WOX) mapku-
pyeT He TOJbKO allMKaJbHYIO0 MEPUCTEMY CIIOPO-
duta (Youngstrom et al., 2019), HO 1 KJIeTKHU rame-
To(nTa, Cpear KOTOPHIX BOSHUKHET “BTOpUYHAs”
AMN (Withers et al., 2023). B o6pazoBaBiueiica AU
CHUKAETCsI YPOBEHB DKCIIPECCUU TeHOB OMOCHUHTE-
3a aykcuHa u WOX, HO ocTaeTcsl BHICOKMM B OKpY-
KAIOIINX ¢€ KJIeTKaX, aKTUBHAas Ipoandepanus
KOTOPBIX ITPUBOAUT K (pOPMUPOBAHUIO BaJIUKOB
u BeiemkH (Yip et al., 2016). [1pu skciepuMeHTa b-
HOM TToJaBJjieHUn 3Kkcripeccun WOX pa3mepsl ra-
MeTO(pUTOB YMEHBIIIAIOTCS, YKa3bIBasl Ha ero poiib
B PeryasSIIUM allMKaJbHBIX MEPUCTEM KaK CIIOPO-
¢uToB, Tak U rametodutoB. K reHam, skcrpec-
cus kotopeix y C. richardii npyuypodeHa He TOJIbKO
K CITopodUTy, HO U K raMeTO(PUTY, TaKKe OTHO-
cartca “nuctoBoit peryasitop” C3HDZ (Floyd et al.,
2006) u romosior WOX n3 WUS/WOX cynepKiaabl
(Youngstrom et al., 2019), oqHaKo JOKaau3auuns UxX
9KCIIPEeCCHH B TaMeTO(dUTe IT0KAa HEM3BECTHA.

BOTAHUYECKUM )KYPHAJI Tom 110 Nel 2025

CpaBHEHNE MEPUCTEM CITOPO(PUTOB U TaMETO-
(UTOB MaNmOPOTHUKOBUIHBIX MOKA3bIBAET, UTO
TUI allMKaJIbHOM MEepUCTEMBl Yy TamlJIOWIHOTO
¥ OIUIIJIOUIHOTO MOKOJICHUM MOXET pa3indaThCs
(marmpumMmep, y Equisetidae u Psilotales); cmoco6 ne-
neHunii AU onpenensier MopghOJ0ruio; TpeXMepHas
y CIIOpO(UTOB ¢ TETPadAPUUYECKON U MIacTUHYA-
Tast OMHOCJIOHAS Y TaMEeTO(PUTOB C KJINMHOBUIHOMN
AW. MoHOIJIEKCHBI TUM alIMKaJlbHBIX MEPUCTEM
U HaJIM4YME TOJIbKO MEePBUYHBIX MJa3MOIECM Y ra-
MeToduToB U cnopoduTtoB Polypodiidae cBune-
TEJIbCTBYIOT B IIOJIb3Y KOPPEASIIUYA MEXAY STUMHA
MMpU3HaKaMH1, OOHAKO HAaJIUYME OBYX Pa3JIMIHBIX
TUIIOB allMKaJbHBIX MEPUCTEM Y CIIOPOGUTOB
u rametToputoB Equisetidae u Psilotales craBut
Koppeasauuio nog comHeHue. Ilo kpaliHeit mepe
y Polypodiidae aykcuH peryimpyetr BO3HUKHO-
BEHME U ToAaAepXKaHue alluKaJIbHONW MEPUCTEMBI
U raMmeToduTa, u cnopodura.

ATIUMKAJBHBIN POCT MJAYHOBUJIHBIX

Anukaavnan mepucmema cnopogpumos
Cmpykmypa

AnukanbHble MEPUCTEMBI criopo¢uToB Lyco-
podiopsida pazauuaroTcs Mo 4ymciy, ¢popMe 1 Cro-
co0y nmenenuit AWM. ¥V BunoB pona Selaginella
(Selaginellales, cm. puc. 1; puc. 3D), kak y Poly-
podiopsida, oHa OTHOCHUTCSI K MOHOIJIEKCHOMY
TUNY C TeTpasapudeckoil AV B IMOBEpPXHOCT-
HoMm cioe (Dengler, 1983; Harrison et al., 2007;
Harrison, Langdale, 2010; Romanova et al., 2010,
2022). YV octanbHbIX I1ayHOBUAHBIX (Lycopodiales
u Isoetales; cm. puc. 1; puc. 3E) B TOBEpXHOCTHOM
cJIO€ allMKaJbHON MEPUCTEMbI MMEETCSI HECKOJIb-
Ko nmpusMaTudeckux AW, u oHa OTHOCUTCS K CUM-
IJIEKCHOMY THUITY, KaK y OOJILIIMHCTBA rOJI0CEMEH-
HbIx (Paolillo, 1963; Jones, Drinnan, 2009; Gola,
Jernstedt, 2011). Ilo yasTpacTpyKTYpHBIM Xapak-
tepuctTukaM AW B MOHOITJIEKCHOM U CUMIIJIEKCHOM
MepHCTeMax IJIAayHOBUIHBIX CXOMHBI MEXIY COOOIA,
HO oTin4aoTcs oT AVl B MOHOIIJIEKCHOM MEpUCTe-
Me€ ITaIIOPOTHUKOBUIHBIX MEHBIIIEi BaKyOIU3all-
et (Romanova et al., 2022).

KocoaHTuKIMHaNbHBII TUIT AedeHuii AW 1 He-
paBHBIE MEePUKINHAJIBHBIE OCJICHUS B Mepopu-
TaX MOHOIIJIEKCHO MepucTeMbl Selaginellales
CXOIHBI C TAaKOBBIMHU y MamOPOTHUKOBUIHBIX
(Romanova et al., 2010, 2022), a aHTU- U TIEPUKJIU-
HaJIbHBIC OejieHnsI A B CHMILIIEKCHOM MepUCTeMe
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Lycopodiales u Isoetales — ¢ TaKOBBIMM B CUM-
IIJIEKCHOM MEpHCTEMe ToJIoCeMeHHBIX (Stevenson,
1976; Sterling, 1984; Gola, Jernstedt, 2011). O6mas
YyepTa almMKaJbHBIX MEPUCTEM BCEX IJIAyHOBUIHBIX
U MaropOTHUKOBUAHBIX — HaJU4Ue NpPU3MaTU-
YeCKHUX KJIETOK C YAJMHEHHBIMU aHTUKJIMHAJb-
HBIMU CT€HKaMHM B MOBEPXHOCTHOM cioe — 1M
(Dengler, 1983; Gola, Jernstedt, 2011; Romanova
et al., 2022). B o6oux CTpyKTYpHBIX TUIAX Me-
pucteM Lycopodiopsida BelaensieTcsl TakKe 30Ha
IIITN, cocTosiliast U3 NOAIIOBEPXHOCTHBIX U30AM-
aMETPUUCCKMX KJICTOK, XapaKTepU3yIOIINXCS pa3-
HOHAaIIpaBJIEHHBIMU AcJeHUsIMHU (cM. puc. 3D, E).
ITpousBoanbie I1TTU maayHOBUAHBIX OTIMYAIOTCS
OT TaKOBBIX Y MalNOPOTHUKOBUIHBIX (PYyHKIIMO-
HaJbHO: OHU aKTUBHO NENSITCS NMEepUKIUHAIBHO,
HaIllOMMHAasI CTeP>XKHEBYIO 30HY CEMEHHBIX pacTe-
HUM, 3aTeM YIJIUHSIIOTCSI 1 U OepeHINPYIOTCSI
B LICHTPAJIbHbIN TsX IMpokamous (cMm. puc. 3D, E;
Stevenson, 1976; Romanova et al., 2022). Yaiue-
BUJIHAs 30Ha, xapakTepHas nasa Polypodiidae,
y TIJ1ayHOBUAHBIX OTCYyTCTBYeT (Romanova et al.,
2022). CuMmactudeckass CTpyKTypa Koppeamn-
pyeT CO CTPYKTYPHBIM TUIIOM allMKaJIbHOM Me-
PUCTEMBI. TOJBKO IEPBUYHBIE IJIa3MOISCMBEI
B MOHOIIJIEKCHOH, IEpBUYHbBIE U BTOPUYHBIE I1J1a3-
MoaecMbl — B cuMruiekcHo#t (Imaichi, Hiratsuka,
2007; Romanova et al., 2022). Ha satux ¢akrax
OCHOBaHa TUIIOTE3a O TOM, YTO Y IUIayHOBUIHBIX
C CUMILJIEKCHOM MEPUCTEMOIM HE3aBUCHUMO OT I'0JI0-
CEMEHHBIX M IOKPHITOCEMEHHBIX BO3HUK MeXa-
HM3M MOCTHUTOKMHETUYECKOIO (DOPMUPOBAHUS
nasmonecM (Imaichi, Hiratsuka, 2007).

IIM1 urpatoT UCKIIOUUTEIBbHYIO POJib B OpraHoO-
reHe3e IJIayHOBUIHBIX, KaK M Y HNAaIIOPOTHUKO-
BHUIHBIX, HO CIIOCOO 00Opa3oBaHMS JINCThEB
B MOHOIIJIEKCHO M CUMIIJIEKCHOII MepHucTeMax
pa3znuyaetcsd (Romanova et al., 2010). B MmoHo-
njaekcHoi MepucteMe Selaginellales kocoaHTUKITH-
HallbHBIe meneHns 1 ¢dopMupyroT TUH30BUI -
Hble AW 1mucTheB, a B CUMILJIEKCHOII MEpHCTEME
y Lycopodiales u Isoetales nuctbsl obpa3yrorcs
MyTeM CKOOPIWHUPOBAHHBIX aHTHU- U TIEPUKIIU-
HaJbHBIX AedaeHUuil Heckoabkux I1H; yucio AU
00pa3yIomIeTrocs JUcTa KOPPEeaupyeT C YHUCIOM
AW B mepucteme (puc. 3D, E; Romanova et al.,
2010, 2022). B Mmepuctemax oboux tunos AU pe-
TYJISIPHO CMEHSIIOTCSI BO BpeMsl nuxoroMuu. Kak
y Polypodiidae, HoBeie AW Bo3Hukaiot u3 I1U,
YUCJIO KOTOPBIX YBEJIMYMBAETCS Iepe BETBICHU-
eM (Harrison et al., 2007; Harrison, Langdale, 2010;

POMAHOBA u ap.

Romanova et al., 2010; Gola, Jernstedt, 2011; Gola,
2014).

Peeynayus

Tomonoru mapkepoB HeauddepeHIUPOBAH-
HBIX KJIeToK CI/IKNOX oOGHapyKeHbl Y HECKOb-
kux BunoB Selaginella (Harrison et al., 2005),
Huperzia selago (Evkaikina et al., 2017) u Isoetes
lacustris (Maksimova et al., 2021) (cm. puc. 1). Ouu
BKCIPECCUPYIOTCS B allMKaJbHBIX MEpHCTEeMax
Selaginellales ¢ 6oee c1adbbIM YPOBHEM DKCIpPEC-
cuu B AW u ee OnmKailInX MPOU3BOJHBIX U 0O-
Jiee CUJIbHBIM — B nepudepuueckux 11 u B kiet-
Kax, CXOIHBIX CO CTEP>KHEBOI 30HOI (cM. puc. 3D;
Harrison et al., 2005; Kawai et al., 2010; Frank et al.,
2015). DTo ykasbiBaeT Ha cxomHy1o poab CIKNOX
y CITOpOo(UTOB IIAYHOBUIHBIX, TAIIOPOTHUKOBUI-
HBIX U CEMEHHBIX, a TaKXe MTOATBEPKIaeT MHOTO-
KJIETOYHOCTH MOHOILJICKCHOM altMKaJbHOII Mepu-
CTeMBbI CIOPO(PUTOB HECEMEHHBIX PaCTEHUIA.

T'omomoru WOX n3 knanbl, CECTPUHCKOI cyTiep-
knage WUS/WOX (unu T3WOX) ceMeHHBIX
pacTeHuii, HaiineHbl y Selaginella moellendorffii
u Isoetes tegetiformans (Wu et al., 2019; Youngstrom
et al., 2022), Toraa kak y Diphasiastrum complanatum
MPUCYTCTBYIOT TOJbKO 00Jiee NIPEeBHUE IOMOJIO-
T, cecTpuHckue cymnepkiaamzam T2 + T3IWOX
(Romanova et al., 2023; cM. puc. 1). ComocraBie-
HUE 3TUX JaHHBIX ¢ (pUIIOTeHHEel BBICIIUX pac-
TeHU# (cM. puc. 1) yka3sIBaeT, 4TO OEIKH, ce-
ctpuHckue cynepkiaage WUS/WOX, Bo3HUKIHU
y o011ero nmpeaka mjiayHOBUIHBIX, HO BITOCJEI-
cTBUM ObLIM yTpadeHbl y Lycopodiales (Romanova
et al., 2023). Ha ocHOBaHMU 3TOro0 MOXHO Mpe-
MMOJIOXMUTh, YTO MOHOIIJICKCHASI allMKaJbHasl Me-
puctema Selaginellales u cumniekcHas Isoetales
MMOTEHIIMAaJIbHO MOTYT PeTyJIMpPOBaThCS TOMOJIO-
ramMmu WOX 0OoJiee O1M3KMMHU K TAKOBBIM Y CEMEH-
HBIX pacTeHMii, yeM y Lycopodiales. B To ke Bpe-
M ns Selaginellales BBISIBIIEHO, YTO 3KCIIpEeCCHUsI
romojjoroB WOX mn3 obeux Kiaana (CECTpUHCKOM
WUS/WOX u cecrpunckoit T2 + T3WOX) cxon-
Ha. OHa MapkupyeT AW JTUCTOBBIX 3a4aTKOB Y MO-
JIOOBIE JTUCTHS, YKa3biBast Ha CXOACTBO UX (QYHK-
uuu (cMm. puc. 3D; Frank et al., 2015; Youngstrom
et al., 2022). DTy maHHBbIe, a TaKXe SKCIIPEeCcCUs
romosioroB WUS/WOX B AU kopHeii Polypodiidae
MOATBEPXKAAIOT, UTO M3HAaYaIbHOM DyHK1Meit T
WOX y criopo(dprTOB BEICIINX pacTEHUI, BEPOSITHO,
Oblna peryasuus opraHorenesa (Frank et al., 2015;
Youngstrom et al., 2022; Romanova et al., 2023).

BOTAHUYECKUN XXYPHAJ
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TI'omonorn curHansHBIX 6e1KoB CLE 1 ux pe-
nentopoB CLAVATA HalineHnbl y Selaginella
moellendorfii (Whitewoods et al., 2018; cMm. puc. 1),
OTHAKO CBeACHUS 00 UX DKCIIPECCUU OTCYTCTBYIOT.

I[InayHOBUIHBIE C MOHOIIJIEKCHBIMU U CHUM-
IIJICKCHBIMY MEpPUCTEMaMU, IIpU OOIIIeM CXOICTBE,
YaCTUYHO Pa3aInyaloTcs 10 Habopy peryasiTopoB
opraHoreHe3a (cM. puc. 1). Bce Lycopodiopsida
00J1agal0T roMoJiorTaMu OJHOTO U3 “paKTOpoB
aTaKCUaJIbHOCTN JIUCTHEB BETKOBBIX — C3HDZ
(Floyd et al., 2014; Vasco et al., 2016; Romanova
et al., 2023) u ogHOTO M3 “(PaKTOPOB abaKCHUAIHLHO-
ctu” — KANADI (Zumajo-Cardona, Ambrose, 2020;
Romanova et al., 2023). Selaginellales ormoaIHUTENIb-
HO MMEIOT TOMOJIOT “¢aKTopa agakcuaJlbHOCTH”
ARP (Harrison et al., 2005; Hernandez-Hernandez
et al., 2021), a Lycopodiales (H. selago) — “cbakTopa
abakcuanbHocTn” YABBY (Evkaikina et al., 2017).
IToxa3zaHo, uTo y . moellendorffii u S. kraussiana
romojioru C3HDZ MapKupyloT He TOJbKO JIUCTO-
BbIC IIPUMOPANM, HO U allMKaJbHYI0 MECPUCTEMY,
KaK y CEeMEHHBIX pacTeHUI M IMaOPOTHUKOBU/I -
HEIX (cM. puc. 3D; Floyd, Bowman, 2006; Prigge,
Clark, 2006; Vasco et al., 2016). Takum ke narrep-
HOM 3KCIIPECCUH XapaKTepu3yloTcs romonoru ARP
y S. kraussiana (cMm. puc. 3D; Harrison et al., 2005),
romosioru KANADI 'y S. moellendorffii (cm. puc. 3D;
Zumajo-Cardona et al., 2019) u romonoru YABBY
y H. selago (cm. puc. 3E; Evkaikina et al., 2017). Dkc-
peccus BceX “JTUCTOBBIX PEryasiTOpOB” KakK B 3a-
yaTKax JMCThEB, TaK 1 B allMKaJIbHOU MepUCTEME
U UX Ko-3Kkcrnpeccus B nocienHeit ¢ CIKNOX cxon-
Ha ¢ TAKOBOM Y ITAITOPOTHUKOBUAHBIX U TTO3BOJISIET
MIPEATIONOXNTh, YTO B 00EHX IPYIIIaX MPOrpaMMBbl
perynsiunn HennuddepeHIUPOBAHHOTO COCTOSIHUSI
KJICTOK M OpTraHOTeHe3a He ObLIM aHTarOHUCTHY-
HEIMU B OTJIMYME OT IIBETKOBBIX.

OuLeHUuTh paclpeleieHue aykKCuHa B Bep-
XyIIKe modera IjayHOBUIHBIX MOXHO TOJIBKO
10 KOCBEHHBIM IIpU3HAaKaM, KOTOPbI€ YKa3bIBalOT
Ha psii 0COOEHHOCTe! Mo CpaBHEHUIO C 1IBETKO-
BeiMU (cM. puc. 3D, E). Eciu y 11BETKOBBIX BHI-
coKast KOHIEHTpalus ayKCuHa Heobxoanuma s
o0Opa3oBaHUS JIUCTHEB, HO MOAABJSIET DKCIpPEC-
CHIO BCEX PETYJISITOPOB allUKaJbHOIl MEPUCTEMHI,
UHIruoOMpoBaHue 0a3umeTaJlbHOTO TpaHCIOpTa
aykcuHa y S. kraussiana, npuBOJsllIee K ero Ha-
KOIIJICHUIO B aIleKce mobera, He BIMSCT Ha opra-
HOTeHe3, HO IIPUBOAUT K OCTAaHOBKE pOocTa mobera

n KANADI, xoTopble y IBETKOBBIX 9KCITPECCUPY-
IOTCSI TOJIBKO ITPU BBICOKOI KOHIICHTPALIUU ayKCH-
Ha, MapkupyioT y S. moellendorffii u S. kraussiana
HE TOJILKO JIMCThsI, HO ¥ alIUKAJIbHYIO MEPUCTEMY
(Harrison et al., 2005; Floyd, Bowman, 2006; Prigge,
Clark, 2006; Zumajo-Cardona et al., 2019). BTn
(bakThI yKa3pIBaIOT HA TO, UTO allMKaJIbHasl MEPU-
cTeMa IJIAyHOBUHBIX XapaKTepPU3yeTCsl BHICOKUM
YPOBHEM JAaHHOTO (PUTOTOPMOHA 1, BEPOSITHO, pe-
TYJIUPYETCS UM.

ATMMMKAJIBHBIN POCT TAMETO®UTOB

l'aMeToUTHI PAaBHOCIIOPOBLIX I1JIAYHOB B HayaJe
CBOEr0 OHTOreHe3a XapaKTepU3YIOTCSI HEIIPOI0JI-
KUTEJIbHBIM BEpXYILIEYHBIM POCTOM, HO HE UMEIOT
CHeLMaJIU3UPOBAHHBIX alIMKAJbHBIX MEPUCTEM,
IMOCKOJIbKY Ha BepXylIKe raMeToduTa oopa3yror-
cs raMeTaHruu. Pa3Butue rameToduTa Nponucxo-
IUT NPEeUMYIIEeCTBEHHO OJlaronaps AesiTeIbHOCTHU
HHTepKaasapHoit Mmepuctemsl (Bower, 1935; Bruce,
1979).

ATIMKAJIBHBI POCT MOXOOBPA3HbBIX

Mepucmemot camemochumoe
Cmpyxkmypa

T'aMeTO(UTHI JOMUHUPYIOT B XKU3HEHHOM LIMKJIE
MOXOOOpa3HbIX; OHU Pa3BUBAIOTCS U3 aluKalb-
HBIX MEPUCTEM, HO MUMEIOT TAKCOHOCIIEIIM(UIHEIE
0COOEHHOCTH.

HopcoBeHTpaabHble TaMeTOGUTH aHTOLIEPO-
ToBBIX (Anthocerotophyta) m Me4eHOYHUKOB
(Marchantiophyta) HamoMuHalT rametodu-
Thl Polypodiidae (puc. 4A, B), HO oTnuvaroTcs
OT TMOCJEAHUX TOJIIMHONA B HECKOJBKO KJIETOK
(Bower, 1935; Bierhorst, 1971). Paznasg tonamuHa
raMeToGUuTOB omnpeAesisseTCcs pa3IndreM B CIIO-
cobe nmenenuss AW, KkoTopble B 00enx rpyrnmnax
WMEIOT KJIMHOBUAHYIO GOPMY: V aHTOILIEPOTOBBIX
W TTIEYEHOYHHMKOB OHHU JIEeNSITCS MapaliieIbHO Ye-
TeipeM rpaHsam (Kohchi et al., 2021; Frangedakis
et al., 2023), a y Polypodiidae — aBym (Imaichi,
2013; Bartz, Gola, 2018). O6bI1YHO B anuKaabHOI
mepucteme Anthocerotophyta u Marchantiophyta
(YHKIMOHMPYET IBE—UETHIPE PACIIOIOKECHHEIC
psaaom AW (Kohchi et al., 2021); ux neaeHus na-
pallIelIbHO KaXI0oi M3 TpaHeil o0pa3yroT Mepo-
¢uTH npusMaTudeckoit popmsul. IIpousBoagHbIe

(Sanders, Langdale, 2013). 'omonoru ARP, C3HDZ “popcainbHBIX MepOGUTOB” (OPMUPYIOT BEPXHIOIO
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4acTh raMeTo(UTa, a TPON3BOAHBIE “BEHTPAILHBIX
MepodUTOB” — ero HUXHIOW 4dacTh. [IpousBo-
JTHbIE “JIaTepalbHbIX MEPO(PUTOB” aKTUBHO ACTST-
cs1, 00pa3ys BLICTYITBI (DOTOCUHTETUYECKON TKaHU
o 6oxkam ot AU, KOTopbie UHTEPIPETUPYIOT KaK
npoTtoTun 60kKoBeIX opraHoB (Kohchi et al., 2021;
Frangedakis et al., 2023). B pesynbrate AU 1 nx
HEIMOCPEACTBEHHBIC IIPOMU3BOAHbBIC PACIIONATal0T-
cs B BbleMKe, Kak y rametopurtoB Polypodiidae
(Wu et al., 2023). Ilogpa3aeneHue anuKaJlbHOM
MepUCTEMBI TaMeTOohUuTOB Anthoceros agrestis
u Marchantia polymorpha Ha 6onee KpynHsie AU
M1 OKpYyXKalomue ux 0oyiee MEeJIKHE ITPOU3BOIHEIC
HAIIOMUHAET 30HAJIbHOCTh alTMKAaJIbHBIX MEPUCTEM
CHopodUTOB IJIayHOBUAHBIX, TAIIOPOTHUKOBUI-
HBIX U ceMeHHBbIX. OMHAaKO B OTJIMYME OT CIIOPO-
GUTOB, 30HATBHOCTh TaMeTO(GUTOB OPMUPYETCS
TOJIBKO B OMHOI, MeIHOJIaTePaJIbHOM ITIJIOCKOCTH.
I'ametodutsl aHTouepotoBbix (Frangedakis et al.,
2023) u neyeHouHukoB (Kohchi et al., 2021), B oT-
nuuue ot rametoduToB Polypodiidae, BeTBsiTCS 11-
xoTomuuecku. [lepen nuxoromueii yBeanmdnuBaeTCs
yucyio AW, nociae yero nBe HoBble AU popmupy-
IOT HOBbIE “amMKajibHbIE BEIEeMKU” (CM. puc. 4A,
B; Bower, 1935). 'ameTtanruu (y aHTOLEpPOTO-
BbIX; Frangedakis et al., 2023) u rameTaHTruoGOpPLI
(y meuenounukoB; Kohchi et al., 2021) o6pa3yrorcsa
BOu3u AW u pacnojiararotcsl BOJIM3U MECT pa3BeT-
BJeHUs rametoduTta (cMm. puc. 4A, B), ykasbiBas,
YTO UX 00pa3oBaHUE MPEAIIECTBYET BETBICHUIO.
OCco0eHHOCTh aHTOLIEPOTOBBIX COCTOUT B TOM, UTO
ux AW BO3HMKAIOT U3 KpaeBbIX KJIETOK I10 BCEM
IMOBEPXHOCTHU raMeToduTa; Kaxaass u3 Hux Gop-
MHUPYET CBOIO BEIEMKY U CIIOCOOHA K IIOBTOPHOM
IUXOTOMUM. B pe3ynbrare MX raMeTODUTHI Xapak-
TEPU3YIOTCSI pa3HOHAIPABAEHHBIM POCTOM (CM.
puc. 4A). Y nieueHouHUKOB HOBble AW BO3HMKAIOT
TOJIBKO Ha OTHOM IIOJIIOCE raMeTo(uTa, Io3TOMY
€ro poCT OMHOHAMpaBJjeH (cM. puc. 4B).

I'ameTodpnuter MxoB (Bryophyta) mpoxondaT He-
CKOJIBKO OHTOT€HETHUYECKUX CTaAN, 3aKOHOMEP-
HO cCMeHs s cnocod aeneHuit AU u, Kak cieacTBue,
Mmopdoaoruto. OHTorene3 Physcomitrium patens
HAYMHAETCId CO CTaAVU HUTEBUIHOW BETBAIIEH-
¢S TIpOTOHEMBI, IuddepeHIInPOBAHHON Ha XJIO-
poHeMy c monepeuHo mensieiics AW (puc. 4C;
Kofuji, Hasebe, 2014; Harrison et al., 2009), u xa-
ynoHeMy ¢ AW, nensiieiics KOCOAHTUKJIUHAIbHO
(Harrison et al., 2009; Fouracre, Harrison 2022;
Nemec-Venza et al., 2022). Ha xaynoneme obpa-
3y10Tcsl TeTpal’apudeckue AW, popMmupyloiiue

POMAHOBA u ap.

paavaJlbHOCUMMETPUYHBIE TaMeTO(OpHI, KOTO-
pble MOP(OJIOTUYECKH CXOXU C I0OEeraMu CIopo-
¢utoB Beiciux pacteHuii (Kofuji, Hasebe, 2014;
Nemec-Venza et al., 2022). AU rameTtodopa ne-
JIUTCS Mapajule]ibHO TpeM I'paHsIM U oOpas3yeT
npu3MaTuyecKue MepoUuThl, KaKk B MOHOIIJIEKC-
HBIX MEpUCTEMaX CopoGUTOB IIJIayHOBUIHBIX
W NanopOTHUKOBUAHBIX. OOHAaKO, B OTINYHUE
OT MHOTOKJIETOYHBIX MEPUCTEM ITOCIETHUX, a TaK-
Ke OT MEPHUCTEM raMeTO(PHUTOB aHTOLICPOTOBBIX
U MIeYCHOYHMKOB, allMKaJIbHAsI MEpUCTEMa TaMe-
To(popa MXOB COCTOUT U3 eAMHCTBeHHOI AU, nmo-
CKOJIBKY B KaXIIOM M3 Mepo(dUTOB cpa3y ke 00-
pasyetcsa nuH3oBngHast AW nucra (cMm. puc. 4D;
Kofuji, Hasebe 2014; Yip et al., 2016; Hata, Kyozuka
2021). PocT rameTo(popoB IIPOUCXOAUT HE B pe-
3yabpTare neneHuii AW, a bmaromaps mponudepa-
LMY KJIETOK MHTEPKAJISIPHONA MEPUCTEMBbI, U JJIs
HuX He cBolicTBeHHa nuxotroMus (Kofuji, Hasebe
2014; Hata, Kyozuka, 2021).

XoTs1 MOX000Opa3Hble 00JlafaloT MepUCTEMOM
¢ Tepas’apUIeCKUMU WA KIMHOBUIHBIMU AW, KO-
TOPYIO ¥ cIOPOGUTOB paCTEHUI CBSI3BIBAIOT C OT-
CYTCTBHEM MeXaHM3Ma (DOPMUPOBAHUS IIOCTIIATO-
KMHETUUYECKHUX IIJIa3MOIAECM, MOCIeIHNEe OBLIN
OOHapy:KeHBI B alleKcax TraMeTO(MUTOB psiua IIpe-
craButeneii Marchantiophyta m Anthocerotophyta,
a TakXxe B 0a3aJlbHON MepucCTeMe cropoduTa
Anthoceros agrestis (Wegner, Ehlers, 2024). Hanau-
yye BTOPUMYHBIX IJIa3MOJECM B MEPUCTEME rame-
TO(MDUTOB aHTOILIEPOTOBBIX, IIEUEHOUHMKOB, a TaK-
xe Chara corallina (Cook et al., 1997; Franceschi
et al., 1994), npu OTCYTCTBUMU Yy CIOPOGUTOB
Selaginellales, yka3pIiBaeT, YTO OHW MOTIJIU BO3-
HUKHYTbH Y TaMeTO(PUTOB paHBbIIe, YeM y CIIOPO-
¢dutoB (Donoghue et al., 2021). HekoTopble aBTO-
pol (Fouracre, Harrison, 2022; Frangedakis et al.,
2023) cuuTaloT, 4TO 3TU (PAaKThl apTyMEHTUPYIOT
TOYKY 3p€HHUS O HE3aBUCUMOM BO3HMKHOBECHHUH
aIMKaJIbHOTO POCTa y TaMeTO(MUTOB U CIIOPOGUTOB
BBICIIMX PACTCHUMA.

Takum oO6pa3oM, MHOTMe acneKThl (PyHKIIMO-
HUPOBAaHUS allMKaJIbHOU MEPUCTEMBbI: TMXO-
ToMus co cMmMeHoit AWM y Anthocerotophyta
u Marchantiophyta, obpa3oBaHue JUCTHEB MY-
TeM Bo3HUKHOBeHUs1 AW y Bryophyta Hanomu-
HaeT PYHKIMOHUPOBAHUE MOHOIIJIEKCHOI amnu-
KaJbHOI MepucTeMbl ciopoduToB Selaginellales
u Polypodiopsida. OnHako uMeromuecs gaH-
HBIE CBUIECTEIBCTBYIOT O TOM, UTO PErYJISIIUs
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Puc. 4. CTpyKTypa u peryasuus MEpUcTeM MOXO00pa3HbIX.

CxeMbl raMeTo(UTOB M NTPOAOJBHBIX CPE30B alMKaJlbHBIX MepucTteM Anthocerotophyta (A), Marchantiophyta (B);
Bryophyta: nporonema (C); rameTodop (D) u cxemsl cnopodutoB Anthocerotophyta (E), Marchantiophyta (F); Bryophyta
(G). KapTupoBaHue s3KCIpecCy T€HOB U pacIipeaeeHs ayKCMHA OCHOBAHO Ha CIenyoomux myoankanusax: Sakakibara
et al. (2014); Yip et al. (2016); Youngstrom et al. (2019); Dierschke et al. (2021), Kohchi et al. (2021), Fouracre, Harrison
(2022); Nemec-Venza et al. (2022); Frangedakis et al. (2023). ptn — npoToHeMa, c/n — KayJoHeMa, St — HOXKa, ft — cTora,
im — uHTepKajaspHast Mepuctema. OctajibHble 0003HaYeHU S KaK Ha puc. 1-3.

Fig. 4. Structure and regulation of bryophyte meristems.

Schematics of gametophytes and longitudinal sections of the apical meristems in Anthocerotophyta (A), Marchantiophyta
(B); Bryophyta: protonema (C); gametophores (D) and schematics of sporophytes of Anthocerotophyta (E), Marchantiophyta
(F), Bryophyta (G). Mapping of gene expression and auxin distribution is based on: Sakakibara et al. (2014), Yip et al. (2016),
Youngstrom et al. (2019), Dierschke et al. (2021), Kochi et al. (2021), Fouracre, Harrison (2022), Nemec-Venza et al. (2022),
Frangedakis et al. (2023). ptn — protonema, c/n — caulonema, st — seta, ft — foot, im — intercalary meristem. For the other
captions and symbols see Figs. 1-3.
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alMKaJIbHOM MepUCTEMBbI raMeTo(GUTOB MOXO-
00pa3HbIX CYILIECTBEHHO OTJIMYAETCS OT TAKOBOM
y cIOpo(pUTOB.

Peeynayus

BaxHasa peryasitopHasts 0COOEHHOCTH MOXO-
00pa3HBIX COCTOUT B TOM, UTO romojioru CIKNOX —
F€HOB, KOIUPYIOIIUX PEeryasiTopbl HenudhepeH-
LIMPOBAHHOI'O COCTOSHUS MEPUCTEMaTUYESCKUX
KJEeTOK CIOpO(HUTOB, BEPOSITHO, HE YIACTBYIOT
B PETYyJISIIIMU MepUCcTeM raMeToduToB. Tak, TomMo-
snoroB CIKNOX Het B reHoMe Anthoceros agrestis (CM.
puc. 1; Li et al., 2020), moTepst X PyHKIIMU HE BIU-
seT Ha pa3BuTue ramerodura y Physcomitrium
patens (Sakakibara et al., 2008), oHE He 3KcHpec-
cupylotcsa B rametodurte Marchantia polymorpha
(Bowman et al., 2017; Dierschke et al., 2021).

T'omMo0T1 APYTOro KIIOYEBOTO PETyiasiTopa aIu-
KaJbHBIX MepucteM — TA® WOX, BbIIBIIEHHbBIE
y Anthocerotophyta, Marchantiophyta n Bryophyta
(cm. puc. 1) oTHOCATCA K cynepkiuane TIWOX, ran-
MeHee ponctBeHHoit WUS/WOX (Nardmann, Werr,
2012; Wu et al., 2019; Romanova et al., 2023). T'eHsl,
konupytoine TO TIWOX, skcnipeccupyloTcs B ra-
MeTo(duTax BceX MOXOOOpa3HBIX U AeTaJIbHO U3Y-
YeHHI Y IEYeHOYHUKOB 1 MX0B (Arnoux-Courseaux,
Coudert, 2024). TameTtodutel M. polymorpha
¢ notepeil pyHkuuu TIWOX xapakTepusyroTcs
YMEHBIIEHHBIMU pa3MepaMu, IIPEanoJOXUTeNb-
HO, BCJIEACTBHME HapyIlleHU 1 (yHKIIMOHUPOBAHUSI
AWM (Hirakawa et al., 2020; Hirakawa, 2022) u npo-
Judepanueit KJIeToK 3a mpeaeaamMu anuKaabHON
MmepucteMbl (Arnoux-Courseaux, Coudert, 2024).
Xots1 y P. patens Hanboiee CUIbHAsI BKCIIPECCUS
TIWOX npuypoueHa Kk AU (cm. puc. 4D; Sakakibara
et al., 2014), noteps ero pyHKLMU HE BBI3bIBAET
HapyIlIeHW B pa3BUTUU raMeTo(GOpPOB, YTO CTABUT
O COMHEHME poJib JaHHBIX TA B peryasauuu ux
passutug (Nardmann, Werr, 2012; Sakakibara et al.,
2014; Youngstrom et al., 2019; Fouracre, Harrison,
2022).

Hannuue y Bcex MOXOOOpa3HBIX TOMOJIOTOB
curHajbHbIX 0enkoB CLE, ux penenTopoB U Kope-
uentopoB (CLAVATAL u np.) npu UX OTCYyTCTBUU
y Charophyta (cm. puc. 1; Whitewoods et al., 2018;
Hirakawa, 2022) cBUIETEIBCTBYET O TOM, YTO pe-
TYJSTOPHBIA MOAYJb, COCTOSIINMN MO KpaliHEH
Mepe u3 ogHoro 6enka CLE u omHoro penenrto-
pa CLAVATA, BO3HUK y 00I1Iero npeakKa BbICIIUX
pacteHunit. @YHKIMOHAJBHBINA aHAJIM3 JaHHOTO
MO YJIS TI0KAa3aJjl €ro CreupUKY y IIe4eHOIYHUKOB
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u mxoB. Tak, y M. polymorpha roMmoor reHa, Ko-
IUpyrolero curHajibHblii 6e1ok CLAVATA3
(MpCLE?2), mapKupyeT aKTUBHO IEJISIINECS KIeT-
Ku, okpyxarwimue AU (cm. puc. 4B), a reH, konupy-
fomuit ero peterrrop, romonor CLAVATAI — camn
AMN. O6paboTka rametoputoB 6eakamu MpCLE?2
yBeanuuBaeT 4yuciao AW 1 npuBOIUT K MHOTO-
KpaTHOI TUXOTOMUMU, a MOTeps ero GyHKIUU —
K COKpallleHuo yrucia AW v mogaBiisieT BETBIEHUE,
T. €. UTPaeT poJb, MpoTHBOIONoXKHYI0 CLAVATA3
LIBETKOBEIX, KOTOPHI 3Kcnpeccupyetrcss B AU
1 OTPaHMYMBAET pa3Mep OPraHM3YIOIIEro ILeH-
tpa (Hirakawa, 2022). Ipyroit cuirHajabHbI 0€J10K
(MpCLE1) — 6amn3kuii romonor CLE40 (xoTo-
pBIii Y IBETKOBBIX CTUMYJIMPYET Npoaudepalnio
kieTok I13), HanmpoTus, mogasugeT aeneHnsT AU
u guxotomuio M. polymorpha (Hirakawa et al.,
2019; Coudert et al., 2019). DTu daxTH yKa3bl-
BalOT Ha TO, YTO JaHHbIE CUTHAJbHbIE OEJIKU CO-
BMECTHO CO CBOMMM pelLieNTOpaMU PeryjiupyroT
yucino AU Marchantiophyta, HO TOMOJIOTH OJTHUX
U Tex ke 6eakoB CLE urpamoT NpoTUBOIOJOXHBIE
pOJIY B PETYJISILIUA MEPUCTEM CHOPO(MUTOB IIBET-
KOBBIX I TaMeTODUTOB ITIeYCHOYHUKOB. [ pyras
0COOEHHOCTD ITOCETHUX COCTOUT B TOM, UTO CHUT-
HaibHBINA 6eoK CLE2 y HUX He B3auMOAEHCTBYET
¢ T® TIWOX, uTo OoTIIMYAET €ro OT EAMHOTO pe-
ryastopHoro moayiass CLAVATA3/WUS nBeTko-
Beix (Hirakawa, 2022). Y P. patens reHBl, KODUPYIO-
mue curHanbHble 0enku CLE, skcripeccupyrorcs
B IpoToHeMe U B rameTodopax (cMm. puc. 4C, D),
a reHbl, kogupyomue nux perentopsel CLAVATAL,
KO-9KCITPECCUPYIOTCS C HUMU TOJIBKO B TTIOCIEAHUX
(Whitewoods, 2021; Nemec-Venza et al., 2022). BrI-
siBJIeHO, uTo noTeps ¢pyHkuunu CLAVATAI npuBo-
IuTy P. patens K 06pa30BaHMIO0 MHOTOYMUCIEHHbBIX
JonoJHUTeNbHBIX AW B ocHOBaHMM raMeTodopa,
yKa3bIBasl Ha TO, 4YTO gaHHBINA T® BeposTHO orpa-
HU4yKBaeT yucuo AW cXogHo co CBOMM TOMOJIOTOM
y uBeTKOBBIX (Cammarata et al., 2023). I[TockoabpKy
CXOMHBIN (PeHOTUTT HAbJII0JaeTCs TIpu 00paboTKe
uutokmHnHoM (Cammarata et al., 2023), npenmno-
naratot, yTo Monyib CLE/CLAVATAI y MxoB pery-
JIMpyeT ypoBeHb faHHoro ¢putoropmoHa (Fouracre,
Harrison, 2022). O6pabotka P. patens 6enkaMn
CLE npuBoAUT K YMEHbIIEHUIO pa3MepOB rame-
Toopa U YKCIa JUCTHEB, YKa3bIiBas Ha UX POJb
B OTpaHUYEHUM AeJeHUI He ToJbKo AW, HO 1 1H-
TepKaysspHoit MmepucteMbl (Whitewoods et al., 2018).
®dyHkuunoHaiabHoe cxoncTBo 6enkoB CLE MxoB
1 LIBETKOBBIX IIOATBEPXKIAETCS SKCIIEPUMEHTaAMU,
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B KOTOPBIX TOMOJIOTU U3 P. patens BoccTaHaBIU-
Banu nortepio GyHKOuN CLAVATA3 Arabidopsis
thaliana (Whitewoods et al., 2018; Whitewoods,
2021; Nemec-Venza et al., 2022). Bce 3T naHHbIe
yKas3bIBalOT, YTO, HECMOTPS Ha TaKCOHOCTIEUDUY-
HbIe OCOOCHHOCTH, PEryIsLUs alluKalbHbIX Me-
puctem moayinem CLE/CLAVATA koHcepBaTuBHA
y crtopoHUTOB ¥ TaMEeTO(PUTOB BBICIIUX PACTCHUIA.

T'omounoru ogHoro “akTopa agakcuaaibHOCTU”
C3HDZ u onHoro “daxkrtopa abakCHMaJlbHOCTU”
KANADI BeISIBIEHBI BO BCEX IpyIllax MOXoobpa3s-
HbeIX (Yip et al., 2016; Romani et al., 2018; Li et al.,
2020; Romanova et al., 2023). I'omomoru gpyro-
ro “gakropa amakcuaabHocT” ARP eCcTh TOJIBKO
y M. polymorpha (Briginshaw et al., 2022), a romo-
Joru “gakTopa agakcuaabHocTu” YABBY ToabKO
y A. agrestis (Li et al., 2020) (cm. puc. 1). Hanau-
Yye y BCEX MOXO00pa3HbIX TOMOJIOTOB PEryasiTo-
POB Pa3BUTHUS aJaKCHAJIbHOTO M a0aKCHaJIbHOTO
JTOMEHOB JIMCTA MO3BOJSET IPEANOJOXUTh, YTO
MPeANOChIIKHY JJ1s1 BOBHUKHOBEHMSI OpraHoreHe3a
B allMKaJIbHOI MepucTeMe BO3HMKIIN yXe y rame-
ToduTtoB. ToT dpakT, uro M. polymorpha nomnonHu-
TeJIbHO nMeeT ToMoJior ARP, a A. agrestis — romoJior
YABBY, yka3eIiBacT Ha TO, UYTO PETYJISIOUS aIlk-
KaJbHOTO POCTa JOPCOBEHTPAJbHBIX ramMeTodu-
ToB Anthocerotophyta u Marchantiophyta ¢ MHoroO-
KJIETOUHOI anMKaabHON MepHUCTEMOI MOrJia ObITh
CJIOXHee, YeM paauaJbHOCUMMETPUUYHBIX TaMETO-
¢uToB Bryophyta ¢ ofHOKJIETOUHOM anuKaJbHOM’
MepucTteMmoil. Ha ocHoBaHMM TOr0, YTO TOMOJIOTU
C3HDZ obHapyxeHbl B rameTodute Chara u sKc-
MpecCUupyroTcs Kak B raMeToduTe, TaKk U B CHO-
poduTe aHTOLIEPOTOBHIX U MXOB, MpEIIIOJaramr,
yTo B oTiinuune oT CIKNOX, >tu TP n3HavaabHO
(GYHKIIMOHMPOBAJIM B TaIUIOMIHON (ha3e KU3HEH-
Horo nukia (Yip et al., 2016). Y P. patens romono-
ru C3HDZ sxcrnipeccupytotes B AU rameTodopoB
U JIUCTHEB, a TAKXKe B MHTEPKAJISIPHON MEpUCTEME
(cm. puc. 4D), a moteps nx PyHKIIMYU BEIET K CHU-
KEHUIO aKTUBHOCTH ITOCJIeAHEN M YMEHBIICHUIO
pa3MepoB raMeTo¢GopoB, HO HE OKa3bIBAacT BJIU-
sIHUSI Ha obpa3oBaHue U pa3BuTue JuctbeB (Yip
et al., 2016). Ha 3TuX JaHHBIX OCHOBaHa T'MITOTE-
3a, yto y rametopuros T® C3HDZ, BeposiTHO,
PEryINpYIOT IeJeHUS KJICTOK MHTEPKaJSIPHOM,
HO He amuKalibHoU MepucteMbl (Yip et al., 2016).
T'omosnoru KANADI (MpKAN) u3ydeHbl TOJIBKO
y M. polymorpha, y KoTopoii akcnipeccupyetrcs B AU
1 UX IPOU3BOAHEIX (CM. puc. 4B). UX KOHCTUTYTUB-
Hasl BKCIIPeCCUsI IIPUBOIUT K PEIYKIIMK Pa3MepOB
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raMeTo(UTOB U UX Pa3BETBICHHOCTH, a IIOTe-
pst X GYHKIIUN — K OOJIBIICH pa3BETBICHHOCTH
(Briginshaw et al., 2022). BrigBieHO, 4TO TOMOJIOT
KANADI M. polymorpha cnoco6eH KOMIIEHCUPOBaTh
JIe(deKThl y MyTaHTOB A. thaliana 1io 3TOMy TeHy. DTH
JaHHBIE YKa3bIBAIOT Ha (DYHKIIMOHAIBHOE CXOICTBO
T® KANADI B 00eux rpynmnax: nogaBicHUE MepH-
CTEeMaTUYHOCTU U HeauddepeHIIMPOBAHHOTO CO-
crosiHud KieTok (Briginshaw et al., 2022).

DKCIMepUMEeHTaJIbHO YCTAHOBJIEHO, YTO ayKCUH
BJIUSET HAa pa3BUTHE TaMeTOPUTOB MOX0O0Opa3-
HbIX. [JoGaBJieHUE CMHTETUYECKOrO ayKCHHa
(2,4-Jux10pHeHOKCUYKCYCHOI KHUCIOTHI) K KYJIb-
TypaM KJIETOK TaMeTO(GUTOB aHTOILEPOTOBBIX CTU-
MyJIupyeT ux aeiaeHue u poct (Gunadi et al., 2022).
O6paboTtka ramerodutoB M. polymorpha cuHTeTH-
YeCKUM ayKCMHOM M MHTHOMTOPOM €ro TpaHCIIOP-
Ta (HadbTuIpTaTaMUHOBON KHUCIOTOWM) MOKa3a-
JIa, YTO y MMEYCHOYHNKOB ayKCUH CUHTE3UPYETCS
B anukalibHOU Mepucteme (Suzuki et al., 2021).
Ero nakomienue B AW npu o6paboTKe 610KaTO-
paMu 0a3WneTaJbHOrO TPaHCIIOpTa MHTUOMpPYET
WX IeJICHWE W IPUBOAUT K YMEHBIICHUIO Pa3MepOB
U pa3BeTBJEHHOCTU raMetoduToB (Suzuki et al.,
2021, 2023). Kpome TOro, BBISIBJIEHO, YTO CUHTE3
aykcuHa y Marchantiophyta perynupyercs T®
KANADI: y myTaHTOB C notepeit ero GyHKIUU
MOBBIIIAETCS SKCIPECCHUS OMHOI'O U3 TeHOB CUH-
Te3a aToro putoropmona, MpTAA (Eklund et al.,
2015). Ha aTux 1aHHBIX OCHOBAHO IpPEAIOoJIoXe-
Hue, uto TO® KANADI 6inokupyert genenus AU,
MOJABJISASI CHHTE3 ayKCUHA U aKTUBUPYSI DKCIIpec-
cuto CLE] (Hirakawa et al., 2019). ¥V P. patens, Kak
uy M. polymorpha, aykcuH cuHTe3upyetrcs B AU
(cm. puc. 4C, D) u ocyliecTBiaseT anuKajlbHOE
JomuHupoBaHue. Hapylmenue 6a3umneTaabHO-
ro TPaHCIOPTa ayKCHMHA Y MXOB TaKXXe IPUBOIUT
K ero HakomjeHuio B AWM, 4To, B CBOIO ouepeb,
MoAaBJISIET €€ NeJIeHUs, KaK U Y MeYeHOUYHUKOB.
IIpu sTOM ocnabeBaeT almMKaabHOE JOMUHUPOBA-
HHE 1 pa3BUBAIOTCSI MHOTOYHCIEHHBIC TIOYKH B OC-
HOBaHUM rameTodopa, Kak IIpu notepe QPyHKINN
CLAVATALI, 4TOo KOCBEHHO yKa3bIBaeT Ha ayKCUH-
3aBHUCUMOCTH TocyiegHero y Bryophyta (Harrison,
2017b; Coudert et al., 2019; Suzuki et al., 2021).

Mepucmemuvt cnopogpumos
Cmpyxkmypa

PasButue cnopodurtos Anthocerotophyta, Mar-
chantiophyta u Bryophyta pa3nuyaetcs. Criopo-
(GUT aHTOUEPOTOBEIX HEe MMeeT allMKaJIbHOI
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MEPUCTEMBI, a Pa3BUBAETCSI M3 OTHOCHUTEJIBHO
IAUTENbHO (YHKUIMOHUPYIOLIEl 6a3aibHOI Me-
pucteMbl. OMHAKO HEKOTOpPHEIE MCCICIOBATEIN
MoJjiaraloT, YTO CBOMMM MECTOIOJOXEHUEM U Xa-
pakTepoM OeJieHUM KJIEeTOK OHa HaloOMHHAaeT
anuKaJbHYI MEPUCTEMY KOPHS, a IpyTue cuuTa-
IOT €€ UHTEPKaJISIPHON MEPUCTEMOM, MOCKOIbKY
0a3aJpHO MO OTHOIIEHMWIO K HEM pacliojlaracTcs
MHOTOKJIETOUHas cTorma (rayctopus) (cm. puc. 4E;
Frangedakis et al., 2023). CnopoduT nedeHOIHU -
KOB TaKXe HEe UMEeT allMKaJbHOW MEPUCTEMBI;
Ha paHHUX CTaIusIX SMOpHOTeHe3a IIeYeHOUYHUKOB
npoaudepaTuBHas 30Ha, 00pa3ylomas HOXKY, JO-
KaJMu30BaHa Hajl cTonoii (cMm. puc. 4F), T.e. cxon-
Ha TI0 ITOJIOXEHUIO C MEPUCTEMOI aHTOLIEPOTOBBIX
(Kohchi et al., 2021; Dierschke et al., 2021). Ha pan-
HUX CTaIMsIX OHTOTIeHe3a CIIopoduTa MXOB Ha €ro
anuKaJbHOM IOJIIoce 000CO0sIeTCs TeTpasapuye-
ckast AU, xoTtopast GyHKIIMOHUPYET KpaTKOBpe-
MEHHO, U OCHOBHYIO POJib B Pa3BUTUU criopoduTta
WrpaeT MHTEepKaJsapHas MepucteMa (cm. puc. 4G;
Fouracre, Harrison, 2022). Takum o6pa3om, UH-
TepKaJisipHasl MJIM CXOAHAas ¢ Hel 10 MOJIOXKEHU IO
MepucTeMa CBOMCTBEHHa BCEM MOXOOOpPa3HBIM,
Torma Kak anuvkajabHas MEpUCTeMa YHUKaJIbHA 115
Bryophyta.

Peeynauyus

Cyuralor, 4To UcxogHoi pyHkuueir TD, konu-
pyembix reHamMmu CIKNOX (coBmectHo ¢ T® BELL)
SIBJSIJIOCh BOBHUKHOBEHME OUIIJIOMIHON (ha3bl
>KM3HEHHOTO IIMKJIa Y BOTOPOCIIEBBIX ITPEIKOB BbIC-
mux pacteHuit (Bowman et al., 2016). Dkcnpeccus
reHoB C/IKNOX HeobOxonuMa Takke s Hadalia
neneHuit 3urotsel M. polymorpha (Dierschke et al.,
2021; Hisanaga et al., 2021; Coudert et al., 2019). I'o-
moJioru CIKNOX skcnipeccupytorcst B AW cnopo-
duTta u ee ONMXKANIIMX NPOU3BOTHBIX YV P. patens
(cM. puc. 4G); skcnepMMeHTaJIbHO MOKAa3aHO, YTO
OHM HEOOXOAMMBI X JOCTATOYHEI IJIsI BOSHUKHO-
BeHUS U QYHKIIMOHMPOBAHU S €€ MHTEPKaJISIPHOM
MmepucteMhbl (Sakakibara et al., 2008). XoTsa romo-
jgoru CIKNOX oTCyTCTBYIOT B TeHOMe A. agrestis,
aHTOLIEPOTOBbIE UMEIOT reH u3 kjaacca C2KNOX,
KOTOPBIM MNPEUMYIIECTBEHHO 3KCIIPECCUPYETCS
B cnopouTe M, BEpOSITHO, KOMIIEHCUPYET (PYHK-
nuto orcyTerBytomero C/KNOX (Frangedakis et al.,
2023).

YcraHoBieHo, 4yTo roMoiorn T WOX us cy-
nepkaansl T1 (HauMeHee POACTBEHHOU pery-
JIaTOpy MepucTeMm 1BeTKOBEIX WUS) v P. patens

POMAHOBA u 1p.

HEOOXOMUMBI HJIsS PEeryJissiuu AeJEHUS KJIeTOK
3aponbilia U1 Bo3HUKHOBeHUsS AW cropodura
(Sakakibara et al., 2014). CpaBHeHUEe UX GYHKINHA
C TaKOBOIf y TaMeTO(MTOB ITOKa3bIBaeT, UTO MTaH-
Hple T® Moram peryampoBaTh Npoaudepannio
KJETOK Ha 00eux CcTaausIX KM3HEHHOTO IIHMK-
na Bryophyta, HO mpuoOpesn CrIocCOOHOCTh OCY-
MIECTBAATHL peryassnuio AW Tonbpko y criopodu-
ToB (Sakakibara et al., 2014). Dkcnpeccus reHoB,
konupylomux T TIWOX, obHapykeHa TaKkKe
B criopodute A. agrestis, HO UX QYHKIIMS MTOKa He-
n3BecTHa (Arnoux-Courseaux, Coudert, 2024).

HexoTopble TOMOJIOTH “JUCTOBBIX PEryJsTO-
pOB” TaKxKe 3KCIIPECCHPYIOTCS B cropodurax
MoXx000pa3HbIX. Tak, TPaHCKPUIIILIUSI TOMOJIOTOB
C3HDZ cuavana mapkupyeT AW, a mocie npekpa-
1eHus ee PyHKIIMOHUPOBAHUS — UHTEpKaJsIp-
HYyI0 MepucTemy criopoduta P. patens (cMm. puc. 4G;
Yip et al., 2016). INTonaratot, uyto cnocodHocTh T
C3HDZ perynupoBaTh QYHKIIMOHUPOBAHUE 3TUX
MmepucteMm y cnopoguton Bryophyta mosgBuiaace
B pe3yjbTaTe MOITUGUKaALIUU IIPOrpaMMBbl peTyJsi-
I MHTEePKAJISIPHON MEPUCTEMEI UX TaMeTO(PUTOB
(Yip et al., 2016). ExviHCTBEHHbI U3BECTHBIN N5
MOX000pa3HbIX ToMoyior YABBY, KOTOpblii BBISIB-
JIEH Y aHTOIIEPOTOBBIX, SKCIIPECCUPYETCS B CIIO-
podute, ofHAKO ero (pyHKILMS MMOKa HEM3BEeCTHA
(Li et al., 2020).

YcTaHOBIEHO, YTO AyKCUH UTPAET BaXKHYIO POJIb
B PEryasiiMM MEPUCTEM HE TOJIBKO raMeTO(pUTOB,
HO U cnopoUTOB MOX00obOpa3HbIX. Tak, 00padboT-
Ka CUHTeTHYEeCKUM ayKCMHOM MHTUOUPYET POCT
cnnopoduToB Anthoceros laevis (Suzuki et al., 2021),
BEPOSITHO, IOIABJISIS AeJIeHNE KJIETOK ero 0a3aib-
HOIT (MHTepKaJSIPHOI 10 APYyTroif MHTEPIIpeTaLIN)
MepucTeMbl. ¥ criopoduta Bryophyta aykcuH, Ha-
OPOTUB, CTUMYAUPYET aeaeHus1 AV, mOCKOIbKY
noteps GyHKIMU ero 6e1KoB-TiepeHocuukoB PIN,
MIPHUBOASIIIAS K HAKOIIJICHUIO TaHHOTO (PUTOTOp-
MoHa B AU, uHayuupyetT ee 6ojiee OJIUTETbHOE
¢dynkuuonupoBanue (Harrison, 2017b; Harrison,
Morris, 2018).

B coBOKymHOCTH 3TH HaHHBIC CBUACTEILCTBY-
IOT O TOM, UTO CIOPOGUTHI MOXOOOpPa3HbIX 00JIa-
Jal0T HaOOpOM M3BECTHEIX IIJISl IIBETKOBBIX peTy-
JIATOPOB anMKaJIbHOTO pocTta. ToT ¢hakT, 4TO Mpu
HapylleHUU 60a3UMeTalbHOTO TPAaHCIOPTa ayKCU-
Ha criopoduThl P. patens xapakTepu3yrooTcs Ooee
IUTATEIbHBIM alTuKaJIbHBIM POCTOM M JaxKe JUX0-
TOMUEH, IMpenIojlaraeT, YT0 y HUX YK€ UMEJINCh

BOTAHUYECKWUMW XXKYPHAJI Tom 110 Nel 2025
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PETyJISITOPHBIE MPEAIIOCHIIKH AJISI BOSHUKHOBE-
HHUS OTKPBITOrO POCTa.

OBCYXIEHUWNE

BePOﬂmele meﬂaeﬂuuu 6 360/110UUU OMKPbILNMO2O
pocma: CmpyKmypHbsle aCneKkmal

B cooTBeTcTBUU ¢ cCOBpeMeHHON (UIOTECHU-
eit Anthocerotophyta — gpeBHelilIas rpyra, ce-
CTPUHCKAS IO OTHOIIEHUIO K OCTaJbHBIM BHIC-
muM pacteHusaM (cMm. puc. 1; Harris et al., 2022).
Tot ¢akT, 4TO Kaxkaast 13 MHOTOUYUCICHHBIX ME-
pUCTEM MX TaMeTO(PHUTOB COCTOUT M3 HECKOJb-
KX AW 1 uX MpousBOAHBIX, MEXAY KOTOPLIMU
GopMUPYIOTCS BTOPUYHBIE IJa3MOAECMBbI, MO-
3BOJISIET MPEANOJOXUTh, YTO MHOIOKJIETOUHAsI
MepucTeMa 1 MeXaHu3M (pOpMUPOBAHUS TTOCT-1I1-
TOKMHETUYECKMX TLIa3MOIeCM BO3HHUKIIN Y OOIIIe-
ro npenka Bcex Boiciiux pacteHui (Frangedakis
et al., 2023; Wegner, Ehlers, 2024). 'ameTohuThI
Marchantiophyta u Bryophyta — cecTpuHCKUX
MeXay coboii rpynn (cM. puc. 1) obiamaioT pas-
HBIMU II0 CTPOCHUIO U (YyHKIIMU alluKaJIbHbBIMU
MepHUCTeMaMM. Y MEPBBIX OHA CXOAHA C TaKOBOM
Anthocerotophyta Mo 30HaJIbHOCTH, CUMIIJIACTH-
YeCKOM OpraHMU3alluy U OTCYTCTBUIO OpraHoreHe3a
(Kohchi et al., 2021), a y BTOpbIX COCTOUT U3 €AUH-
CTBEHHOIT AV, He MMeeT BTOPUUHBIX IJ1a3MOIECM,
HO criocoOHa ob6pa3oBbiBaTh opraHbl (Ligrone,
Duckett, 1998; Fouracre, Harrison, 2022). 9tu
pa3anyus yKa3bplBalOT HA TO, YTO Y TaMeTO(UTOB
yuciao AW onpenensercsd CIocoOHOCTHIO (POPMMU-
pOBAaTh MOCT-IIUTOKUHETUICCKUE TIJIa3MOIECMBL:
MHOTOKJICTOYHBIC alTMKaJIbHBIE MEPUCTEMBI aHTO-
LIEPOTOBBIX U IICYEHOYHUKOB HE CITOCOOHBI K Opra-
HOTEHE3Y, a OMHOKJIETOUHBIE Y MXOB — CIIOCOOHHI.

Mepuctemy crnopodutoB Anthocerotophyta,
KOTOpasi He MUMeeT 30HAJIbHOTO CTPOEHUS U pac-
rmojiaraeTcs HajJd CTOMNOI, HEKOTOPbIE CUMUTAIOT
nnTtepkansgpHoit (Wegner, Ehlers, 2024). Cnopo-
¢uTtel Marchantiophyta TakxXe XapakTepusymTcs
KpaTKOBPpEeMEHHO (DYHKIIMOHUPYIOIIEH NHTepKa-
JIIPHOM MEPUCTEMOM M OTCYTCTBHUEM AlMKAJIbHOM
MepucteMbl (Kohchi et al., 2021). KpaTkoBpeMeHHO
dyHKIMoHUpyoIIyo AW, He cmocoOHYIO K opra-
HOreHe3y, UMEeIOT TOJIbKO ciopoduThl Bryophyta,
OCHOBHYIO pOJib B UX Pa3BUTUU MIpaeT UHTEP-
KansgpHas mepuctema (Nemec-Venza et al., 2022).
DT PaKkThl TTO3BOJSIOT MPEANOJNOXUTh, YTO UC-
XOOHOM st cIOopo(dUTOB Ha3eMHBIX PaCTCHUI
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OblJ1a MHOT'OKJIETOYHASI MHTepKaJIsIpHasl MEpUCTe-
Mma, a AW MX0B MorJjia BOBHUKHYTb B pe3yJibTaTe
MonudUKallUd IporpaMM, PEryIupyoIInX anu-
KaJIbHYIO MEpPUCTEMY raMeTO(MUTOB.

Y cnopodurtoB Rhyniophyta s.1. (Kidston,
Lang, 1920), niayHOBUAHBIX U3 MOPsaAKOB Lyco-
podiales u Isoetales Tak e, KaKk y raMeTO(pUTOB
Anthocerotophyta u Marchantiophyta B anukaib-
HOII MepuCcTeMe OOHOBPEMEHHO (PYHKIIMOHHUPYET
Heckonbko AW (Gifford, Foster, 1989); y rmiayHo-
BUOHBIX U3 3TUX NOPSIIKOB (GOPMUPYIOTCS BTO-
puunHble Ttasmoaecmbl (Imaichi, Hiratsuka, 2007;
Romanova et al., 2022). 3Tu ¢aKThl MO3BOJSIIOT
MIPEAIOJ0XUTh, YTO allMKaJdbHasl MEPUCTEMA C He-
ckonbkuMu AWM moria ObITH UCXOOHON Kak IS
ramMmeToUToB, TaK U IJ51 CIIOPOMUTOB BHICIINUX
pactenuit. Hanuuue enuHcTtBeHHO AU n oT-
CYTCTBHME BTOPMYHBIX IJa3MOIECM Y BUAOB poja
Selaginella n 6onpmimHcTBa Polypodiopsida cBu-
JIEeTeIbCTBYET O TOM, UYTO PEBEPCUSI K MOHOIIJIEKC-
HOMY BOAOPOCJIEBOMY TUIY B CBSI3U C BEPOSTHOM
yTpaToil MexaHu3Ma (pOPMUPOBAHUSI BTOPUIHBIX
IJ1a3MOJECM Y TaMeTO(PHUTOB U CIIOPOGUTOB MOT-
JIa IPOMCXOAUTH HE3aBUCUMO U HEOIHOKpaT-
Ho (Cooke et al., 1996; Imaichi, Hiratsuka, 2007;
Evkaikina et al., 2014, 2017). JIoTTOTHUTEIBHBIM ap-
T'YMEHTOM B MOJIb3Y 3TOM TOYKH 3PEHUSI CIYXKHUT TO,
YTO TPAHCKPUIITOMbI MOHOILJIEKCHBIX alIMKaJIbHbBIX
MmepucTeM ciopoduToB Selaginellales u Equisetidae
MEHEe€e CXOMHBI MEXAY CO00M, YeM KaxKaasi U3 HUX
C TPAHCKPUIITOMOM MEPUCTEM IIBETKOBBIX (Ha ITPU-
mepe Zea mays) (Frank et al., 2015).

HeszaBucumo ot uncia AWM MepucteMsbl CIopo-
(GuTOB M raMeTO(PUTOB BCEX BBHICIIUX PACTCHUM
(3a ucknpoueHueM Bryophyta) MHOTOKJIETOYHEI
1 oOJlamaloT cXxogHOM 30HambHOCTHIO (Friedman
et al., 2004). Ux MoxXXHO moapa3neanuTh Ha Ooee
KPYITHbIE KJIETKH B LIEHTPE U 00Jiee MeIKUe, OKpY-
JKalIYe U MOACTUIAIONINE UX KJIETKU (KOTOphIe
10 MECTOMOJIOKEHMIO MOXHO Ha3BaTh 113 u I13
cootBeTcTBeHHO) (Gifford, Foster, 1989; Kohchi
et al., 2021; Frangedakis et al., 2023). ¥ cnopopu-
TOB IJIAyHOBUIHBIX, MTAIIOPOTHUKOBUIHBIX U TO-
JoceMeHHBIX 113 MOXHO moapa3ieuTbh Ha OAHY
WJIM HecKosibko AW, Onuxkaiiline K HUM IIpU-
3matudeckue I B MOBEpXHOCTHOM CJIO€ U MX
OTHOCUTEJIbHO KPYIHBIE MOAMNOBEPXHOCTHBIE
npou3BoAHble (Ha3zbiBaeMble y mepBbix ITI1H,
a y MocJedHUX HEeHTPaJbHBIMUA MaTepPUHCKUMHU
KJIeTKaMu). AIMKaJIbHAsI MepPHUCTEMa IIBETKOBBIX
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HMeEeT ABE OTIMYUTEIbHBIE 0coOeHHOCTHU. [lep-
Basi — OTCYTCTBHE MOP(OJOTNUESCKUX pa3InInid
mexay AW u moajiexxaluuMu UM KjaeTkaMu (opra-
HU3YIOILIETo IEHTPa), KOTOPhIE BMECTE COCTABIISIOT
113. Bropass — Han1M4YMe OTHOTO UM HECKOJIBKUX
Hapy>XHBIX CJIOEB aHTUKJIMHAJIBHO IESIINXCS
KJIETOK, KOTOPbIE YCTAHABJIMBAIOT CUMILJIACTHYE-
CKME KOHTAKTHhI ¢ MOMJIeXAaIIUMU CIosIMu, pop-
MHUPYS TTIOCT-IMTOKUHETUYECKHE T1J1a3MOIECMBI
(Imaichi, Hiratsuka, 2007). YcTaHoBJI€HO, 4TO Ha-
PYXHBI CJIOM TYHUKMU SIBJISIETCS HE IIPOCTO TAKCO-
HOMMWYECKOM, a (PYyHKIIMOHATBHON 0COOEHHOCTHIO
anMKaJbHOM MEPUCTEMBI IT00era IIBETKOBHIX, I10-
CKOJIBKY SIBJISICTCSI IYTEM ITOJISIPHOT'O TPaHCIIOP-
Ta ayKCHUHa, W, B OTJIMYKE OT OCTAJbHBIX KJIETOK
anuKaJIbHOI MepUCTeMBI ITobera, XxapaKTepu3yeT-
¢S BBICOKOI KOHIIEHTpaIlneil 3Toro ¢puToropMoHa
(Reinhardt et al., 2003). XoTs KJIeTKH, IOACTUIA-
omue 3 (uau ITTIM y HeceMeHHBIX pacTeHUT),
I depeHIUPYIOTCS B pa3Hble TKAHU: IIEHTPaJb-
HBI# Ts3K TpoKam6us y Lycopodiopsida u Psilotales
u B cepaueBuHy y Equisetidae, Polypodiidae, ro-
snoceMeHHbIX U 1BeTKOBBIX (Gifford, Foster, 1989),
Ha HayaJbHOM 3Tane TUuPPepeHIUPOBKHU Y BCEX
STUX pacTeHUil OHU aKTUBHO HEINISATCSI, TIO3TOMY
MOTYT CUMTAThCSI CTEPKHEBOU 30HOM. AKTHUBHAs
mpoaudepaliys KJIETOK Ha HEKOTOPOM yIaJeHUU
oT AW cxomHa ¢ TaKOBOI B MHTEPKAJISIPHON MepU-
cTeMe cnopo(UTOB BCceX MOXOOOpPa3HBIX U raMe-
ToduTtoB Bryophyta u Lycopodiales (Bower, 1935;
Winther, Friedman, 2008). MoxXHO TIpeanoJIoXUTh,
YTO HE TOJIbKO allMKaJibHasi, HO MHTepKajsipHas
MepucTeMa raMeTO(PUTOB OBIJIM YHACJeTOBaHBI
1 MOIMMUIIMPOBAHBI CIOPO(PUTAMU; OCICTHSS —
B CTEP>XKHEBYIO 30HY.

B 10O Xe BpemMsa HU (a3a XKM3HEHHOTO LMKJA,
HM CTPYKTYPHBIM THN allMKaJIbHOM MEPUCTEMBI
HE OIpenensioT crennduKy opraHoreHesa. Tak,
IUXOTOMMUS cO cMeHOoi AW xapakTepHa sl CIIO-
podutoB Selaginellales, Psilotales m HeKOTOpPBIX
Polypodiidae ¢ enuHcTBeHHOIH AW, a Takxke ra-
MmeToduToB Anthocerotophyta, Marchantiophyta
u criopoduToB Lycopodiales ¢ Heckonbkumu AU
(Naumenko, Romanova, 2008; Gola, Jernstedt,
2011; Romanova et al., 2010; Kohchi et al., 2021;
Frangedakis et al., 2023). DTo 1M03BONSIET IPEAIIO-
JIOXXUTh, 9TO IIpOrpaMMa TUXOTOMUM CIIOPOPUTOB
MorJa OBITh YHacCJIegoBaHa OT TaKOBOIl rameTodu-
ToB. Knetrku nmoBepxHocTHoro cios (ITHN) urpa-
0T UCKJIIOYUTEIbHYIO POJIb B 00pa3oBaHUM JIH-
cTheB y rameToduToB Bryophyta ¢ MOHOILIEKCHOM

POMAHOBA u ap.

MepucteMoir m cropodutoB Lycopodiopsida
C MOHOITJIEKCHOM Y CUMILJIEKCHOM MepucTeMaMu
(Harrison et al., 2007; Harrison, Langdale, 2010;
Romanova et al., 2022). OTanune ceMeHHBIX pac-
TEHU I COCTOUT B TOM, UTO MX JIUCThS 00pa3yloTcs
B I13, a mX ”HULIMALIXSI HAYMHAETCS HE B IIOBEPX-
HOCTHOM, a B noamnoBepxHOCTHHBIX ciosax (Esau,
1969; Skupchenko, Ladanova, 19847). HecMmoTps
Ha TO 4TO anukKajbHas mepuctema Polypodiopsida
UMeeT 30HY, cxonHYyIo ¢ 13 ceMeHHBIX pacTeHUI,
WX JIUCThS TaK Xe, KaK y IPYTUX HeCEMEHHBIX
pacTeHuit 00pa3ylTCs U3 KJIETOK IIOBEPXHOCTHO-
ro cios. M3 3oHbI, cxonHoit ¢ I13 y rameTouToB
Anthocerotophyta, Marchantiophyta, Bryophyta
n Polypodiidae ob6pa3yioTcsd JOpCOBEHTpallb-
Heie Banuku (Bartz, Gola, 2018; Kohchi et al.,
2021; Frangedakis et al., 2023), a y cnopo¢duToB
Polypodiidae — kopun (Romanova, Borisovskaya,
2004). Takum oOpa3oM, 3Ta 30HA y4acCTBYET B MOp-
(¢oreHese, kak raMeTo(UTOB, TaK U CIIOPOGUTOB,
HO He TaK, KaK Y CEMEHHBIX PaCTEHUIA.

Bepo;zmﬂbte meﬂdemguu 6 360/1H0UUU OMKPbIMO2O
pocma: MOAEKYAAPHO-2eHemuvecKkue acneKkmal

Ha ocHoBaHuu toro, uto romojioru KNOX pe-
TYJIUPYIOT 3KCHPECCHIO “3UTOTUYECKUX TeHOB”
3eJieHoit Bogopocnu Chlamydomonas sp. (Bowman
et al., 2016; Szovényi et al., 2019), He sKcIIpeccu-
pyioTcs B rameTouTe neueHouYHUKa Marchantia
polymorpha (Bowman et al., 2017; Dierschke et al.,
2021) 1 He BAMSIOT HA pa3BUTHE raMeTopuTa MXa
Physcomitrium patens, HO peryJupyloT pa3BUTHE €TI0
cnopodurta (Sakakibara et al., 2014) npenmnoJaraeT-
Csl, YTO OHM CHITpaJid KJIIOYEBYIO POJIb B BO3HHUK-
HOBEHMU U MOCJIEAYIOIIEM YCIOXHEHUHU MHOTIO-
KJIETOYHOTO cITOopouTa, MOAACPXKUBAST €T0 KIETKU
B HeauddepeHIUPOBAHHOM COCTOSIHUU. Bo3MoX-
Ho, ucxonHo CIKNOX perynupoBanu nuddys-
HYI0 Impoaudepannio KJIETOK U KPaTKOBPEMEHHO
(PYHKIIMOHHUPYIOIITYIO MHTEPKAJISIPHYIO MEPUCTEMY,
MMEIOLIYIOCS Y CITOPO(PUTOB BCEX MOXOOOPa3HBIX
(Fouracre, Harrison, 2022). IlpeamnosiaratoT, 4TO
InepeMelieHrne JoMeHa UX 9KCIIPEeCCUM Ha alu-
KaJIbHBIH TI0JII0C 3aponkbiiia y Bryophyta ceirpasno
KJIIOYEBYIO POJIb B BOSHMKHOBEHUU alTUKaJIbHBIX
Mmepuctem criopodutoB (Fouracre, Harrison, 2022;
Arnoux-Courseaux, Coudert, 2024). KnwoueBas
poab C1KNOX B peryiasuuu anvKaJbHOrO pocTa

7 [Skupchenko, Ladanova] Ckynuenko B.B., Jlaganosa H.B.
1984. CtpyKTypa oHOJIeTHEN XBOU B KpoHe Picea obovata
(Pinaceae).— bort. xypH. 69(7): 899—-904.
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CIOpPO(UTOB BBHICIINX PACTEHUI MOATBEPXKIAETCS
X 3KCIIpeccueil B MepucTeMax IJIayHOBUAHBIX,
MMallOpOTHUKOBUIHBIX U CEMEHHBIX pacTeHUI,
a TakXe OTCYTCTBUE allMKaJbHON MEPUCTEMBI
y MYTaHTOB LUBETKOBLIX (Arabidopsis thaliana) ¢ 1io-
tepeit ux ¢pynkuuu (Long et al., 1996). Bo3amoxxHo,
ytpata romojioroB CIKNOX y Anthocerotophyta
(Coudert et al., 2019; Arnoux-Courseaux, Coudert,
2024) obOycioBaMBaeT crieuUPUKY pa3BUTUS UX
cnopoduTa He U3 anMKaabHOU, a U3 6a3aJlbHOMI
(MM UHTEPKAJISIPHOI) MEPUCTEMBI.

HecmoTps Ha TO YTO BBISIBJIEHHBIE Y MOXOOOpa3-
HbIX roMoJioru TM WOX oTHoCATCA K cynepKiaiae
T1, nan6onee ornaneHHoit ot WUS/WOXS5 xiansl
cynepkaansl T3, K KOTOPOI OTHOCUTCS KJIIOUEBOM
‘opraHu3arop” anuKajJbHON MEPUCTEMBbI LIBETKO-
BeIX (Wu et al., 2019), moteps pyHkuuu TIWOX
HapylaeT ¢pyHKuuoHupoBanue AW rametropuToB
MEYEHOUHUKOB. DTO TO3BOJISET MPEAMNOJIOXKUTD,
y1o TIWOX M0OXx000pa3HbIX KOHTPOJIUPOBAIHU allu-
KaJbHYIO MEPUCTEMY raMeTOdDUTOB, YTO CXOIHO
¢ poabsio WUS y cnopodutoB nBeTkoBbix. C Apy-
roii cTopoHbI, 3Kcnpeccus romojaoroB WOX, ot-
HOCSIIIIMXCS K CECTPUHCKOM 110 oTHOIIeHuIo WUS/
WOX knane B 3aUaTKax JUCTheB ILIayHa Selaginella
moellendor{fii n 5KCIIpeccusi TOMOJIOTOB, BXOMSIIINX
B cynepkiaany T3 (mim WUS/WOX) B AU kop-
Heli martopoTHuKa Ceratopteris richardii yka3bIiBaeT
Ha To, 4To ucxonHoi dyHkuueit TO WOX y cno-
POGUTOB MOTJia ObITh PETYSLINS BOSHUKHOBEHUS
HoBbIX AU nipu opranorenese (Frank et al., 2015;
Youngstrom et al., 2019). Dxcnpeccus T u3 kinaasl
WUS/WOXS5 B I13 THeTOBBIX, a HE B LIEHTPaJIbHBIX
MaTepPUHCKMX KJIETKAaX, KOTOPBIE I10 ITOJIOKEHU IO
COOTBETCTBYIOT OPraHU3YyWIIeMy LEHTPY LIBET-
KOBBIX, MOXET CBUACTEILCTBOBATh 00 UX (PyHK-
LIMOHAJILHOU crieluduke 1o cpaBHeHuo ¢ WUS
(Hirakawa, 2022).

Tot ¢akT, 4TO TOMOJIOTH MaJblX CUTHAJbHBIX
o6enkoB CLE n ux peuentopoB CLAVATA otcyT-
ctBy10T Y Charophyta, HO nMeOTCS Yy MOXoo0Opas-
HBIX, IJJayHOBUAHBIX, MAIIOPOTHUKOBUIHBIX U CE-
MEHHBIX paCTEHUI ITO3BOJISIET MTPEAIIOIOXUTh, YTO
JaHHBINA PEeryJIaTOPHBIM MOIYJb BO3HUK Y OOIIIETO
Mnpeaka BeICIIUX pacTeHM it (cM. puc. 1; Whitewoods
et al., 2018; Hirakawa, 2022). Hanu4ue aByX romMo-
jnoroB CLE ¢ mpoTUBONOJOXHBIMU (DYHKIIUSIMU
1 KOMILJIEMEHTAapHBIMU TOMEHAMU 3KCIIPECCUU
y rametodutoB M. polymorpha n criopodpuToB
A. thaliana yxa3bpIiBaeT Ha TO, YTO IIOIpa3aesIicHIE

3
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anmkanbHBIX MepucTeM Ha L3 n [13 B o6enx rpyri-
Imax oTpaxaeT He TOJILKO CTPYKTYypPHOE, HO U pery-
ngTopHoe cxoacTtBo (Hirakawa, 2022). Bo3HuUk-
HOBEHME MHOTOYMCIIEHHBIX ITOMOJHUTEIbHBIX
AW y rametodopoB P. patens npu norepe GyHK-
LMY €eTUHCTBEHHOI'0 UMEIOIIErocsl y MXOB T'OMO-
nora CLE ykaspiBaeT Ha ero (oyHKIIMOHAJIBHOE
cxoactBo ¢ CLAVATA3 B MepucTeMe 1IBEeTKOBBIX
(Whitewoods et al., 2018). MoxXXHO OpeaIoJOXUTh,
4YTO aluKalibHas MepucTtema P. patens COCTOUT
U3 eIMHCTBeHHOI AW BciencTBue Toro, 4To y Hee,
B OTJIMYME OT MEYEHOYHHMKOB M IIBETKOBBIX, OT-
cyTcTBY10T romosoru CLE40, ctumynupyloiue
neneHue kjaetok. Paznuuug B akcripeccun CLE
u CLAVATA B8 AW npoToHeMbl U rameTodopa
P. patens n pa3Hble TTIOCIAEACTBUS TTOTEPU UX PYHK-
AW IJISI 3TUX OHTOT€HETUYECKHUX CTaIuii ITO3BO-
iy npennooxuts, yTo CLE/CLAVATA Mmonyns
HUTpacT KIIOUEeBYIO POJIb B U3MEHEHU U HampaBJie-
HUd neneHuii AW nmpu nepexone oT HUTEBUIHOMN
MPOTOHEMBI K paaualbHOCUMMETPUYHOMY TaMe-
todopy (Whitewoods et al., 2018; Hirakawa et al.,
2019; Nemec-Venza et al., 2022). KoMIIOHEHTHI
CLE/CLAVATA Monyns BBEISIBJICHEI TaKXKe Y CIIO-
podUTOB MOXO00Opa3HbBIX, TNIAYyHOBUIHBIX U ITAII0-
POTHUKOBUIHBIX, 1, XOTS CBEIEHUS O TOM, OBLT JIU
OH 3aJIeiICTBOBAH B PEryJISIIUM UX MEPUCTEM, TI0Ka
OTCYTCTBYIOT, IIpeANojaraeTcsi, YT0 BO3HUKHO-
BEHUE 3TOTO PETryJasITOPHOTO MOAYJIS y OOIIEro
Mpeaka BHICIIUX PACTEHUM CHITPAjIo KJIIOUEBYIO
poJib B MpeoOpa3oBaHMU TJIACTUHYATBIX CIOEBUILL
BOJIOPOCJIEBBIX IIPEAKOB PAaCTEHU I B TPEXMEPHBIE
criopodputser (Whitewoods et al., 2018). B To ke
BpeMs Ha npuMepe M. polymorpha v P. patens 3Kc-
MEPUMEHTAJIbHO IPOJEMOHCTPUPOBAHO, YTO B3a-
nMmopeiictBue CLE/CLAVATA monynst ¢ T® WOX,
KOTOpPO€ y IIBETKOBBIX UTPaeT KJIKUYEBYIO POJIb
B peryasuuu yucia AW B anukKajabHON MEpUCTe-
Me, Y MOXOOOpa3HBIX ellle He BO3HUKIO. Ilpen-
MoJIararoT, YTO CMTOCOOHOCTh B3aMMOIEICTBOBATH
¢ moaysieM CLE/CLAVATA npuo6penu Tojibko T
n3 WUS/WOX cynepknansl (Arnoux-Courseaux,
Coudert, 2024), ogHaKO B KaKOi TpynIe 3TO Mpo-
M30IIIJIO: Y IBETKOBBIX, TOJIOCEMEHHBIX WJIM MAaII0-
POTHUKOBUIHBIX, HEM3BECTHO B OTCYTCTBHE CBElE-
HUI 0 GYHKIIMK 3TOTO MOAYJS Y MOCIEAHUX ABYX
TPYIII.

JBa 13 yeThIpex KJto4eBbIX TD, perympyommx
OpPraHOreHE3 LIBETKOBBIX, UMEIOTCS Y BCEX BBICIINX
pacTEeHUMM; KaXAblA U3 IBYX NIPYTUX IPUCYTCTBY-
€T XOTs Obl B OTHOM 13 TAKCOHOB MOXOOOpAa3HBbIX,
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IJIayHOBUAHBIX, MAIIOPOTHUKOBUIHBIX U TOJIO-
CEMEHHBIX (CM. puc. 1). DTu GaKThl TO3BOJSIOT
IIPEAIIONOXUTh, YTO BCE USTHIPE PEryasTopa opra-
HOTeHe3a BO3HUKJIM Y OOIIETro npeaka BCeX BhIC-
X pacTeHU. DKcrpeccus romonoros C3IHDZ
B AU u nHTepKaasgpHOIl MepucTeMe ramMmeTodopa
P. patens, a Takxe penyKIus pa3MepoB raMeTodo-
pPOB IIpU OTCYTCTBUM Ae(DEKTOB B pa3BUTUU JIM-
CThEB Y MYTAaHTOB C MOTepei NX (GYHKIIMU YKa3bI-
BalOT Ha €ro poJib B PETYJISLIUU 00X MEPUCTEM,
Ho He opraHoreHesa (Yip et al., 2016). C3HDZ
9KCOpeccUupyroTcs Takxke B AW 1 nHTepKalsapHOM
Mepucteme cnopoduta P. patens. Ha aTuX JaHHBIX
OCHOBaHO npenmojoxenue, uto C3IHDZ ¢yHk-
LIMOHUPOBAJIN B 00enx a3ax KM3HEHHOIO IIMKJIa
y obmiero mmpenka Bcex BeIcITUX pactenuii (Floyd
et al., 2006). Dkcnpeccus romonoroB CIHDZ xak
B allMKaJIbHBIX MEPUCTEMaX IM0OEroB, TaK 1 B JIN-
cThsix y ninayHoBuaHbIX (Floyd et al., 2006), na-
MOpOTHUKOBUIHBIX (Vasco et al., 2016) u ceMeH-
Heix pacteHuit (Floyd et al., 2006) mo3BoJisieT
MMPEaIOI0XUTh, YTO OHU Ipuodpenan GyHKIUN
peryasiiuy anukKaJdbHOM MEpUCTeMbl M OpTaHO-
reHesa y oOI1Iero npeaka cCoCyaucThIX pacTeHUIA.
I'enbr, kogupyoomue “pakTop agakKcHMaJlbHO-
ctu” ARP, a Takxe “cdakTopnl abakcuaJlbHOCTHA”
YABBY u KANADI y 1BeTKOBBIX aHTaroHUCTUY-
Hbl MEpUCTEeMCIIeLUDUUHBIM TeHaM M HUKOTIa
HE 3KCIIPECCUPYIOTCS B allMKAJIbHOM MEpUCTEME
(Guo et al., 2008; Bowman, Smyth, 1999; Eshed
et al., 2004). CxonHbIii MaTTepPH UX BKCOPECCUU
y TOJOCEMEHHBIX MO3BOJISET IIPEAIIONOXUTh UX
(GYHKIIMOHAJIBHOE CXOACTBO Y CIIOPO(MUTOB BCEX
cemeHHbIx pacTteHui (Finet et al., 2016; Du et al.,
2020; Zumajo-Cardona et al., 2021), a cnocoOHOCTh
KANADI M. polymorpha BoccTaHaBIMBaTh OeeK-
Thl Yy MyTaHTa A. thaliana c notepeit pyHKUUU
TOMOJIOTUYHOI'O T€Ha YKa3biBaeT Ha MX PyHKIIH-
OHaJIbHOE CXOACTBO Y Pa3HbIX CTaAUM KU3HEHHO-
ro MuKJa B 3Tux rpyrax (Briginshaw et al., 2022).
OpHako y miuayHoBuaHbIX (Harrison et al., 2005;
Evkaikina et al., 2017) 1 manmopoTHUKOBUIHBIX
(Harrison et al., 2005; Vasco et al., 2016; Zumajo-
Cardona et al., 2019; Zumajo-Cardona, Ambrose,
2020) skcnpeccus 3TUX “JUCTOBBLIX PETYJISITOPOB”
MapKHpyeT He TOJIBKO 3a4aTKU JIUCTheB, HO U alli-
KaJIbHYI0 MEpUCTEMY, yKa3blBasl Ha TO, YTO OHU
HE MOAABIISIOT MEPUCTEMATUIHOCTD KJeToK. Ilo-
CKOJIbKY TameToduTel Marchantiophyta, cmopogmn-
Tl Lycopodiopsida u psina Polypodiidae BeTBsiTCS
IUXOTOMHYECKH, IIPEAIIOIATaloT, YTO “JIMCTOBBIC

POMAHOBA u 1p.

pPETYISITOPHI” M3HAYAJILHO PETYJINPOBATIN TUXOTO-
MMUIO, a TT03Xe 3Ta IMIporpaMma oblIa MOTUPUITUPO-
BaHa AJ1¢ peryjsiuuu opraHoreHesa (Harrison et al.,
2005; Romanova et al., 2023).

Bep0ﬂmel€ mem)emguu 6 360AH0UUU OMKDPbIMOCO
pocma: ecOpMOHAAbHAA pecyasiuus

DUTOropMOH ayKCUH SIBJISIETCSI OMHUM U3 KJTI0-
YeBBIX PEryasiTOpOB MopdoreHesa, Kak raMeTo-
¢uToB, TaKk 1 cIOpoGUTOB, OMHAKO JTOKATIN3ALIHSI
€ro CUHTE3a, TPAAUEHTHOE paclpeAe/icHUE U -
CTBHE Ha pa3Hble aCleKThl MOp(oreHe3a pa3anya-
IOTCS Y MPEACTABUTEINICH pa3HBIX TPYIN BhICIIUX
pacTeHUIA.

Tak, y raMeTo(prTOB ITIEUEeHOUYHMKOB I MXOB ayK-
CMH CUHTe3upyeTcs B AWl 1 cTUMynIupyeT ux ne-
JICHUSI, HO HapyIIeHNe ero OTTOKa U M30BITOYHOE
HakKoTlJIeHWe, HAIPOTUB, UHTUOUPYET anuKalb-
Hy1o mepuctemy (Suzuki et al., 2021; 2023). Brico-
Kasi KOHIIEHTpallus ayKCuHa TaKxXe HeoOxomuma
IJIsI BOBHUKHOBEHHUS U JaJibHEHNIIero (pyHKIIMO-
HupoBanus AW rameroduta Polypodiidae, a mo-
cJie e¢ BOBHMKHOBEHU S TIPOUCXOAUT OTTOK 3TOT'O
(buToropMoHa B €€ aKTUBHO IEJISIINECS IPOU3BO-
mubie (Withers et al., 2023). TakuM o6pa3omM, CUH-
Te3 1 MOCIeAYIOMN Oa3uneTaJlbHbBIil TPAHCIIOPT
yCTaHaBJAMBAET ONMTUMAJIbHYIO 1JIs1 GyHKIIMOHM-
poBaHMs AW ramMmeTo(UTOB KOHIIEHTPAILMIO 3TOTO
¢uToropmoHna.

AYKCHH CUHTE3MpPYeTCS TaKXe B allMKaJbHOM
yacTu cropo¢uTa MXOB, HO HapyIllIeHHe OTTOKa,
Benylllee K ero HakKormieHnio B AW, B oTamaune
OT raMeTo(uTa, BEI3bIBAET YBEJIMUEHME Pa3MepPOB
nepBoro u gaxe ero BetBiaeHue (Harrison, Morris,
2018; Tomescu et al., 2014). CxoncTBO MYyTaHT-
HBIX ciopoduToB Physcomitrium patens ¢ TIepBbI-
MU Ha3eMHBIMU PACTCHUSIMU CIIOPOGUTHON JIH-
HUM 3BoOLMU (HarpuMep, Cooksonia) mpuBeso
K MpPeAnoJIOXEeHNI0, YTO HAaKOIJIEeHWEe ayKCUuHa
B allMKaJbHOM YacTU 3aponblilia CTAaJI0 OMHUM
U3 CTUMYJIOB IIPOJIOHTMPOBAHHOI'O (PyHKIIMOHU-
poBaHus ero AW, BOBHUKHOBEHM S HOBbIX AW nmpu
JUXOTOMUH U TIPUBEJIO K ITOCTEIIEHHOMY YCIIOXHE-
HUIO ciopoduTa y 00IIero mpenaka BhICIIUX pacTe-
Huit (Harrison, Morris, 2018; Tomescu et al., 2014).
B T0 ke Bpems momaBiieHHEe ayKCMHOM Hpoude-
paluu KJaeToK 6a3aibHO MepUCTeMbl criopodurTa
aHTOLIEPOTOBBIX YKa3bIBAET Ha €€ PEeryasiTOpHOE
OTJINYME OT allMKaJIbHBIX MEPUCTEM. ¥ IIJIayHO-
BUIHBIX OJIOKMPOBKA MOJISPHOrO TPaHCIIOpTa ayK-
CHHA M €T0 HaKOIUICHHE B alIMKaJIbHOII MEpHUCTEMe
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UHTUOUPYET POCT MOOETroB, HO HE BIUSET Ha pa3-
BuTUe aucTtheB (Sanders, Langdale, 2013). Otu
JaHHBIC KOCBEHHO YKa3bIBalOT Ha TO, YTO ayK-
CHMH Y TJIAyHOBUIHBIX, BEPOSITHO, CHHTE3UPYETCS
HE B JIUCTHSIX, a B allMKAaJbHOII MEpUCTEME, a €ro
MocJenyouii 6a3umneTaJbHbI TPaHCIOPT 0be-
CIICYMBAET ONTUMAJIBHYIO IS e¢ GYHKIIMOHUPO-
BaHUS KOHILIeHTpaluui. ToT ¢pakT, 4TO TOMOJIOTU
ARP, C3HDZ, YABBY u KANADI, xoTopbie y LIBET-
KOBBIX 9KCIIPECCUPYIOTCS TOJIBKO MPU BHICOKOM
KOHIIEHTpallMK ayKCUHA, MApPKUPYIOT Y CIIOpOdPu-
TOB pa3HbIX BUIOB IIJIayHOBUIHBIX 1 MAIIOPOTHH-
KOBUIHEBIX HE TOJILKO JIMCThSI, HO M allMKaJIbHYIO
MEpPUCTEeMY ITOOEroB, TaKXKe CBUIETEIbCTBYET
B I0JIb3Y JIOKAJIU3allM CUHTE3a ayKCUuHa B I1O-
ciregHeii. Takum o6pa3oMm, pojiab ayKCMHa B pe-
TYJISIUU alluKaJIbHOW MepUCTEMBbI CIOPODUTOB
Lycopodiopsida cxogHa ¢ TaKOBO B MepuUCTe-
Me rameTodutoB Marchantiophyta u Bryophyta,
HO OTJIMYHA OT PEeTYISIIINU MEPUCTEMBI CITOpODU-
TOB IOCJIEIHUX. XOTS SKCIIEPUMEHTAIbHO BHISIB-
JIEHO, YTO Y CIOPO(PUTOB MAITOPOTHUKOBUIHBIX
ayKCHUH, BEPOSITHO, CUHTE3UPYeTCs KaK B JIUCTHIX,
TakK U B allUKaJIbLHOM MepucTeMe, ero pojb B pe-
ryasaiuum nocienHeit HeussectHa (Wardlaw, 1956,
1963; Steeves, Sussex, 1989; Ma, Steeves, 1992).
Heob6xonuMbIM ycinoBueM GyHKIIMOHMPOBAHUS
anMKaJbHOU MEPUCTEMBI LIBETKOBBIX, B OTJIMYME
OT MOXOO0OpPa3HBIX, IIJIAYHOBUIHBIX W ITAIIOPOTHM-
KOBUIHBIX, ABJIIETCH NMOAAECPXKAHUE B HEM HU3KOM
KOHIIEHTpalluM ayKCHMHA, KOTOPOE ITOCTUTAECTCSI
MojJaBJIEHUEM B allMKaJIbHOM MepucTeMe I'€HOB,
KOAMPYIOIINX BCe KIIIOUeBhIe (hepPMEHTHI €ro OMo-
cuHTe3a u 6enku PIN, ocyuiecTBisgolMe €ro mno-
nsapHblit TpaHcnopt (Vernoux et al., 2010). Mckito-
YEHMEM SBISIETCS HAPYXHBIN CJION TYHUKU, Yepe3
KOTOPBII MPOUCXOAUT TPAHCIIOPT 3TOr0 GPUTOrOp-
MoHa. CTOUT 3aMETUTD, UTO XOTS B OOJBIIMHCTBE
KJIETOK allMKaJbHOM MEepUCTEeMBbI ITobera 1BETKO-
BbIX C1IKNOX n aykcuH aHTarOHUCTUYHEI, B Ha-
PYKHOM CJI0€ TYHMKH, a TaKXKe B KJIeTKax IMIpoKaM-
0151, Yepe3 KOTOpPhIE IIPOMCXOAUT Oa3UIIeTaIbHbIN
TpaHCHOPT 3TOro (pUTOrOpMOHA, IKCIIpEcCUsd
CIKNOX ne nonaBasiercsa (Reinhardt et al., 2003;
Kuznetsova et al., 2023). DTo cxogHO C 3Kcmpec-
cueit CIKNOX B antuKaJIbHbIX MepuUcTeMax Iija-
YHOBUIHBIX U MAaIIOPOTHUKOBUIHBIX, B KOTOPBIX,
MIPEAIIOI0XUTENHHO, TIPOUCXOAUT CUHTE3 ayKCUHA.
OTH TaHHEBIE ITO3BOJISIOT IIPEAIIOI0XUTh, YTO TaH-
HBlil TMD MoXeT UTpaTh pojib B PEeryasiiuy HEKO-
TOPBIX TUIIOB MEPUCTEMATUIECKUX KJIETOK U IIPHU
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BBICOKOI KOHIIEHTpaluu aykcuHa. Ilorepsa pyHk-
uuu PIN, npuBoasinas K HapyLIEeHU IO HOJISIPHOIO
TPaHCIIOPTa ayKCHMHA Y LIBETKOBBIX, ITOJHOCTbHIO
MOJaBJISIET OPraHOreHe3, HO He BAUSIET Ha (YyHK-
LIMOHUMPOBaHUE allMKaJlbHO!l MEpUCTEMBI, yKa-
3bIBasl, YTO Y HUX JaHHBIN (GUTOTOPMOH yTPaTUI
dynkuuio ee peryasuuu (Reinhardt et al., 2003).
Oxcnpeccusd romoaoros PIN B HapyXHOM ciioe
CUMILJIEKCHOI anuKalibHOI MepucteMbl Picea abies
(Palovaara et al., 2010) yka3piBaeT Ha (PyHKIIIO-
HaJILHOE CXOJICTBO 3TUX KJETOK y TOJJOCEMEHHbBIX
U IIBETKOBBIX, HECMOTPSI Ha pa3jIMUHBIi CIOCO0
JesieHus, a obIre ¢ IIBETKOBBIMU 3aKOHOMEPHO-
CTHU OpTaHO- U T'MCTOTeHe3a — Ha CXOAHYIO POJb
ayKCHUHa B PEryIsIIUU 3TUX IIPOIECCOB B 00enX
rpynmnax (Larsson et al., 2007). C apyroii ctopo-
HBI, KCIIPEeCCHS T'eHOB, MAPKUPYIOIMNUX KIETKH
C BBICOKOI KOHIeHTpalue aykcuHa — WOXS5
(Nardmann et al., 2009) u C3HDZ (Floyd et al.,
2006; Du et al., 2020) Bo Bcex kiaeTkax I13 anu-
KaJIbHOM MEPUCTEeMBI Y psifa TOJOCEeMEHHBIX, MO-
KET CBUIETEIbCTBOBATh O TOM, UTO BBICOKUI yPO-
BEHb JaHHOI'O (b TOrOPMOHA XapaKTePeH MJis BCeil
9TO#1 30HBI, a HE TOJBKO JIS 3a4aTKOB JINCThEB.
0O06061mast 3TH GaKThl MOXHO MPEATOJOXKHUTh, YTO
crenu@uKa 3KCIPeCCUN MEPUCTEMCITEITNMUIHBIX
U “TUCTOBBIX” PETYyJIITOPOB B allMKaJbHBIX MEPU-
cTeMax y IpeacTaBUTeNell pa3HBIX TAKCOHOB pac-
TeHUI 00ycJIOBJIeHAa pa3uvueM B pacripeacieHuun
U POJIM ayKCHHA B UX aleKcax.

W3zBecTHO, uTO ¥ IBeTKOBBIX TM® C1KNOX moz-
JEepKUBAIOT KJIETKU allMKaJIbHOM MEPUCTEMBI
B HenndpGepeHIUPOBAHHOM COCTOSHUU, CTH-
MYJIHUpPYsI CHHTE3 IUTOKUHNHA. XOTs cIopoduT
Bryophyta npencraBasier coboif 1eTEpMUHUPO-
BaHHYIO CTPYKTYpY, ero romoJior C/IKNOX Takxe
CTUMYJIMPYET CUHTE3 3TOro UTOropMoHa, KOTO-
pBIii, B CBOIO OYepelb, CTUMYIUPYET npoaudepa-
IO KJIETOK MHTEPKaJIIpHOU (HO HEe alMKabHOM)
MmepucteMBbl (Arnoux-Courseaux, Coudert, 2024).
OTU JaHHBbIE YKa3biBaloT Ha To, YTo C1KNOX-11u-
TOKMHUHOBHIN MOIYJIb KOHTPOJIUPYET MEPUCTEMBI
CIOpO(UTOB KaK MXOB, TaK U IIBETKOBBIX, HA CXOI-
CTBO B PeTyJISIIMU allMKaJIbHBIX X MHTPEeKaISIPHBIX
MEPHUCTEM, a TaKKe CIIYXXHT OCHOBAaHHMEM IJISI TU-
MOTEe3bl O TOM, YTO IIepeMellleHe TaHHOI'O MOMIY-
JIS B allMKAaJIbHOE MOJIOXEHUE Y CIOPOGUTOB IIPH-
BEJIO K BOBHUKHOBEHUIO Y HUX OTKPBITOrO pocTa
(Fouracre, Harrison, 2022).



54

SAKJITIOYEHUNE

Hraxk, ctanm I IporpaMMBl PeTryIsSIIAA Mepu-
CTeM ramMeTo(UTOB OCHOBOI ITPU BOBHUKHOBEHUU
OTKPBITOTO POCTa CITOPO(PUTOB UK allMKaJIbHbIE
MEPUCTEMbI MOCAEAHUX BO3HUKIIU de novo? Ilpu-
BEICHHEIE B HACTOSIIEI CTaTbe TaHHBIC apryMeH-
TUPYIOT IBE TMIIOTE3bl. B COOTBETCTBUU C OMHOMI
13 HUX allMKajibHasl MepUcTeMa CIIopo(pUTOB BO3-
HHKJA B pe3yjbTaTe CMEIICHUS NHTEePKaIIPHOM
MepHUCTEMBI B anuKalibHoe mojoxeHue (Mishler,
Churchill, 1984). CornacHo Apyroii ruroTe3bl OHa
ImosiBUJIach OJiaromapsi 1OOABJICHUIO PETyJIsITOP-
HOT'O MOIYJISl HEAeTEPMUHUPOBAHHOCTHU yXKe BO3-
HUKIIEH Y cIOpo(dUTOB MXOB, HO ellle KpaTKOBpe-
MeHHO pyHKumoHupytomeit AW (Albert, 1999).
®parMeHTapHOCTb JaHHBIX HE TI03BOJISIET CACIATh
OMHO3HAYHBIN BBHIOOP MEXIY 3TUMU T'UIIOTE3aMMU.
B TO Xe BpeMst HaInM4YuMe BCeX OCHOBHBIX Perysi-
TOPOB MEPHUCTEM Yy TaMeTO(UTOB MOXO0OOPa3HBIX
He NOATBEpXKAaeT de novo BOBHUKHOBEHHUE alu-
KaJIbHOM MEPUCTEMBI Y CITOPOGUTOB.

BIIATOJAPHOCTHA

ABTOpBI 0JlarogapHbl cTaplieMy IpernogaBaTe-
o kadenposl 6otranuku CIIGI'Y HOpuio Anekce-
eBuuy M BaHEHKO 3a MOMOIIb ¢ PEKOHCTPYKIIUEH
(unoreHun pacteHuii, mpeacTaBjIeHHOMN Ha puc. 1,
nHxeHepy Kadenapsl 6otanukn CII6IY Ilerpy
AnekcanapoBuuy PoMaHOBY 3a MOMOIIb B TTOJTO-
ToBKe miutocTpaunii. Pabora A. 1. MakcumoBoit
n O. B. BoitiexoBckoit BBITTOMHSIACh NMPU TIOM-
nepxke roczamanus Ne 123022200048-0.
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The article is devoted to the analysis of the structure, putative function and molecular genetic regulation
of the apical meristems in gametophytes and sporophytes of higher plants within the framework of the
question about the origin and evolution of their apical growth. The presence of several Als and secondary
plasmodesmata in the apical meristems of gametophytes of Anthocerotophyta and Marchantiophyta
and in the sporophytes of Lycopodiales and Isoetales (Lycopodiopsida) indicates that the mechanism
of post-cytokinetic plasmodesmata formation that enabled the evolutionary emergence of the simplex
apical meristem might have arisen in the last common ancestor of higher plants. The reversion to the
monoplex “algal” type of the apical meristem most likely occurred independently in the gametophytes
of Bryophyta and the sporophytes of Selaginellales and Polypodiopsida as a consequence of the putative
loss of this mechanism. Presence of intercalary zone of proliferating cells in the sporophytes of all
bryophytes suggests that a multicellular intercalary meristem was ancestral for the diploid generation
of higher plants while the transient apical meristem of the embryo of mosses could have arisen as a
result of co-option and modification of the programs regulating the apical meristem of gametophytes.
Among the key regulators of apical meristems, only CIKNOX transcription factors (TFs) seem to be
sporophyte-specific. Presumably, they have initially regulated the delay of meiosis and diffuse cell
proliferation of the ancestral multicellular sporophyte. Whereat they could control the newly evolved
intercalary meristem, and the subsequent shift of their expression to the apical pole of the embryo
played a key role in the emergence of the apical meristem in sporophytes. Although homologs of WOX
transcription factors in bryophytes belong to the T1 superclade that is most distantly related to the T3
(or WUS) superclade of key regulators of the shoot apical meristem of angiosperms, they regulated
the apical meristem in gametophytes of liverworts as their counterparts from T3 clade. Expression of
WOX homologues, that are phylogenetically more close to WUS, in leaf primordia of lycophytes and
root primordia of ferns suggests that the ancestral role of these TFs in sporophytes was the control
of organ initiation. Presumably the role of the organizer of the apical meristem arose only in the
WUS/WOXS5 clade of the T3WOX superclade. Contradictory data on expression of WOX homologs in
different gymnosperms do no allow to judge whether members of WUS/WOXS5 clade already gained
the function of the “organizer” of the shoot apical meristem in the common ancestor of seed plants or
only in angiosperms. As the components of the CLE/CLAVATA module are present in the genomes and
transcriptomes of the gametophytes of bryophytes and sporophytes of lycophytes, ferns and seed plants,
most likely this regulatory module has evolved in the common ancestor of higher plants. Components
of this module are shown to have similar functions in the regulation of apical meristems in bryophytes
and angiosperms. However they have significant difference between two groups: in the latter CLE/
CLAVATA module maintains the apical meristem through a feedback loop with WUS TF, while in
the former this module does not interact with WOX homologs. Presence of at least two out of four of
regulators of leaf development (ARP, C3HDZ, YABBY and KANADI) in hornworts, liverworts and
mosses and presence of all four regulators in all bryoophytes together suggests that they all were already
present in the last common ancestor of land plants. These data also indicate that the apical meristems
of bryophyte gametophytes have already evolved the regulatory prerequisites for organogenesis.
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In sporophytes of lycophytes and ferns all the above mentioned regulators are expressed not only in
primordia of lateral organs, but also in the shoot apical meristem. Together with the fact that lycophytes
and some ferns have dichotomous branching, these data suggest that the program of lateral organs
formation in the apical meristem could have evolved as a result of modification of the shoot dichotomy
program. Presumably, the functional specificity of the same regulators in different taxa reflects the
differences in the distribution and putative action of phytohormone auxin.

Keywords: apical meristem, gametophyte, sporophyte, plasmodesmata, transcription factors
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