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06Ccyx)atoTcs odIIMe TIPEeACTaBICHUS, OMPEACsIonIue CTPYKTYpY 3apoabiiia. CpaBHUTENbHBI I
aHaau3 KjJaccuduKaIUii TUTIOB SHIOCIIEpMOTeHe3a 1 SMOpHOoTeHe3a IoKa3al, YTO UX IPUHIIUIIBI
co3gaHus cxoaHbl. OMHAaKO NP Pa3BUTUM 3HIOCIIEpPMa IpoIecC 000COOICHUS TUIIOB (LICIITIONSP-
HBI ¥ Te1o0UaNbHBIN, B MOCHETHUM BKIIIOUYaeTCd HYKJIEApHBIN 3HIOCIIEpPM) HaUYMHAETCS yXKe 10~
cJie BTOPOTO NeJICHUS, a Ipu (POpMUPOBAHUHM 3apOABIIIA — TOJBKO ITOCJIE TPETHEro AeJCHUS IpU
oOpazoBaHMU MTPodMOpHO. Mcrmonb3ys 3TH MPUHILIMIIE, HAMU Oblja IpeaaoXeHa OpUTMHATbHAS
Knaccudukauums crocodoB ¢GopMUpoBaHUS 3apoAbliia. B Hell UCTIONb3yeTcsl OHITHE “MeraTuIlbl
aMOpHroreHe3a”, aHaJIU3UPYIOTCS CYIIECTBYIONINE CIIOCOOBI M CUCTEMBI TUIIOB PAa3BUTHU S 3apOMIBIIIA.
IIposeneHa peBu3us naHHBIX N0 Piperad-Tumny, nis opXMIHBIX MpeaioxeH HoBIM Orchidad-tu,
BKJIIOYAIOIIWI TPU BapralllM.

ITocne neneHus 3UTOThl HAMEYalOTCS MaTTEPHbI KJIACTEPOB OYAYIIUMX TUIIOB AMOpHOreHe3a: morie-
DPEYHBbI, HAKJIOHHBII, UPPEryJasIpHbIil (0COOEHHOCTH 3aJI0XKEHUS MePBOIl U MOCIEAYIONIUX Tepe-
TOPOJIOK MPU 00pa30BaHUM PAHHETO 3apOAbIIIA), LEHOUUTHBIN (HyKJieapHasl CTaaus B pa3BUTUU
paHHero 3apofpbiiia). OCHOBHBIM KJIaCTEPOM SIBJISIETCS MOMEePEUHbIA, KOTOPBIN MPUCYI OOJbIIMH-
CTBY LIBETKOBBIX pacTeHuil. OH CONMpOBOXIaeTCsl 00pa3oBaHUEM allMKaJbHON U 6a3aabHOM Kie-
TOK, JaJbHeHIIne IeJIeHU ST KOTOPBIX TPUBOAST K POPMUPOBAHUIO ABYX TUHUUN pa3BUTHUS Ha OCHOBE
T-o0pa3Hoii WK JIMHEHHOI TeTpaabl KJIeTOK. B KaXX10i TMHUM yyacTHe MPOU3BOAHBIX allMKaIbHOMU
U 0a3aJIbHOM KJIETOK OKa3bIBaeTCsl pa3HbIM, UTO MPUBOIUT K 000COOJEHNIO aBTOHOMHBIX TUTIOB
aMbpuoreHesza — Asterad-tun, Caryophyllad-tun, Chenopodiad-tun, Onagrad-tun, Solanad-Tum.
HaxkJioHHBII KJ1acTep MeraTUIIOB XapaKTepu3yeTcsl KOChIMU MeperopoakaMu npu ooOpa3oBaHUU
npoamopuo (Poad-tumn smOpuoreHesa), a UpperyasipHblii — couyeTaHUEM MNPOAOJbHBIX, HAKJIOH-
HBIX U MoNepevyHbIX eperopoaok (Piperad-tun amGpuorenesa) n1ub6o pazHooodpasueM ¢GopM TeTpa
KJIETOK IPO3MOPUO U OTCYTCTBUEM PETYJISIPHOCTHU B AEJEHUU U CyaAb0e MPOU3BOIHBIX 0a3aibHOM
knetku (Orchidad-tun smOpuoreHesa). LieHoLMTHBIH KJ1acTep MpeAcTaBieH onHUM Paeonad-Tumnom
9MOpUoOreHe3a, KOTOPOMY IpUCyIla cCTaaus oOpa30oBaHUsI CBOOOJHBIX SIIep HAa PAHHUX CTaadusIX
3apojbllia.

Karoueguie caosa: 3apombllll, pa3BUTHE, CTPOCHUE, TUTTU3ALIA S

DOI: 10.31857/S0006813625010015, EDN: EMWKMZ

OMOpHOJIOTUS paCTeHUH 1, TIABHLIM 00pa3oM, ee
paszaen, MOCBSIIIEHHBI pa3BUTHUIO 3apOabIla, aK-
TUBHO M3Yy4YaeTcsl ¢ IpMMEHEeHEM HOBEMIIIMX METO-
IoB U TToaxonoB. Ha mpumepe pa3TuIHBIX MOIEIThb-
HBIX O0BEKTOB BBISBIISIIOTCSI YABTPACTPYKTYPHEIE,
TUCTOXUMUYECKUE, MOJIEKYISIPHO-TeHETUYECKUE

acnekTsl aMoOpuorene3a. ClIoXUIUCh MPeacTaB-
JICHUSI, YTO 0a30BbIC MPOLIECCHI U CTPYKTYPHI UC-
CJIeIOBaHbl Y€ JOCTATOUHO MOAPOOHO, TOATOMY
Ha COBPEMEHHOM 3Talle Pa3BUTUS OYCHBb BaXK-
HO BBISIBUTH UX (DYHKIMOHUPOBAHUE U MECTO
B ob6ueil KapTHe GOPMUPOBAHMS 3apoAbIlla.



6 IITAMPOB, AHUCHMOBA

DOMOpuoreHe3 paccMaTpuBaeTcs KaK eINHBIN
Imporecc, BKIYapmuii ase ¢a3pl — Mopdo-
reHes u cospeBaHue. Ha npumepe Arabidopsis
thaliana (L.) Heynh, Zea mays L., Oryza sativa L.,
IPYTUX MOJENbHBIX OOBEKTOB C MPUBJICYEHUEM
MYTaHTHBIX PAaCTEHUI ONpeAeasIlOTCs I'eHbI, Urpa-
IoIIMe KJII0YeBYIO pojIb Ha (pa3e MopdoreHesa. 13-
y4aloTcst 0eJIKM, KOTOpbIe BIUSIOT Ha mpoiaudepa-
IO KJIETOK B XOJ¢ COMaTUYECKOI0 ASMOpHOreHe3a
Daucus carota L. n pa3BuTHe 3apoAblllieii, KOTO-
pble BO3HUKAIOT MPU KYJIbTUBUPOBAHUN MUKPO-
CTIOp pa3IMYHBIX BUAOB Brassica (Sankara Rao,
1996; Ammirato, 1999; Brukhin et al., 2005; Sudrez,
Bozhkov, 2008; Grossniklaus, 2019; Armenta-
Medina et al., 2020; Chen et al., 2021). V A. thaliana
00J1bIlI0€ BHUMaHUE YAEISIETCS 3KCIIPEeCCU T€HOB
Ha paHHUX cTanusIx amopuoreresa (Johnson, 2017)
WJIA BO BpeMsI CTAHOBJICHUS TeJia 3apOAbIIa, IIpHU-
YeM IIPOBOAMTCSI CpaBHEHME pa3BUTHS 3apOIbIlIa
y pacteHuit u XuBoTHbIX (Ji Min et al., 2020). Tak-
K€ UCCIIEAYIOTCS TeHETUUYEeCKEe XapaKTePUCTUKHU,
OIIpeNeIsIONIe CTAaHOBJICHUE allMKaJlbHO-0a3aJb-
HOIi ocu 3aponpliina u ¢GopMUPOBaAaHUE MEPUCTEM
arnekca nobdera u KopH# (Srivastava, 2003; Lau et al.,
2012; Krogan, 2016). Y Petrosedum rupestre (L.)
P. V. Health (Crassulaceae) Ha ocHOBe yJIbTpa-
CTPYKTYPHBIX Y TUCTOXMMUYECKUX OCOOEHHOCTE
CTPOEHUS MOABECKA BBHISIBIIEHBI €T0 OTIMYNTEIb-
HBIE YePThl IO CPABHCHUIO C IPYTUMH BUIAMHU
cemeiicTBa (Czaplejewic, Kozieradzka-Kiszkurno,
2013).

OnpHako, HECMOTPS Ha 3HAYUTEJIbHbIE TOCTUXE-
HUSsI, IPU TPAKTOBKE MOJIYYEHHBIX TaHHBIX TTOYTH
HE YYUTHIBAIOTCS KJIaCCUYECKHE MPENCTaBICHUS,
KOTODBIE TTO3BOJISIIOT OXapaKTepU30BaTh HE TOJIb-
KO OTHEJIbHBIEC IMPOLECCHl, CIIEIN(GUKY CTPYKTYD,
HO U CUCTeMY 3apojbliia B iejoM. CienoBaTebHO,
0a3ucHbIC CBEACHUS ITOMOTAalOT BBISIBUTH OCOOEH-
HOCTHU CTPYKTYP HE TOJbKO Ha PaHHUX CTaIUSIX,
HO U B X0JI¢ Bcero (pOopMHUpPOBAHUSI. DTO CTAHOBUT-
csl 0COOEHHO BaXXHBIM IPY MOAECINPOBAHUM CITO-
co0oB pa3BuTug 3apoabiia (Brukhin, Morozova,
2011; Harnvanichvech et al., 2021), uTo comnpsixe-
HO C TIOJIOXKEHMEM KJIETOK B COOTBETCTBUU C TOM
pOJIbI0, KOTOPYIO OHU OyAYT BBINNOJHATHL. YacTo
B XOI¢ 3KCIIEPUMEHTA IIPUXOIUTCS CTAaJIKUBATh-
cs ¢ nmpobiaeMaMM TUIIU3AaLUMM, YTO HE MO3BO-
JIsieT B TOJTHOM Mepe OLEHUTh 3HAYUMOCTh THU-
OB U CITOCO00B (POPMUPOBAHUS 3apOAbIIIaA AJIS
pelIeHnsI OTASIbHBIX 3a1a4 OMOJIOTrUU Pa3BUTHUS
pacTeHuii. B coBpeMeHHBIX MCClIeTOBAaHUSX IIOYTH

He pa3pabaThIBAIOTCS TEOPETHUYECKHUE BOIPOCH
B o0iacTu 3MOpHoOreHesa.

OO0mue npeacraBjieHHss 0 CTPOEHHM U Pa3BH-
THH 3apoAbla. 3apoAblll U dHIAOCHEPM IIBET-
KOBBIX pacTeHUIl BO3HMKAIOT B pe3yJbTaTe
JIBOIHOTO oryiogoTBopeHus , orkpoitoro C.I. Ha-
BamunmHbIM (Nawaschin, 1898a, b). 3apoabiiu ¢op-
MUPYETCS M3 OIIJIOAOTBOPEHHON SIHILEKICTKH
(3UTOTHI) M MIPEACTABISIET COO0I CITOPOPUT HOBO-
ro moxkoyieHus. Pa3Burtue mpeacraBieHU O CHO-
cobax ero popMUpoBaHUSI UMeEeT AJIUTETbHYIO
UCTOPHUIO. BONBIIMHCTBO 3TUX BO33pEHUI OCHO-
BaHBI Ha XapaKTepe MEePBBIX IeJIEHUI KIEeTOK TaK
Ha3bIBaeMOTO MpoaMoOpuo (HeMm. Vorkeim, aHTII.
proembryo — Hofmeister, 1849) u cynbbe nepuBa-
TOB allMKaJILHOI U 0a3aJIbHOI KJIETOK B OCTPOE-
HUU (DOPMUPYIOLIETOCS 3apOIbIIlia, BOSHUKAIOIIMX
y OOJIBIIMHCTBA LIBETKOBBIX PACTEHU B pe3yJibTa-
T€ MOIMEepPeYHOoro aejeHus 3urotel (Shamrov, 1997a).

IlockonbKy 3MOpPHUOIOTUS paCTeHUM M3ydaeT
He TOJIBKO 3apOABIII, HO CTPYKTYPHI NbLJIBHUKA
U ceMs3adyaTKa, IIpeaIlecTBYIONINE OIJIOZOTBO-
peHu1o, ObLI BhIAENEH OCOObI pa3dgena 3TOM OT-
paciu HayKd O pa3BUTUM 3apoibliilia, Ha3BaH-
Hb1it R. Soueges (1935, 1937) amOpuoreHuei (rpey.
embruon — 3aponplin U ¢p. genie — CBOCTBO, CO-
BOKYITHOCTH 4uepT). s Hee Obljia TpeasioxXeHa
cucTeMa 3aKOHOB: 3aKOH IPOUCXOXAECHUS (IS
KaXXJ0T0 BUJAa paCTEHUI MOXHO TOYHO BBISIBUTH
MPOUCXOXKICHME BCeX 0JacTOMEPOB 3apoidbllla
1 YCTAHOBUTH CBSI3b MEXIY HUMH B IIpeAeiiax Ka-
XKJIOM TeHepaluu — pa3aea OblJI Ha3BaH SMOpUO-
reHe30M), 3aKOH 4ucena (YUcjio 61acToOMEepoB B Ie-
Hepalusax BapbupyeT Y pa3HBIX BUOOB 1 3aBUCUT
OT CKOPOCTH MX JIeJeHU1, YTO CBUIETEIbCTBYET
0 peanmn3aliy KOHCTPYKTUBHBIX BO3MOXHOCTEH
anuKajJbHON 1 6a3ajibHON KJIETOK B IOCTPOEHUU
3apobIia), 3aKOH pacHoJIoXXeHUus (B Xome HOp-
MaJILHOT'O Pa3BUTH 3apoabilIa O1acToMephl 0opa-
3yIOTCS 3a CUET MeJIeHU I, HallpaBJIeHU ST KOTOPHIX
CTPOro IeTePMUHUPOBAHBI U 3aHUMAIOT T10JIOXE-
HUE B COOTBETCTBUMU C TOI POJIbIO, KOTOPYIO OYAyT
BBIIIOJIHATH KJIETKM — 3MOPUOTEKTOHUKA; €CIHN
3aKOH MPOMCXOXKJIEHUS 0JIaCTOMEPOB ITO3BOJISIET
BBISIBUTh X B3aMMOCBSI3M BO BpEMEHU, TO 3aKOH
pACIIOJIOKEeHU ST — B IIPOCTPAHCTBE), 3aKOH Ha3Ha-
yeHUS (B X0Ae HOPMAJILHOTO pa3BUTHSI OJ1acTOMe-
PBL OTHOTO BUIa PACTCHUM JAIOT HA4YaJIO ACTePMHU-
HMPOBAHHBEIM U BCETIa OOHUM U TeM Xe YaCTIM
3apoibIIa — pa3mea dMOpuoreHuu ObLT Ha3BaH
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¢paHIY3CKMM CJIOBOM embryogenergie, pyCCKHA
SKBUBAJIEHT KOTOPOTO B JINTEpAaType OTCYTCTBYET).
ITo3gHee OB chOPMYITMPOBAH ellle OANH 3aKOH —
3aKOH 9KOHOMUMU — YHCJIO KJIETOK, 00pa3yIonmnx
3apOoJbllI, He 00JIbllIe, YeM 3TO adCOTI0THO HE0O0-
xoguMo (Johansen, 1950).

W3 Bcex aMOpuoreHeTUYECKMX 3aKOHOB 00a UC-
cliemoBaTeasl 0cob0oe 3HaUeHUe TIPUIaBaInd 3aKOHY
MIPOUCXOXKIECHN S, TIOCKOJBKY y OONBITNHCTBA pac-
TEHUI pa3BUTHE 3apoAbIllla Ha PAHHUX CTagUSIX
XapakTepu3yeTcsl BLICOKOM CTEIEHbIO PETYISIPHO-
CTM KJIETOYHBIX AejieHuii. Takoit moaxon B gajib-
HelileM ObL1 Ha3BaH reHeaJornyeckum, Mpu 3TOM
MOAYEePKUBAJIOCH, YTO TOJBKO ITpY HOPMaJIbLHOM
pa3BUTUM M3 KOMIETEHTHBIX KJIETOK BO3HUKAIOT
onpeaesieHHbIE YacTH 3apojblllia, a XoHd ero gop-
MUPOBAHUS OT KJIETKU K KJIETKE MOXHO MpOCJie-
IUTH TAIIB 10 4—5-r0 (16—32 KJIETKU) MMOKOJICHU I
(Soueges, 1937). B nanpHeiileM 3TOT MOAXOM ObLIT
KUCHOJb30BaH B Ka4eCTBE KOHTPOJISI pa3BUTHUS 3a-
poABIlIa TIPU M3YYeHUU TEHETUUYECKNX, (PU3NO0-
JIOTUYECKUX, MOJIEKYJISIPHBIX U IPYTUX acClIeKTOB
aMOpuoreHe3sa.

Pa3BuTuio 3aponpiiia CBOMCTBEHHA ITEpPUOANY-
HOCTh. B HeM mMeeTcs psin cTamuii, pa3jandaro-
LIMXCS IO MOP(MOreHETUUECKOM XapaKTePUCTUKE,
Mop(doGU3NOTOTUUYECKUM mpoleccaM, GyHK-
LIMOHAJIbHON MEePECTPONKE U NPOAOJIXKUTEIBHO-
cTu. P aBTOpPOB BBIACHSIOT 3UTOTHEBIN MEpUO
(Soueges,1937; Yakovlev, 1981; Mansfield, Briarty,
1991). M. C. fdxosneB (Yakovlev, 1981) noapasne-
JIsleT Bech mpolecc GopMHUPOBAHUS 3apOmbIIIa
Ha TpU Tepuoaa: 3uTOTHBIH, TPOIMOPUOHATBbHBII
(3aBepiraeTcst 00pa3oBaHUEM MPOTOAECPMBI, UIN
3MOpHOIEPMBI, TEPMUH OBLII MTPEIJIOKEH aBTOPOM)
1 BMOpPHOHAJNIBHBIN (3aBepllaeTcs 00pa3oBaHUEM
3penoro 3aponbimia). T. b. bareirmua (Batygina,
1974) cuuTaet LeJiecooOpa3HbIM BBIIEJIUTH B pa3-
BUTHUH 3apOIbIIa IBa dTalla: IEpBUIHON mudde-
peHuunanuu (61acToMepusalMi) U OpraHoreHesa.

Bo MHOrmx uccienoBaHUSX IIPU OIMMCAaHUY paH-
HEro pas3sBUTUS 3apOIbIIIa BBIACISIOT P CIIEIy-
IOIIUX CTaguii: 1 — 3uroTa; 2 — OBYKJIETOYHBIN
Npo3MOpPHO; 3 — YEeTBIPEXKJIETOUHBIN MPO3IMO-
puo; 4 — craaus KBaapaHTOB (OOBIYHO §-KJIETOY-
HBI TIPO3MOpPHO0); 5 — cTaausd OKTaHTOB (OOBIYHO
16-KJIETOYHBII TPpo3MOpKo). JanbHeiilee pa3Bu-
THE 3apOAbIIIa OIMKUCHIBACTCS, UCXOsI U3 MOPGO-
JIOTMYECKO# XapaKTepUCTUKHU, TIIaBHBEIM o0pa-
3oM ero opmnbl. K. Schnarf (1929) Beiaeann Tpu

BOTAHUYECKUM )KYPHAJI Tom 110 Nel 2025
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cTagnu: HUTeBUIHas (TIpearmooyasipHas — Meinke,
1986) — 3apombIlI IIpeacTaBlIeH B BUIE psiaa Kie-
TOK (1o maHHbIM Padmanabhan, 1996), okoHuaHu-
€M 3TOil CTaIuU SIBJISIIOTCS IIPOIOJIbHEIC ACTICHUS
B TepMUHAaJIbHBIX KJIETKAX; TJI00YIsipHast — 3a CYET
MIPEUMYIIIECTBEHHO IPOIOJIbHBIX ISJICHUM IIPOU3-
BOIHBIX allMKaJIbHOUN KJIETKU IIPOUCXOIUT YBEIIN-
YeHHE pa3MepOB 3apOIbIIla M OH IIPUHUMAET BU/L
[JIOOYJIbI; CepleuKOBUIHAS — HAYMHAETCs opra-
HOTeHe3, U MPEeMMYIIeCTBEHHO 3a CUYET IMPUMOP-
IIUEB CEMSAIONEN, BOSHUKAIOIIMX B allUKaJbHOMN
YacTH, 3apOABIII CTAHOBUTCS CEPAeUYKOBUIHBIM.
Hekotopsie aBTophl (Jiirgens, Mayer, 1994) Mmexny
JIOOYJISIPHO# M CepaeYKOBUIHOM BHIACSIOT TPe-
yroJibHy1o (aHIJI. triangular) ctaguio, KoTopas xa-
pakTepu3yeTcs YILJIOIIEHUEM alluKaJlbHOM YacTH
3apoipliia, 6€3 BUANMBIX IPU3HAKOB OpraHOIeHe-
3a. Ha cepmeukoBUIHOM cTaguy pa3BUTHUS B 3apO-
IBIIIE IBYOOABHBIX IPOUCXOMUT IIEPEXOI OT paau-
aJbHOU CUMMETPUU K OMIaTepabHOM, KOTOPBINA
OOBSICHSIOT HaJlM4YMeM B 3apOJblllie rpaiueHTOB
OCOOBIX PHIOTEHHBIX (pakKTOopoB. OOHaApPYXEHO,
YTO Iepexo OT OAHOTO TUIIA CUMMETPUH K IPYTro-
MY CBSI3aH C IOJSIPHBIM TPAaHCIIOPTOM ayKCUHOB,
0JIOKMPOBKA KOTOPOT'O MOXKET IMPUBECTU K 00pa3o-
BaHMIO abeppaHTHBIX 3aponbiieii (Liu et al., 1993;
Schmidt et al., 1994).

PsanoM aBTOpoB, KPUTHUYECKU OTHOCSIIIUXCS
K 5MOpHOTEHEeTHYECKUM 3aKOHaM, B Ka4eCTBE
aJbTEepPHATUBHOIO OBIJ MPEIIOXKEeH TMHAMUIe-
ckuii moaxon (Foster, 1949; Wardlaw, 1955; Swamy,
Padmanabhan, 1962; Vallade, 1989; Lyndon, 1990;
Teryokhin, 1996; Barlow, 1994; J{irgens, 1995). Co-
IJIACHO IMHAMUYECKOMY MOAXOMY I'MCTOTE€HEI 3a-
ponpia nuddepeHIUPYIOTCI He Ha CTaluu Ipo-
3MOpHO, a 3HAYUTEIHLHO M03XKe — Ha II00YIIpHOMK
WM Jaxe cepaeukoBuaHoi cragusax. Crieunguka
rucroreHe3a (OpMUPYIOLIErocs 3apobllla Onpe-
JIeasieTcs OOlIel cTparerueit pa3BUTUSI OpraHu3-
Mma. B 3apoparbliiie Bo3HUKAIOT MOp@dOoTreHeTrnYe-
CKHe€ 30HEI CO CTPOrO ONpeleIcHHOI Cyab0oil nx
KJaeToK. CmocoOBl TUCTOreHe3a U OpraHoreHesa
00ecIeuyBalOTCd MEXaHU3MOM MO3UIIMOHHOTO
KoHTpons. Tak, y Arabidopsis thaliana n Capsella
bursa-patoris (L.) Medik. (Brassicaceae) BIIJIOTH
IO TIO3THETO TJIO0YJISIPHOTO 3apOonbiliia He HaOII0-
JAOTCS YABTPACTPYKTYpPHBIE Pa3IndUs MeXIy
ero KJeTKaMM, 4TO CBUIETEIBCTBYET O HeJaeTep-
MUHHUPOBAaHHOCTU KJIETOK B OTHOIIIEHUU OIIpee-
JIEHHBIX opraHoB 3aponbiia (Schulz, Jensen, 1968;
Mansfield, Briarthy, 1991). Takxe Ha mmpumepe
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A. thaliana 661710 TOKa3aHO, YTO XOPOIIIO BEIpaXkKeH-
HBIC SIpYChI B IIPOAMOPHO He BCerma JaioT CTPOro
oIlpelesIeHHbIe OpraHbl 3pejoro 3apoasiiia. I'pa-
HUIIBI KJIOHOB KJIETOK MOryT cMemarbes (Laux,
Jlrgens, 1994; Jlirgens, 1995). ¥ Moneneit ¢ pas-
HBIMM TUNAMU Pa3BUTHUS 3apoabiiia (JerTIM-
OpMaTHBII, UM 3aPOAbILI HEOOJBIINX Pa3MEPOB,
y Petunia 1 maxusMOpuaTHBIN, UJIX MAaCCUBHBI
3apoablill, y Vitis) paznuuus KacamTcs JUIIb OT-
HOCHTEJIbHOM CKOPOCTH POCTa 3apOombIla B IIepH-
OII IOCTMXKEHMSI KJIeTKAMHY MIHUMAaJIbHOTO 00beMa
K Ha4yaJIy OTAeJICHUS IIPOTONSPMBI — Y Petunia 3TOT
IIpoliecC HaYMHAeTCs paHbIe, a y Vitis — mosxe
(Vallade, 1989).

Ilo Hamemy MHeHu1o (Shamrov, 1996, 1997b),
JUISl YCTICIITHOT'O M3Y4YEeHUsI 3apobliia 11eIeco00-
pa3HoO couyeTaTh 00a moaxoma. DTa TOUKa 3peHUs
MOATBEePXKAAeTCsS U3YUYeHUEM MYTaHTHBIX 3apOJblI-
et (Meinke, 1991a), KoTopoe MO3BOJISIET BbISIBUTD
IeMCTBUE pa3IUIHBIX (DAKTOPOB IIPHU peaan3aliu
IIPOTpaMMBbI Pa3BUTHSI 3apoabiia. TakuM o0pasom,
IIPY aHAJIN3€ CTAHOBJICHUS CTPYKTYP HEOOXOTMO
MIPUHUMATh BO BHUMAaHME HE TOJILKO 0COOCHHOCTH
paHHero sMOpHoTeHe3a, HO 1 MeHsoIeecss Gu3n-
OJIOTUYECKOE COCTOSTHME CEMEHU, 3apOIbIIa, 0CO-
OEHHO BO BpeMs KPUTUUYECKHUX CTaIuii pa3BUTUS
(Shamrov, Anisimova, 2003a, b; Shamrov, 2008).
INomoOHBI TTOAXOA OBLI MPEAJIOXKEH MPU U3YUCHU N
CTPYKTYPHBIX U MOJIEKYJISIPHBIX OCHOB 3MOpHOTe-
He3a BETKOBBIX pacTeHuil. CaMbIMU BaxXK HBIMU
acleKTaMU SIBIISIIOTCS YCTaHOBJIEHWE TOYHOI Mpo-
CTPAHCTBEHHOI opraHu3alMM KJEeTOK, IOJyYeH-
HBIX B pe3yJIbTaTe MePBhIX [IUKJIOB NeJICHUS 3UT0-
ToI, AU depeHINALNS KJIETOK B pa3BUBAIOIIEMCS
3apojbIlle, a TaKxKe OMoXUMHUIecKas IOATOTOBKA
K €ro CO3peBaHMIO0 U MHUILIMAIINY ITpOpacTaHUsI
(Raghavan, 1997).

IIpu xnaccudUUIMpPOBAaHUU TUIIOB Pa3BUTHUSI
3apojblilla XKMBOTHBIX TaKXKe MCIIOJb3YIOT I'eHea-
JIOTMYECKU i 1 AMHaAMUUecKunit moaxonsl (Shamrov,
2022a). HanmpuMep, Ha OCHOBaAaHUU reHeajornye-
CKOro I0JX0/a COCTaBJICHBI KapTa IMPe3yMIITUB-
HBIX 00J1acTeil U POJOCIOBHbBIE KJIETOYHBIX TMHU A
y Mopckoro exa. [Jo craguu 60-Kj1eTOYHOro 3apo-
IbIIIa Cyabba 0J1acTOMEPOB OIIpeaeIsieTCs aHU-
MaJIbHO-BereTaTuBHOM ochlo fgiiua (Gilbert, 2003).
Y cBOOOINHOXUBYIIEH MOYBEHHONW HEMAaTOJ bl
Caenorhabditis elegans Maupas, KoTopasl UCIOJb-
3yeTcs KaK MOIEJbHBII OpTaHU3M B HMCCIEIOBa-
HUSIX 10 TeHETHKE, HePOMU3NOIOruu, 6MOI0TUI

passutusg (Pulak, 2006; Gajdaj et al., 2018), Bech
IpOoLIECC Pa3BUTHUS 3apOAblilia IPOUCXOAUT OYEHbD
OBICTPO, M TEJO XMBOTHOIO BKJIOYAeT BCETO
389 xyerok. CocTaBiieHa POIOCIOBHAS KJIETOUHBIX
JIMHUM Ha OCHOBE CTBOJIOBBIX KJIETOK Y HEMATOIbI
(Gilbert, 2003). OgHako y OOJBIIMHCTBA XXUBOT-
HBIX (aMpuOUM, peIObI, PENTUIUN, TITUIBI) KapThl
MPe3yMIITUBHBIX OOJlacTeil CTPOSITCS Ha AMHA-
MUYECKOM TOAX0Je, BKIIOUAIOT CpeliHUEe CTaanu
9MOpHoOreHe3a, Kormna rmocje racTpyasiiiuu 3aBep-
1IAI0TCS TIepeMeIleHUs CIOeB, B pe3yibTare 4ero
CTAaHOBUTCS IOHSITHBIM, U3 KaKHUX 3aPOABIIIEBBIX
JIUCTKOB (pOpMUPYIOTCS TKAHU W OpTaHBI Y pa3-
HBIX TpyT XUBOTHEIX (Tokin, 1987; Gilbert, 2003;
Kalinka, Tomancak, 2012; Brevini, Gandolfi, 2013).

CpaBHUTENbHBIN aHANM3 KAacCH(PUKANMI TUIIOB
pa3BUTHA 3apoAblmia. AHAaIU3 HaHHBIX MHOTIO-
JIETHUX UCCICAOBAHUI MO Pa3BUTUIO 3apOAbIla
Yy Pa3JMYHBIX IIBETKOBBIX pAaCTeHUU CBHIETEb-
CTBYET, UTO CYIIECTBYIOIIME KJacCUuPUKaALUU
tunoB aMOpuoreHesa (Hanstein, 1870; Carano,
1915; Chiarugi, 1925; Schnarf, 1929; Soueges, 1939;
Johansen, 1950; u op.) ocHOBaHbI HA reHeaJloruye-
cKoM monxoae. Kak MbI yke oTMedaIn, COrJIaCHO
3TOMY IIOAXOMY Pa3BUTHE 3apOIbIIIA XapaKTepU3y-
€TCSI CTPOTMMU 3aKOHOMEPHOCTSIMU, U YXKE B IIPO-
9MOpPHO MOXKHO BBIICIUTH KOMIIETEHTHBIC KJIETKH,
Jalollue B HaJIbHEHIeM oIpeaesieHHbIe OpraHbl
3pesoro 3apozsbiiia (Shamrov, 1996).

Hanstein (1870) mepBbIM MpocCaeauJ 3aKOHO-
MepHOCTH (OPMUPOBAHUS 3apoJbillia, ONKUca
CTaAMI0 KBaJPaHTOB M PacCMOTpeES CTPOECHUE
3aponbiilia, UCXOAs U3 HAM4YWs B HEM TpeX M-
CTOTCHOB: IepMaTOreHa, nepubjeMbl U ILJICPOMBL.
OH omnmcaja CTaguio KBaApaHTOB B IIPO3MOPUO
W TPU THUIIA PA3BUTHUS 3apPOABIIIA IBYIOJbHEIX:
Capsella, Oenothera n Nicotiana. crmonb3yemas
B COBPEMEHHOM JIUTepaType Kiaaccudukamus Tu-
noB pa3BuTH s 3apoxasiiia (Johansen, 1950), pen-
cTaBisieT co00il TpaHCHPOPMUPOBAHHBIN Bapu-
aHT CYIIECTBOBABIIMX paHee KjacCUuPUKallUii.
E. Carano (1915) BnepBbie MpeaaoxXu pa3anudaTh
nBa tuna: Cruciferae-tun (amopuoreHes Capsella
bursa-pastoris) u Asteraceae-Tun (3MOpUOTeHe3
npeacTaBuTeNeil ceM. Asteraceae). DT TUIBI BbI-
JeJIEHBI, UCXO sl U3 0COOEHHOCTEM CTPOEHUS Ye-
THIPEXKJIETOUHOTO 3apoblilia U MOCJIe10BaTENb-
HOCTH JCJCHHUM ero KJIETOK B XO/¢ JaJIbHEHIIIero
pasButud. IToszxe A. Chiarugi (1925) Ha ocHo-
BaHUM CIICHU(PHUKHN CTPOCHUS TeTpaldbl KJIETOK
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3aponbllia, a TaKXe CTeNeHU yJacTHUs alluKalb-
HOI1 1 0a3aJIbHOM KJIETOK B MOCTPOEHUU 3apOJIbl-
11a 000CHOBaJI HEOOXOAMMOCTDH BBIIEJEHM S ellle
Solanaceae- 1 Chenopodiaceae-tumnosn. B mocnen-
HUI OH BKJIIOYMJI 3MOpUOreHe3 MpeacTaBUTeei
ceMm. Caryophyllaceae. K. Schnarf (1929) nan nHoe
TOJIKOBaHME KPUTEPHUsI, Kacarollerocs yyactus oa-
3aJIbHOM KJIETKU B IIOCTPOCHUU 3aponpiina. B Tu-
nax, BeigeseHHbIX Chiarugi (1925), 6azanbHas
KJIETKA IIPUHMMAaeET y4yacTHhe B 00pa30BaHUM Opra-
HOB 3aponbima. [IockombKy y IIpencTaBUTENICH CeM.
Caryophyllaceae 6a3zanbHas KJIETKa HE y4acTBYeT
B 3ToM npouecce, Schnarf (1929, 1931) npeno-
JKWJT BBIICJIUTH €r0 pa3BUTHE B OpUTUHAJIBHBIN
Caryophyllaceae-tut. Bcero B xKiraccupukanmmn
IIPEICTAaBICHO MSITh TUIOB Pa3BUTHUS 3apOAbIIIIA,
IIpY 3TOM JeJ€HNE 3UTOThl IPOUCXOAUT B MOIIE-
peuyHoM HamnpapiaeHuu. CiaenyeTr Noa4epKHYThb, UTO,
OTMETHUB OTCYTCTBUE MPUHIIUITMATbHBIX pa3InIuil
B pa3BUTUHU 3apOMABIIIEH NBYAOJbHBIX U OMHOIOb-
HBIX pacTeHUIi, OH, TeM HE MeHee, pacIpocTpa-
HWJI IpUBEIeHHBIE TUITBI SMOpPUOreHe3a TOJIbKO
Ha IBYyIOJIbHBIE. Tak:ke OHU He OBIJIM YKa3aHbI
IUUISI TAKCOHOB C peIyLUPOBAHHBIMU 3apOAbIIIaMHI
B 3pEJIOM CeMeHU (apa3uTHEIC pacTeHU S, OPXUI-
HEIe — Shamrov, 1997a).

D. Johansen (1950) namMeHun Ha3BaHMUS TUIIOB
9MOpHoOreHe3a, Tak KaK CYMTajl He COBCEM KOp-
PEKTHBIM COBIIaJieHWEe UMEHOBAHUM TUIIOB U Ce-
MelcTB. OH NpenaoXuy COXpaHUTh B Ha3BaHUU
TUIIAa TOJbKO KOPE€Hb JIJATUHCKOrO Ha3BaHUS Ce-
MelicTBa M 100aBUTh K HeMY cy(ddukc ad (Jiat.— K,
J10), T. €. OyKBaJIbHO TUII SMOpUOreHe3a, OTHOCS -
muiica K cemeiictBy. D. Johansen (1950) nonoaHun
knaccudpukanuio Piperad-tunom — 3urora gejiuT-
cs mpoaoJibHO. Takum oO6pa3om, cuctema Johansen
(1950) Bxarouaet 6 Tunos: Asterad, Caryophyllad,
Chenopodiad, Onagrad, Piperad u Solanad. OnHako
JieJleHre 3UroThl y pacTeHuii ¢ Piperad-tumnom ObI-
BaeT HE TOJbKO MPOIOJbHBIM, HO M HAKJIIOHHBIM,
a TeTpaga MOXeT OBITh KpecToobpasHoii (Kamelina,
1997, 2006), yTo HEOOXOIMMO YYUTHIBATH IIPU aHA-
JIN3€ 3TOTO TUIIA.

B Tunax BbIgedeHBl Bapuallud Ha OCHOBAHUU
XapakTepa IMepBbIX JeJeHU B MPO3IMOPUO, YUC-
Jla 3TaXeil B HeM, CTPOEHHUS OpraHoB ¢GoOpMHU-
pywoierocs 3apoasiima. OnHaKO 3T MPU3HAKU
He SBJSIIOTCS YHUBEPCAJIbHBIMU U B KaXKAOM CITy-
Yyae yKa3plBalOT JUIIb Ha HEKOTOPHIE OCOOEHHO-
ctu a3MOpuoreHe3a. [IpuBenmeM xapakKTepUCTUKY
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HEKOTOpPBIX Bapuanuit Ha nmpuMepe Onagrad-Tu-
na. TunoBast Bapuanus: TUIIOPU3apHON KIETKOM,
U3 KOTOpOii 00pa3yrTCsd MHUILIMAIN KOPHS, CTa-
HOBUTCS KJIETKa m; IIPOU3BOIHBIE KJIETKU ci 00-
pa3yloT KOPOTKMIA MOABECOK. Myosurus-Bapuarnus
OTJIMYaeTCs OT TUTIOBOM OMHO-, IPYPSAHBIM JJIMH-
HbIM noaBeckoM. Capsella-Bapuanus: runodusap-
HOI KJIETKOM CTAaHOBUTCSI BEPXHSISI IPOM3BOIHAST
KJIETKU m; KJIeTKa ci He IeJINTCI U BMECTe C JIeprBa-
TaMU KJIETKU m (HOPMUPYET IJIUHHBII ITOABECOK.
Juncus-Bapuanus: B otauuue ot Capsella-Bapua-
WU TTOABECOK KOpoTKuii. Lythrum-Bapuanus,
mo cpaBHeHUIO ¢ Juncus- u Capsella-BapuanusiMn
KJIeTKa ci IeJnTCs, a TMIOABECOK BapraOeIbHBIMN
10 YUCITY KJIETOK M UX cTpoeHnIo (Anisimova, 1997,
2006). I1pu nsyyeHun npeacrasureneit cem. Oro-
banchaceae TONOJIHUTEIbHO OBLIY BbIAEICHBI 8 Ba-
pUaluii MpeuMYIIeCTBEHHO Ha OCHOBAaHUM OPUEH-
TallMU TIePEeropooK Mpu 00pa3oBaHUU ITPOIMOPUO
(Teryokhin, Nikiticheva, 1981).

Brixon B cBeT cuctembl Johansen (1950) nuu-
LUK POBAJl NCCICAOBAHUS 10 SMOPUOreHe3y, B pe-
3yJbTaTe Yero Y1C/IO Bapualuii Bo3pociio. CymMMmu-
pPys UX pe3yabTaThl, MOXHO BBIACIUTD CICTYIOIINE
Bapmanuu: B Asterad-tnne — Commelina, Senecio,
Geum, Erodium, Polygonum, Urtica, Lamium,
Oxcalis, Muscari, Poa, Penaea; B Caryophyllad-tu-
ne — Sagina, Vaccaria, Hypecoum, Corydalis,
Sedum, Medicago, Phytolacca, Myriophyllum,
Drosera, Fumaria, Ruppia, Sagittaria, Zannichelia,
Aglaonema; B Chenopodiad-tune — Ttunonag,
Polemonium, Myosotis; B Onagrad-tune — Tu-
noBas, Alyssum, Capsella, Catalpa, Euphorbia,
Heloniopsis, Juncus, Lilium, Lotus, Lythrum,
Mentha, Myriophyllum, Myosurus, Philydrum,
Ruta, Sonerila, Trifollium, Veronica; B Piperad-
TuIle — TunoBas, Balanophora, Scabiosa, Dendro-
phtoe u Solanad-tune — Hyoscyamus, Nicotiana,
Physalis I, 1I, III, Datura, Papaver, Sherardia,
Linum, Hydnora (cMm. cimcok paboT B MHOTOTOM-
HOIT cBOJIKE “DMOpHMOIOTUS IIBETKOBBIX PACTCHUA.
TepmuHomOTMSA 1 KOHIeNOUU — Anisimova, 1997,
2006; Kamelina, 1997, 2006; Titova, 1997, 2006;
Zhinkina, 1997a—c, 2006a—c). I3 npuBeaeHHOro
CcHMcKa BapUallMii XOPOIIO BUAHO, YTO TUIIBI AM-
OpuoreHe3a BKJIIOUAIOT POAbI HE TOJBKO IBYIOJIb-
HBIX, HO M OMHOAOJbHBIX paCTEHUIA.

CymiecTByeT MHAsI CUCTEMa TUIIOB Pa3BUTUSI
3aponbinia, paspadboranHast R. Soueges (1939),
KOTOpPYIO aBTOpP Ha3BaJ 3MOpHOreHeTUYECKO
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KJaccupuKanueil sMOPMOHOMNYECKUX TUTIOB,
IIOCKOJIbKY OHa OBlJIa IIOCTPOE€HA C yYeTOM OC-
HOBHBIX 3aKOHOB 3MOpuoreHuu. Um ObLI1M nipen-
JIOKEHBI YeThIpe KaTeropuu SMOPMOHOMUYECKHUX
TUIIOB: OCHOBHBbIE, UJIU apXeTUIIbl, BTOPUYHBIE,
WUJIM IIPOM3BOMHBIE, HaJlaralomiuecs, Upperysip-
Hble. Hanbouplilee BHUMaHME YACICHO apXeTUIIaM
(BBLOEICHHBIM NPEUMYIIEeCTBEHHO Ha 3aKOHaX
MMPOUCXOXICHWSI U Ha3HAUCHW ) U HaJlaralomM-
csl TUIIaM, ITPY 3TOM 0C000€ 3HaUYeHME TIPUIaeTCs
KJeTKaM IepBoii reHepalluu (anuKajabHas U Oa-
3alibHasl KjeTKa). B ganbHeiemM uaer, ¢ OJHOMI
CTOPOHEI, YBEJIMUCHNE YHNCIIA KJIETOK, a C IPYTOM —
npobHas ructoreHHas nuddepeHuuanms. Hoas
MMPOM3BOJHBIX alTMKAJbHON KJIETKHU B IOCTPOCHUM
3apoiblllla Bo3pacTaljla B XO/Ie 3BOJIOIMU, a 0a-
3aJIbHOI — magajia. CucTtema TUIIOB IMpeAcTaBieHa
B BHUJE TaOJIUIIBI M1 COCTOMUT M3 IIEPUOIOB 1 TPYIIIL.
B nepBoMm mepuone 3aKOHBI 3MOPUOTeHUN OTHO-
CITCSI K 3UTOTE, a BO BTOPOM — TOJILKO K allh-
KaJdbHOM KJeTKe (0a3anbHas KJeTKa He MPUHMU-
MaeT y4acTHs B MIOCTPOCHUM 3aponabima). OgHako
KJIaccuuKamus oKasajaach He3aKoHYeHHOoI. OHa
CJIOXXHA JJIST BOCIIPUSTHUS U IIOYTU HE UCIIOIb3yeT-
csI B HACTOSIIIEe BpeMs.

breuin npensioxeHsl U apyrue kjaccudukxa-
uuu (Yamazaki, 1982; Periasamy, 1977). B niepBoii
KJIaccuuKauy BEIIEICHBI 6 TUTIOB, HEKOTOPBIE
Ha3BaHUS U3 KOTOPHIX COBITANAIOT C HA3BaHUSIMHU
B cucteMe D. Johansen (1950), HO pazanyamTCs
no xapaktepuctuke: Asterad, Geraniad, Onagrad,
Polygonad, Solanad, upperyaspHbiii. OHU OCHO-
BaHBI Ha 3aKOHOMEPHOCTSAX nuddepeHInauuu
WHUIIMAJIell KOPHS M TMIOKOTUJISI U OTHOCSATCS
TOJIBKO K ABYIOJbHBIM. BTOpast Kimaccupukanms
(Periasamy, 1977) ocHoBaHa Ha MOpP(MOTeHETH-
yecKOM (O0JIM3KOM K TMHAMUYECKOMY) ITOAXOMe.
Ilo MHeHUIO aBTOpa, CTPYKTypa 3peioro 3apo-
IbIIIa, UCXOAs U3 MHUIMaNe Ha 8- unu 16-Kie-
TOYHOM CTaguM, OCHOBaHa OOJIbIlE HA TOMNOIpa-
(HUIECKOM COOTBETCTBUM, YEM Ha TOKA3aTeIbCTBE
MMPOUCXOXICHUS YacTe 3apodblla M3 OIIpele-
JIeHHbIX MHULIMael. Knaccudukaius BKIOYaeT
rpyNNbl, CEPUU U BapMally, IIpU 3TOM KaxKaas
CTYNEeHb UepapXnu uMeeT cBoit Kputepuii. Ctpo-
eHHEe 3apoAbIllla XapaKTepU3yeTCs C IIOMOIIBIO
Tpex uudp — amMOpuoHaabHOro uHaekca. OgHa-
KO BblJEJIEHUE T'PYIII, CEpUil M BapUallMil HOCUT
CYOBEeKTUBHBIN XxapaKTep, TaK KakK YMCJIO KJe-
TOYHBIX SIPYCOB B ITPpO3MOPHO, KOIia HAYMHAETCS
nuddepeHInannsa BHyTPEHHNX KJIETOK (IPYIIIIEI),

pacrioyioxXeHue IpycoB (Cepru), B KOTOPBIX HOp-
MUPYIOTCS IIepBble BHYTpEHHUE KJICTKH (Bapua-
LIMU) MOXET MEHSTHCS B XOJIe SMOpHUOreHe3a.

B xome nmpoBeneHus MUPOKUX SMOPUOIOTYE-
CKMX UCCIEIOBAHUN TMOJYUYUIU CAMOCTOSITEIb-
HOCTb PsIJi OCOOBIX TUNIOB 3MOpuoreHesa. Cpenu
HUX BBIACNsIETCS Ipexae Bcero Paeconiad-tun
(Yakovlev, 1958), xapakTepu3yomuiicsa HeHOUUT-
HBIM COCTOSTHMEM 3apOAbIlia Ha pAHHUX CTAIUIX,
00pa3oBaHUEM LIECHOLIUTHO-KJIETOYHOI CTPYKTYPHI,
Ha KOTOpOi (hOpMUPYIOTCSI HECKOJBKO 3apOIbIIIIe-
MogoOHBIX CTPYKTYp. OnHa M3 HUX pa3BUBaeTCs
B 3apofbiil. Bo3MoXHO, 4TO mogo6HOe pa3BUTUE
3apoabillla NPOUCXOAUT MAPTEHOTCHETUYECKH,
NocKoNbKY y Paeonia lactiflora Pall. mpu pa3su-
TUU MHOXECTBEHHOTO apXeCIopUsl Meracropo-
LIMTHI B XaJ1a3aJbHOI YacTU HyLEJIyca IPOXOAST
HOpMAaJbHBIII METacIoporeHes, a MeracropoLTh
B MUKPOITMJISIPHOI YaCTH BCTYHAIOT HA MYTh aro-
Melio3a M CTAHOBITCSI MHUIIMAISIMU TUTIJIOCTIOPH-
YeCKMX 3apOIBIIICBEIX MEIIKOB. B Xome pa3Butus
OOJILIIMHCTBO 3aPOMBIIICBLIX MEIIKOB AeTreHepH-
pyeT. OcTaeTcs OAUH 3apOAbIIIEBbIil MEIIOK HEN3-
BECTHOM IIPUPOAHI (C yyacTUeM MIU 06e3 yJacTus
Meii03a), B KOTOpOM SIiilieKIeTKa 6e3 OMI0I0TBO-
peHus, BO3MOXHO, pa3BHBaeTCs 110 IIYTU MapTe-
HoreHe3a (Shamrov, 1997c). [1bLab1IeBBIE TPYOKH
OTMEUYaJIUCh B MUKPOIIMJIC ¥ BEPXHEI 4acTU 3apo-
IBIILIEBOTO MEIIKa, YTO MO3BOJISIET IPEANOJOXUTh
y Paeonia Hanvdue 1iceBIOraMuu.

Graminad-tun, uau Poad-tumn, 6611 peaioxeH
Ha OCHOBaHWY HAKJIOHHOTO TTOJIOXEHU S TTEperopo-
IIOK B paHHeM nepuoae GoOpMUPOBAHUSI 3apOIbIIIa
U crienu@uKe ero opraHoreHe3a Ha MOCJIEIYIO-
mux 3tanax pa3sutus (Batygina, 1974). I1lo mHe-
HHIO aBTOpa, Pa3BUTHE 3apOABIIIA OMHOIOIbHBIX
(B 4aCTHOCTHM 3JIaKOB) U IBYIOJbHBIX PACTCHUM
pa3auYaeTcsl C CaMbIX IEPBBIX CTaAuil. DTO CBSI-
3aHO CO CTAHOBJIEHMEM XapaKTEPHOI'0 TOPCHUBEH-
TPaJIbHOTO CTPOSHMSI IIPOIMOPHO U 3PEJIOro 3apo-
JIbIIIA Y 3JIaKOB Y psijia APYTUX OMHOMOJbHBIX. Kak
MBI YK€ OTMeualii, Bapyuallud TUIIOB SMOpUOTre-
He3a BKJII0YAIOT TAKCOHBI HE TOJILKO IBYAOJBHBIX,
HO Y OAHOIOJBbHBIX pacTeHUIi. B cBA3M ¢ 3TUM
OTMEeTUM, 4TO B Asterad-Tume Oblja onmMcaHa
Penaea-Bapualiiysi, KoTopasi OTAUYAETCS OT APYTUX
Bapual Uit 3TOro TUIa OTCYTCTBUEM YETKO BbIpa-
JKEHHOTO ITOABECKAa ¥ MPUMEPHO PAaBHEIM y4acTH-
€M ITPOMU3BOIHBIX allMKaJILHOM 1 0a3ajbHOI KJle-
TOK B IIOCTPOCHUM Tejia 3apoabiina. Takke ObLIN
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BBISIBJICHBI TaKHe CIielInpruyecKre Mpu3HaK 3TOM
BapuallMM, KaK HaKJIOHHOE IOJIOXEHHUE IIePero-
POIKM MpH IEJICHUU 3UTOTHI, KPeCTOOOpa3HBIN
U U300MnaTepaldbHBI TUIT TeTPaabl KJIETOK,
XapaKTepHOE IMOJOXEeHUEe KJIEeTOK M U ¢i B YeThI-
PEeXKJIETOYHOM IIPO3MOpPUO (HE APYT IOI IPYTOM,
a 6ok o 60k) (Titova, 1997, 2006). IlocnenHee Ha-
IIOMMHAET, ¢ OMHOU cTopoHbl, Graminad-Tun
(HaKJIOHHOE MOJIOXEHNE MEePBOIi IIEPEeTOPOIKN),
a ¢ npyroii — Piperad-tun (meieHue B 3UTOTE MO-
KeT ObITh HAKJIOHHBIM, a TeTpala — KpecToobpas-
Hoii). CieayeT OTMETUTh, UYTO Yy MpeACTaBUTeEIIEH

Puc. 1. Craguu asmbpuorenesay Ceratophyllum demersum:

IMOKPBITOCEMEHHBIX PACTEHUN 11
ceM. Ceratophyllaceae ¢ Asterad-Tumom sMo6puo-
TreHe3a MOoABECOK OTCYTCTBYeT (puc. 1, 2), omHaKo
MepBoe JejieHue TmornepeyHoe u 3aTeM GhopMu-
pyetcsa T-obpa3Has TeTpaga KJeTOK IMTPO3IMOpPUO
U OByCeMSOOJbHBIN 3apoabiin (puc. 1, 1-23;
puc. 2, 1—4). 3apoapllleBbIit KOpeHb HE POpPMU-
pyeTcs, IPUCYTCTBYET JMIIb 3a4aTOYHAsI TUIIO-
KOTUJIb-KOpHEBasI och (Shamrov, Batygina, 1984).
Y Luzula pedemontana Boiss. & Reut. (Juncaceae)
U3 ogHOMoJbHBIX (Shamrov, Anisimova, 1993) pa3s-
BUTHE 3apoblllia 10 Hadyajla opraHoreHesa (Tpe-
yTOJIbHAS CTaAMS) IPOUCXOAUT KaK Y IBYAOJBbHBIX

1—17 — HavanbHBIE CTaIWMU 3MOpPUOTreHe3a U CTPOCHUE 3apobillia Iepea opraHoreHe3oM; /1§—23 — opraHoreHes: oopa-
30BaHUE CeMsIoJIeil M Ipeobpa3oBaHue SMUKOTUIIS B TIOYEUKY 3apONbIIIA. ca — anluKajbHas KjieTKa, cbh — 6a3anbHast
KJIeTKa, ¢ — HUXKHSAS KJIETKA, icc — MHULMAJIU [IEHTPaJIbHOTO IMJINHAPA, iec — MHUIIMAJIV KOPbI KOPHS, iep — WHUIIAA-
JIY OIIUKOTHIIA, [, ['— BepXHUEe U HUXKHHUE KBAAPAHTHI, M — CPEIHSIS KJIETKA, pco — CEMSIIO0IS, pl — IoYedKa 3apOoabliia.

MacmrabHasg ntuHelika, MKkMm: 1—18 — 20; 19—23 — 100.
Fig. 1. Embryogenesis stages in Ceratophyllum demersum:

1—-17 — early embryogenesis stages and embryo structure before organogenesis; /§—23 — organogenesis: cotyledon formation
and epicotyle reorganization into embryo plumule. ca — apical cell, ch — basal cell, ¢i — lower cell, icc — central cylinder
initials, iec — root bark initials, iep — epicotyle initials, /, /'— upper and lower quadrants, m — middle cell, pco — cotyledon,
pl— embryo plumule. Scale bar, um: /—18 — 20; 19—23 — 100.
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pacTeHMi, OMHAKO B 3peJIOM CeMeHU (GOopMUpYyeT-
cs OlHA TepMUHAIbHAS CEMSIOJI, a alluKaJibHasl
MepHCcTeMa Iobera pacroiaraeTcs B ¢ OCHOBAaHUU
cooky (puc. 3, 1—-14).

Kak yxe 6b1JI0 0oTMeueHO paHee, Schnarf (1929,
1931) B cBoeili cucTeMe TUIIOB 3MOpHUOTeHe3a
HE yKa3bIBaJl CpedM MCCIeIOBAaHHBIX TAKCOHOB
pacTeHUs ¢ peAyLMPOBAHHBLIMM 3apOAbIIIAMU
B 3peJIOM CeMeHM (Ilapa3uTHBIC PACTECHUS, OPXU -
HbIe). PenynnpoBaHHbBIE 3apOIBIIIN MOJHOCTHIO
JIMIIIEHBI BCEX OPTaHOB, IIPETEPIEBAIOT METAMOP-
$o3, B pe3ysbTare KOTOPOro dHIOTEHHO BO3HU-
KaloT allMKaJbHbIe MEPUCTEMbI M0Oera U KOpHs,

e W

a ceMsagoam He Bo3HUKAWT BoBce (Teryokhin,
1996). 3apoabiu, Kak IMpaBUIo, JOCTUTAIOT TJI0-
OyJISIDHOTO COCTOSIHUS M HE IPOXOIST CTaAUIO
opraHoreHe3a. [Ipu usyyeHuu rojionapasMTHBIX
npeacraBuTeneit ceM. Orobanchaceae ObBIIO TTO-
Ka3aHo, YTO paHHHWE BTallbl SMOpPHOreHe3a y HUX
MPOUCXOASAT B COOTBETCTBUM ¢ Onagrad-TUIIOM.
M3yyeHHbIe TAKCOHBI Pa3IMYalOTCI OPUEHTALIU-
€M MEeperopoaoK B allMKaJIbHOM KJIETKE IBYKJIE-
TOYHOTO TTPO3MOPUO 1 KJeTKax aTaxa /, a Takxke
cTeTieHbl0 nudpepeHINaN MHUIIMATIEH TUIIO-
KOTHJISI ¥ 3apOABIIIEBOI0 KOPHS. BEIIN BEIIEICHEI
BapMalliy, CBOMCTBEHHBIE TOJIBKO 3apa3UXOBBIM:

iep

Puc. 2. OtnensHble cTagum ambpuoreHesay Ceratophyllum demersum:

1— cTagusi OKTaHTOB; 2 — TIOOYJISIPHBIN 3apONBIIT; 3 — 3apOABIII TIepel HauaJoM OpraHoTeHe3a; 4 — MHUIINALIU S 3a9aT-
KOB CeMsIIOJIe U SMUKOTUIIS. iep — MHULIMAIYN SMUKOTUIIS, pco — cemsifoinsi. MacirabHas nuHeiika, MkM: 30.

Fig. 2. Some stages of embryogenesis in Ceratophyllum demersum:

1 — stage of octants; 2 — globular embryo; 3 — embryo before organogenesis; 4 — initiation of cotyledon and epicotyle
primordia. iep — epicotyle initials, pco — cotyledon. Scale bar, um: 30.
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Aegenetia, Boschniakia, Christisonia, Cistanche, c¢ penyuupoBaHHLIMY OpraHaMu (ITOJTHOCTBIO MJTU
Diphelypaea, Epifagus, Mannagettaea, Orobanche 4YacTHYHO OTCYTCTBYIOT OTHEJIbLHbIE OpPTaHBI), pe-
Bapuauuu (Teryokhin, Nikiticheva, 1981). IYIMpPOBaHHbBIE 3apOABIIIHN (TTOJTHOCTHIO JTUIIEHBI
VIMEHHO M3yueHMe 3apofbllia MapasuTHbIx BCEX OPTAaHOB), HeludbepeHnpoBaHHble, UIn
pactenuii nossonuio D.C. Tepexuny (Teryokhin, HEAOPa3BUTBIE, 3apOABILIN (OCHOBHbIE Obratbl
1996) omucars pasHooGpasue dopm u crTpoe- 1 TKAHW 3ADOIDBIIIA Pa3BUBAIOTCA B MEPHOL ~TI0-
HUS 3apofbIlIa B 3pEJIOM CEMEHU Ha ocHoBaHuu KOA CEMSH, T.C. TMOCIC UX ONANCHUS € MaTCPUH-
yuCia ceMsaoNel, cTeneHu TKaHeBoil u oprag- CKOTO PacTeHus).
HoU nuddepeHunaumu: 1updepeHUMpPpoOBaAHHbBIE YTo KacaeTcst OpXUAHBIX, TO CYILIECTBYIOIIME
3apoAbIIIN (MMEIOTCSI BCE OpPraHbl), 3apONBIIIM CBeAEHMS 110 Pa3BUTHUIO 3apoiblilia KpaiiHe Mpo-

Puc. 3. Cranuu smo6puoreHesa y Luzula pedemontana:

1—13 — HavabHBIE CTaINU SMOpPUOTEeHE3a U CTPOSHUE 3apOJIbIIIa TTepel OPraHOTeHe30M, KpaxMaJl B KJIeTKaxX MoKa3aH
rpaHyjJaMu, JIeKCTPUHBI — TOUKaMU; 4 — 3peblil 3apOAbIII. ca — allnKaJlbHas KJIeTKa, ch — 6a3aibHas KJIeTKa, ¢i —
HUXHsIS KJIETKA, co — YeXJINK, 1 — runodusapHas KJjaeTKa, icc — MHULMAINA HeHTPaJIbHOro UMINHAPA, iec — MHALAAIN
KOpBI KOpHS, /, I'— BepXHUE U HUXKHUE KJIETKU-KBaApaHThl, M — CPEAHSISI KJIeTKa, 1, n'— IIPOM3BOIHBIE CPeIHEN KIeT-
KM, pco — CeMSIIos, phy — TMIIOKOTHIIb, pvt — alluKaJibHasi MeprcTeMa Imobera, ¢ — KJIETKU-KBaIpaHThI, S — ITOIBECOK.
MaciurtabHast 1uHelika, MKM: 50.

Fig. 3. Embryogenesis stages in Luzula pedemontana:

1—13 — early embryogenesis stages and embryo structure before organogenesis, starch in cells is shown as granules, dextrines
as dots; /4 — mature embryo. ca — apical cell, cb — basal cell, ¢i — lower cell, co — root cap, # — hypophysial cell, icc —
central cylinder initials, iec — root bark initials, /, /'— upper and lower quadrant-cells, m — middle cell, n, n'— derivates of
middle cell, pco — cotyledon, phy — hypocotyl, pvt — shoot apical meristem, ¢ — quadrant-cells, s — suspensor. Scale bar,
um: 50.
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TUBOpeduBbl. Cpenu HUX €CTh BUIBI, KOTOPHIE
MMEIOT peAyHIpOBaHHBIE 3apOAbIIN (OOIBIINH-
CTBO), U T€, Y KOTOPBLIX OPTaHOTC€HE3 MPOUCXOINT,
U B 3peJIOM 3apojbilie (OpMUPYETCS CEMSIA0SI.
HMccnenoBaHusl, NpoOBeAEeHHbBIE PSIAOM YUYEHBIX
(Swamy, 1949; Veyret, 1965, 1974), moka3ajiu, 4TO
HavyaJbHBIC CTaIUU dSMOpUOreHe3a MOI'YT IIPOUC-
XOIUTH KaK Ha 0a3e T-oO0pa3Hoii, Tak U TMHEHHOMI
TeTpal KJEeTOK B pe3yjbTaTe MOMepeuyHoro aee-
HU 3UTOTHL. B manbHelilem ructoreHHas augde-
peHIIMals OCYIIEeCTBIISIETCS Ha 0a3e AepUBaTOB
aruKaJabHOW M 0a3aJibHOM KJIETOK MO0 6a3alib-
Has KJjeTKa He aeautcs (kak B Caryophyllad-ture),
a ee (PyHKIIUIO HAYMHAIOT BHITIOJIHATH Oa3aIbHEIC
MMPOMU3BOIHBIE allMKaJbHOU KJIETKU (BTOPUYHBIE
n3zobuaarepaiabHble 1 00paTHO T-00pa3HbIe TeTpa-
IbI, KaK B cucteMme Soueges, 1939 — nepBblIii ¥ BTO-
poiil IIeproabl COOTBETCTBEHHO). B mampHeiiinem
Y MHOTHX pacTeHUI OJHOTO M TOTO K¢ BUIa ObLIU
oOHapyXeHBI pa3HBIe THUNBI TeTpall, IIPU 3TOM
TeTpaabl C HAKJOHHON Teperopoakoil He ObLIU
otMedeHBl (Andronova, 1997, 2006). B. Swamy
(1949) onuceiBanm pa3BUTHE 3apOAbIIIA B paMKax
Asterad- u Onagrad-TUnoB, a Takzke pa3HbIX (POPM.
Y. Veyret (1965, 1974) Boimenuia 3 TUIIa pa3BUTHS
3apOAbIlIeii: OCHOBHOI THUIT (pa3BUTHE TTPOUCXO-
IUT II0 OIpeneeHHBIM MpaBUiaM), UPPETyasp-
HBIH (pa3BUTHE IIPOUCXOAUT IO Pa3HBIM MOICIISIM),
BTOPUYHEIN TUII (OTIMYAETCS OT OCHOBHOI'O THUIIA
CKOPOCTBIO 00pa30BaHU S TOMOJOTUUHBIX 0J1aCTO-
MEpOB, HalpaBJIEHUEM 3aJ0XE€HUS KJIETOYHBIX
CTEHOK, pa3Au4usIMU B nuddepeHINANN KIe-
TOK). B psne uccnemoBaHMii BEIACISIIOT OCOOBIE
TUIIBI SMOpHUOTeHe3a OpXUIHBIX. OOWH U3 HUX —
Orchideae-Tun, KOTOpPbI XapaKTepU3yeTCs MHO-
FOKJIETOYHBIM JUIMHHBIM TToaBeckoM (Clements,
1999). Kak cBuIeTeIbCTBYET aHAIN3 JIUTEPATY PhI
(Shamrov, Nikiticheva, 1992; Yeung, Meinke, 1993;
Lee et al., 2008; Lee, Yeung, 2010; Yang, Lee, 2014),
MOJBECOK MOA0OHOTO CTPOEHU S MPUCYIIL 3aPOIbI-
Iy MHOTUX opxuIHBIX. B npyrom, Coelogyne-Ture,
B HUTEBUHOM CYCII€H30p€ BbISIBJIEHBI Cllelpu-
yeckue KiaeTKu-kpouku (Koval, 2023).

Bompochkl OTCYTCTBUSI OPraHOB B pPeayLUPO-
BAHHOM 3apoJblllie OPXUAHBIX O00OCYXKIAaIOTCS
B autepaTtype. CorjlacHO OTHOI TOYKE 3pECHUS
(Poddubnaya-Arnoldi, 1976) cmabas nuddepeH-
LAl 3apOoabllia CBI3aHa C OTCYTCTBUEM MIIU
HEeIOpPa3BUTHUEM BHIOCIIEpMa, COIVIACHO IPYroi
(Teryokhin, 1996) 310 00yCIOBICHO 3KOJOTHEH
U (pu3MOoNOTUE TTpOpacTaHUS CEeMSH, a TaKKe

IITAMPOB, AHUCHUMOBA

MUKOIIapa3uTUYECKHUM CIIOCOOOM KM3HU. BrI-
3bIBaeT 0COOBI MHTEpec cyxkaeHue Veyret (1963,
1974) o Tumax pa3BUTHUSA 3apoibiiia (OCHOBHOIM,
BTOPUYHBINI, UpperyasipHblii). C cylIecTBYIOIIUMU
MIPEICTaBICHUSIMHA MOXHO COTJIACUTBLCSI, HO OHH
TpeOyIOT KOpPpeKTUPOBKU. 1o HalleMy MHEHUIO,
peleHure 3Toil HayYHO ITPo0IeMBbl BKJII0YAeT IBa
acriekTa. I[lepBbIif acieKT KacaeTcsl 0COOEHHOCTEM
OIJIONOTBOPEHUS U 00pa3oBaHUSI SHIOOCIEpPMA.
Y BunoB cem. Orchidaceae HabGaIOmAIOTCS Hapy-
LIeHUS IIPU O0bEAMHEHNH sIapa CIIEPMUS C SIapa-
MU ueHTpailbHOll KineTKu (Calanthe aristulifera
Rchb.f., Listera nipponica Makino). O6pa3oBaHue
3HIOCIIEpMa IIOJABJICHO, IIPX 3TOM €TI0 IIEPBUIHOE
PO 4Yallle BCEro, He AeJsICh, OLICTPO AereHepu-
pyet (Savina, Poddubnaya-Arnoldi, 1990). Bropoii
acrekT o0yCJI0BJEH OCTaHOBKOI B pa3BUTHUHU 3a-
pOIBIIIA Ha TJIOOYISIpHOM cTaguu (MU3BECTHO, YTO
9TO OfHA U3 KPUTUYECKUX CTaIuil aMOpruoreHesa —
Meinke, 1991b), npu 3TOM pa3HbIe BUABI HPUXOISAT
K €€ 3aBEepIIEHUI0 pa3HbIMU MYTSIMU, MOCKOJb-
Ky OpTaHBI IIPOPOCTKA MOSBJISIIOTCS 3HIOTSHHO
de novo. Ilo-BuaumMomy, 3HIOCIIEpM, KaK IMMUTa-
TelbHas TKaHb, HAUMHAET UCIOJIb30BaThCS TOJIb-
KO Ha MO3JHUX cTaausax ambpuorenesa. o atoro
OH caM (popMupyeTcs, y4acTBYs Aajiee B obecrie-
YeHUU U paclpeneeHUN CUTHAJIOB, PEryInpyIo-
LU X IIpolecchl TuddepeHInanuy 1 opraHoreHe3a
3aponsima. K 91ciay TaKuX CUTHAJIOB OTHOCSITCS
JUTNENTUAbI, GUTOrOPMOHBI, IEHTPAJIbHYIO POJIb
cpenu Kotopbix urpaet aykcuH (Costa et al., 2014;
Locascio et al., 2014; Doll et al., 2017). DTa ocobeH-
HOCTh HaOJIomaeTcs W IIpu ariomukcuce. Ilapre-
HOreHEeTUYECKUI TJIIOOYJIIPHBIN 3apOAbIll HE TP~
CTyIlIaeT CaMOCTOSITeJNbHO K AU hepeHI AU
1 OXHUZAaeT MOMEHTA, KOrma B pe3yjbTaTe IICEeB-
JoraMuu (Iocjie OIJIOAOTBOPEHU S LIEHTPaIbHOMI
KJIeTK1) cHOpMUPYETCS BHAOCHEPM U 3ayCTUT
atoT npouecc (Yudakova et al., 2018). KieTku 3H-
JOCIIepMa OYeHb PaHO CIICINAIM3UPYIOTCS, 1 JaxXKe
B YCJIOBMSIX KYJBTYPBHI in Vitro HEBO3MOXHO I10JY-
YUTh 3apONBIIIN 3HIOCIEPMAIBHOTO IIPOMUCXOXK-
nenus (Johri, Ambegaokar, 1992). YV Dactylorhiza
fuchsii (Druce) So6 B 60JBIIMHCTBE DOPMHUPYIO-
IIMXCS CEMSIH Ha paHHUX CTaaUsIX MPUCYTCTBY-
0T TIOOyasipHble 3apoAblliu. OgHAKO B Halib-
HEWIIeM, BEPOSITHO, N3-3a HApPYIICHUI BO BpeMsI
OILJIONOTBOPEHU S IpH 00pa30BaHMUHM BHIOCIIEpMa
IIPOUCXOISIT OTKJIOHEHMS B CTPOCHUY 3apOIBIIISH
(BBISIBIEHO 12 THUIIOB aHOMAaJWii), YTO IMTPUBOIAUT
K HU3KOI CEMEHHOI NponyKTUBHOCTH (Andronova,
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2011). CxogHbIe pe3yabTaThl TONXy4YeHBI 1151 Orchis
purpurea Huds., Kak mpu caMo-, Tak U IepeKpecT-
HoM onbuieHUM (Adronova et al., 2020). IToaTBepx-
JeHUeM ITOA00HBIX (PAKTOB MOXKET CIYKUTh UCCIIE-
JoBaHue no amopuonoruu Cyrtosia javanica Blume
(Yang, Lee, 2014). ¥V sToro Buaa Obljia BEISIBJICHA
rudeinb SHIOCIEpPMa Ha CTaIUU 3UTOThI, & OCTaB-
muecs sapa IMOCTeIeHHO JU3UPYIOT BOIU3MU 3a-
ponbiiia Ha paHHuUX ctaausgx. C npyroi ctopo-
HBI, €CTh BUABI OPXUIHBIX, Y KOTOPBIX SHAOCIIEpPM
BO3HUKAET B pe3yjbTaTe OMJIOJOTBOPEHUS,

[TOKPBITOCEMEHHBIX PACTEHUN 15

HO IepBUYHAsS KJIETKa dHIO0CIIEpMa OCTAeTCs Ofl-
HOSIIEPHOM M COXpaHSETCS 0 3aKII0YUTEIbHBIX
cTanuit pazButus 3apoabima (Shamrov, 2008).
Y Gymnadenia conopsea (L.) R. Br. u Listera ovata
(L.) R. Br. kpymHoe sapo 3HA0CIepMa HaXOOUTCS
BOJIM3M KJIETOK MOCTaMeHTa (CreuaJau3upoBaH-
HOM TKaHMW HYLEJIIyca, pacmojlarallueiicsa momn
3apOMBINIEBEIM MEIIKOM), B KOTOPEIX OOHApPYKHU-
BalOTCs MoJUcaxapuabl JeKCTpUHBI (puc. 4, I—11;
puc. 5, I-5). MoXHO NIpeaInoaoXuThb, YTO UMEH-
HO OTCYTCTBUE 3HIOCIIEPMA IT0JOBOI ITPUPOIHI

Puc. 4. Cranuu sm6puoreHesa y Gymnadenia conopsea:

BOTAHUYECKWU XYPHAIJI

1—11 — mocnemoBaTenbHbIE CTATUN PA3BUTHUS 3apoabliia; / — 3Uurora, 2 — IBYKJIETOYHbLII poamMopuo, 3 — T-o6pa3Has
TeTpana KJIeToK, 4 — cTaaus KBaIpaHTOB, 5 — CTaAus OKTAaHTOB, 6—11 — nuddepeHnanus sMoOproaepMbl 1 GOpPMHUPO-
BaHMe IJMHHOrO OMHOPSIAHOIO IMOABECKAa; KpaxMaJ B KJeTKaX IMOKa3aH rpaHyjJaMu, IeKCTPUHbBI — TOYKAMU. ca — allu-
KaJbHas KJeTKa, ch — 6a3aibHast KJIeTKa, ¢/ — HUXXHssI KJIeTKa, 4 — runodusapHas KjeTka, Ap — rumnocrasa, [ u [/'—
BepXHUE WM HUKHWE KBAaIPAaHTHI, m — CPEIHS KJIeTKa, n e — 3MUIepMa Hylesyca, p/ — IialeHTa, ps — MOCTaMeHT,
s — noaBecok. MaciitabHas nuHeika, MKM: 30 MKM.

Fig. 4. Embryogenesis stages in Gymnadenia conopsea:

1—11 — successive stages of embryo development: I — zygote, 2 — two-celled proembryo, 3 — T-shaped cell tetrad,
4 — quadrant stage, 5 — octant stage, 6—I/1 — embryoderm differentiation and formation of a long single-row suspensor;
starch in cells is shown as granules, dextrines as dots. ca — apical cell, ch — basal cell, ci — lower cell, # — hypophysial cell,
hp — hypostase, /, I'— upper and lower quadrants, m — middle cell, # e — nucellus epiderm, p/ — placenta, ps — postament,
s — suspensor. Scale bar, um: 30.
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B CEMEHU MJIM HaJIU4YMe HapyIlIeHU I IIpu ero oopa-
30BaHUU MOP(OJIOTNIYECKH BhIpaXkaeTcsl JeBUAHT-
HBIMU MOJEISIMU B paHHEM Pa3BUTUU 3aPOIbIIIEH
(upperynsipHblii Tumn, o Veyret, 1965, 1974), uto
U OIMCBIBAETCS B paMKaX pa3HbIX TUIIOB, TOCKOJIb-
Ky TM0eJIb 3apOAbIIIeii IIPONCXOAUT Ha IIOCISTHUX
sTanax (GopMupoBaHUS TJIOOYISIPHOTO 3apOabI-
IlIa, 1 3Ta 0COOEHHOCTD HE BCeraa IIPUHUMAETCS
B pacueT uccienoBarenssMu. Micxomst u3 puBeneH-
HBIX (PaKTOB, ISl OPXUIHBIX MOXHO IIPEIJIOXUTh
HoBbI Orchidad-Tumnm mo aHajaoOruu ¢ APyruMu
YIOMSIHYTBIMU OCOOBIMUY TUIIAMU 3MOpUOreHe3a
(memeHue 3UTOTHI IIOIIEPEIHOE, Pa3HbIC (POPMEI Te-
Tpaja KJIeTOK MPO3MOpUO, UPPETYISIPHOCTD B Jeje-
HUU U cyab0e MPOM3BOAHBIX 0a3a1bHOM KJIETKN).
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e
=
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Puc. 5. Cranuu sm6puorenesay Listera ovata:

Heobxonmmo oTMETHUTD, YTO B peAYLMPOBAHHBIX
3apoAbIlIaX HEKOTOPHIX Mapa3UTHBIX PaCTCHUM
(Orobanchaceae, Pyrolaceae) 6bl1a oTMeUeHa Bapu-
abeJIbHOCTh paHHUX U CPEIHUI cTaauii aMOpHore-
He3a MJIM Jaxe IMoJHasl yTpaTa yIopsI04YeHHOCTH
neneHuit kiaetok mposamopuo (Teryokhin, 1996).
CrnenyeT MOAYEPKHYTh, UYTO paHee BBIIEISIJICS
0COOBI THI d>MOpPUOTEHE3a OPXUIHBIX, Ha3BaH-
HbIii Orchideae-Tun, ogHaKoO B ero 000CHOBaHUU
He YYUTHIBAJIMCh OCOOEHHOCTH paHHEro >MOpu-
oreHesa, a TOJIbKO IMPUHUMAJIOCh BO BHUMaHUeE
HaJIU4YMe MHOT'OKJIETOYHOI'O AJMHHOIO MoABecKa
(Clements, 1999).

W3 Bcex knmaccudpukaunii TUIOB 3MOpHUOTeHe3a
HauboJjiee BOCTpeOOBAHHOM 4O CUX IO SIBJISIETCS

1—5 — pa3BuTHe 3apoabillia B OKPYKEHUU TKaHell ceMeHU: | — NBYKJEeTOYHBbII nmpoambpuo, 2 — T-obpa3Has TeTpana
KJIETOK, 3 — cTanus KBaApaHTOB, 4 — CTaaus OKTAHTOB, 5 — 3peJioe ceMsI, 6a3ajibHas KJIeTKa 3apOabIIia He AeJTUTCS
1 00pa3yeT OMHOKJIETOUHBIN TMTOABECOK. ¢h, ¢ — 3TaXU IMPOIMOPHO, em — 3apOMBIII, en — SHIOCIEPM, /ip — TUITOCTAa3a.

MacmrtabHas nuHelika, MKM: 20.

Fig. 5. Embryogenesis stages in Listera ovata:

1—5 — development of the embryo surrounded by seed tissue: I — two-celled proembryo, 2 — T-shaped cell triad,
3 — quadrant stage, 4 — octant stage, 5 — mature seed, the basal cell of the embryo does not divide and forms a unicellular
suspensor. cb, g — tiers of proembryo, em — embryo, en — endosperm, #p — hypostase. Scale bar, um: 20.
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cuctema D. Johansen (1950), o 4eM CBUIETEIbCTBY-
eT OoJIbIIoe YnciIo ucciaegoBanuit (Schulz, Jensen,
1968; Natesh, Rau, 1984; Mansfield, Briarthy, 1991;
Sankara Rao, 1996; Rudall, 2007; Simpson, 2010;
Sudrez, Bozhkov, 2008; Lau et al., 2012; Johnson,
2017; Shamrov, 1997a, 2022b, c).

OpurunajbHasg KaaccuguKanusa cnocoooB pa3Bu-
THA 3apoasima. PaHee IIpu aHaIM3e 9HAOCIEPMO-
reHe3a u 3MOpHOreHe3a OBIJIO ITOKa3aHO, YTO
MIPUHLIUIIE KJIacCU(PUKALNN TUTIOB pa3BUTHUS 3a-
poapbliiia ¥ 3HaocHepMa cxogHbl (Shamrov, 2022b, c).
B obeux cuctemax aeneHUs MEPBUUYHOMN KIETKU
9HIOCIIEpMa U 3UTOTHI IIPOMCXOIST, KaK IIPaBUIIO,
nonepedHo. CiaeayeT Moa4epKHYTh, YTO B aHAJIU3
HaMM BKJIIOUCHBI HE TOJBKO THUIIBI KJacCUdu-
kanuu Johansen (1950), HO U HEKOTOpbIE OCOOBIE
TUIBI, O KOTOPHIX BBILIE 111JIa pedb. TakuM obpa-
30M, B pe3yJIbTaTe MePBOro MONEPEUYHOIO IeICHUSI
Y MHOTHX ITOKPHITOCEMEHHBIX PACTEHUM BO3HU-
KaloT IBe KJIEeTKM (MUKPONUIISIPHAS U Xajla3allb-
Hast IPUMEHUTEIILHO K DHIOCIEPMY U altuKajlb-
Has 1 0a3ajbHas MPUMEHUTEIbHO K 3apOJBIILY).
Tunel aMmOpuoreHesa, Kak U TUIIbl 3HAOCIIEPMO-
reHesa, eile He ompeneiasroTcsa. CoocoObl pa3s-
BUTHS 3apoIbliia 00pa3yloT IPyHIbl, KOTOPBIC
pas3auyarTcs KoMIIekcoM mpu3HakoB. B Onagrad-
u Asterad-Tunax B pe3yjbTaTe IeJICHUST alluKallb-
HOM (MpOIIOJIbHO) M 6a3anbHOH (TToTepeyHo) Kiie-
TOK popmupyercsa T-obpa3Hast TeTpaga KIETOK.
B Solanad-, Chenopodiad- n Caryophyllad-Tumax
YyeThipe KJIEeTKHW, BO3HUKAIOIIUE B XOAe BTOPON
reHepalMy, pacrnojaramTcs JuHelHo. [Tpu aHa-
JIu3e BKJajga MPOU3BOMHBIX allMKajlbHOU U Oa-
3aJbHOM KJIETOK B IIOCTPOEHME OPTaHOB 3PEJIOro
3apombliia coctaB rpymir meHsieTcs. [1pu Onagrad-
u Solanad-Tunax ocHOBHasI 4acTh 3apoAdblllia 00-
pa3yeTcsl M3 IepUMBaTOB allMKaJbHOM KJIETKH,
Torma Kak M3 IMPOU3BOMHBIX 0a3albHOM KJIETKHU
BO3HUKAIOT TUNIO(MU3NC U MMOABECOK; TTpu Asterad-
n Chenopodiad-tumax o6e KJIeTKM MTPUHUMAIOT
0oJice MM MEHEee paBHOE y9acTUe B OpraHU3alluN
3apoAbilia, MMPH 3TOM U3 alUKaJlbHON KJIETKH
BO3HMKAIOT CEeMSIA0JM U alleKc rnobera, a u3 Oa-
3aJIbHOM — T'MIIOKOTUJIb, 3aPOBIIIEBbIA KOPEHb
n oaBecok; npu Caryophyllad-Turie ocHOBHBIE
CTPYKTYPHI 3apoabiiia OpMUPYIOTCS Ha 6a3e amu-
KaJIbHOM KJIETKH, a 0a3abHas KJIeTKa AaeT JINIIb
yacTh noasecka. CienoBaTeIbHO, TUIIBI SMOpHOre-
He3a HAYMHAIOT MPOSIBISTHCS TOJABKO I1OCJIE TPETh-
ero IeJeHusl, IpU 3TOM OIHU THUIBI 00pa3yIoTCcs
Ha 6a3e T-o6pasnoit (Onagrad- 1 Asterad-TUITHI),
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a npyrue — nuHeiHou (Solanad-, Chenopodiad-
n Caryophyllad-tutrsr) Terpansl. B ob6enx rpymmax
TUIIBI Pa3JIMYaIOTCd yUYacTHeM MPOU3BOAHBIX allu-
KaJbHOH M 0a3aJIbHOI KJIETOK B MOCTPOEHUMU 3a-
ponsiiia. HecMoTpst Ha 3TO, MBI CYMTaEM 1IEJIECO-
00pa3HbIM COXPaHUTh TPAAUIIMOHHbIE Ha3BaHU S
TUIOB 3MOpHUOreHe3a (MX XapaKTepuCcTUKa JaeTcs
B IIEpBOHAYaJIbHOU BEpCUM), KOTOPbIE ObLIU Mpe-
JoxeHbl mouty 100 et Hazam.

OnHakKo MeXAy CUCTeMaMM THUIIOB 3MOpHOTe-
He3a M 3HO0CIepMOreHe3a CyIIeCTBYIOT 3HA4YU-
TeabHble pasnuuus. [Ipu pa3BuTuM 3HIOCIIEpPMA
Impouecc AuBepcuuKauy HAYMHAETCS yKe I0-
clie BTOPOTO ACJCHUS — HEeJUTIOISIPHBIN W Tello-
OuanbHbIN (B MOCAEAHUI BKJIIOYAETCS HYKJeap-
HBII 3HIOCIEpM) TUIILL. [Ipy 3TOM IO cTeneHn
y4acTUsI MUKPOIIUJISIPHOM U Xaaa3aJIbHOM KJIETOK
B IIOCTPOEHUHU 3HAOCIIEpMa TUIIBI ITOAPA3AESIIOTCS
Ha psiA MOATHUIIOB. B LEJUIIOSIPHOM TUIIE — MUK-
POIMIISIPHBIN C Xaja3aJIbHBIM rayCTOpUeM, MUKPO-
MUISIPHBIM C TepMHUHAJIbHBIMU TayCTOPUSIMU,
MUKpPOIUISIpHO-XajJa3adbHblli 0€3 raycTopues,
MUKPOIUJISIPHO-XaJa3aJbHbI C TEpPMUHAJbHBI-
MU TayCTOPUSIMU, XaJla3aJdbHBIA C MUKPOIUIISP-
HBIM TayCTOpHEM, Xajla3aJbHbIIA 0¢3 raycTopuen
MOATUII (BapyallUW HE BBIACISIOTCS); B TeJIO0OU-
aJbHOM THUIIE — MUKPONUJISAPHBINA C Xalla3alb-
HBIM raycTopueM (COOCTBEHHO rejlo0MalIbHBIN
SHAOCIEePM), MUKPONMJISIPHBIN 0€3 raycTopueB
(co6CTBEeHHO HYKJeEapHBI sHpgociiepM). Jlanb-
Helimag auddepeHuralnsg CmocodoB COMPOBO-
xmaercsd GopMUPOBAHUEM YETKO OTTPAaHUYEHHBIX
BapMaluii (110 MOJIOXKEHUIO MEPEropoioK BO Bpe-
M BTOpPOTO JIeJIEHUS B SHJOCIIepMe 1 ¢opMe 00-
pa3oBaHUS TeTpal B LEJLIIOJSIPHOM DHOOCIIEP-
Me: Nymphaea-Bapnanusi — B MUKPOIIMJISIPHOMK
KJeTKe IeJeHUsI B pa3JIMYHBIX HAIpaBJICHUSX;
Prunella-Bapuanus — npogojbHOe AeJieHUEe TPo-
WCXOMAMUT TOJIBKO B MUKPOIUJISIPHON KJIETKe,
T-o6pa3nasa Tpmaga kierok; Callitriche-Bapua-
sl — TIONEpeYHOe AeJICHNE B MUKPOIIUISIPHOMK
KJeTKe, TWHeWHas1 Tpuaga KJIeToK; Annona-Ba-
puanus — JeJieHUs B 00erX KJeTKax IMolleped-
HBIC, JTMHelHasa TeTpala KjiaeTok; Phyteuma-Ba-
puanus — MUKPOIIMIISIpPHAs KIeTKa OeIUTCS
IIPOIOJIBHO, a Xajla3aJibHast — IIOIepeuYHo, oopaT-
Ho T-o0pa3Has TeTpana KjeTok; Scutellaria-Bapu-
anuus — JIeJieHUs B 00enX KJeTKaxX NpOJoJbHEIE
¢ oOpa3oBaHUEM M300MJIaTEepaIbHOM TETpaabl KJe-
ToK; Pedicularis-Bapnanust — neanTcs MONepedaHO
TOJIBKO XaJjla3aJIbHas KJIETKa, JUHEeWHas Tpuazua
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KJIETOK; Pentaphragma-Bapuanus — IpoaoJibHOE
IeJICHUe B Xajla3aJIbHO# KJIeTKe, TpHala KJISCTOK
aBasieTcsl oopaTHo T-o0pa3Hoit; Mo YUCIy saep
B Xaja3aJbHOM KJIETKE ABYKJIETOUYHOI'O 3HIOCHEP-
ma: Limnocharis-Bapuanusi — ogHo Iapo B Xalia-
3ajbHoOM KJeTke; Dianella-Bapuaiinst — HECKOJIBKO
Sjep B XxaJa3aJbHOM KJIeTKe).

TakxuMm oO6pazoM, TUIIaM Pa3BUTHUS 3apOAbBIIIA
(BKJIAII ITPOM3BOMHBIX allMKaJbHOI 1 0a3aIbHON
KJIEeTOK B IMOCTPOCHUE 3apoAbllla; XapaKTep me-
JICHUI 3THX KJIEeTOK 1 (popMa TeTpaldbl) COOTBET-
CTBYIOT He “TUMNBI” DHAOCIIEPMOTEeHe3a, a JINIIb
Bapualliy, BbIACJIEHHBIE HA OCHOBE CJACIYIOIINX
MPU3HAKOB: CTENEHU y4acTUSI MUKPOIIUISP-
HOM U XaJla3aJIbHOM KJIETOK MEPBUYHOMN KJIETKHU
9HAOCIIEpMa B MOCTPOEHUU BHAOCIIeEpMa, MOJIO-
JKEHUU TI€PEropoaoK BO BpeMs BTOPOTO AeJIEHU S
pu 00pa3oBaHUM TEeTpaAbl MK TpUAdbl KIECTOK
aHAocrepMma. Bropass oco6eHHOCTh pa3BUTHUS 3a-
pOIBIIIa XapaKTepU3yeTcss MHBIM OHTOTeHEeTUYe-
CKMM BpeMeHeM BBIACICHUS TUTIOB O9MOPHOreHe3a,
KOTOpPbIE HAUMHAIOT 000COOJISITHCS TOJIBKO ITOCTIE
TpeThero AeJICHUs, Toraa Kak IIpu o0pa3oBaHUU
SHAOCIEpMa — MOCJIE BTOPOro AcjaeHUsI. MOXHO
OPEeaIIoN0XUTh, YTO OoJiee paHHee 000cobIeHUe
TUIIOB DHAOCIIEPMOreHe3a 00yCJIIOBIIEHO OCOOEH-
HOCTSIMM CHelaIM3alliy 9HI0CIIepMa, B PE3yJIb-
TaTe KOTOPBIX CO3IaeTCs CUTHaJbHasI CHUCTEMa
1S GOPMUPYIOLIET0ocsl 3apoabliiia. DHIOCHEPM
IIBETKOBBIX PaCTE€HM 1, UMes MOJIOBYIO MPUPONY,
IMO3BOJISIET BBHIIIOJHSATH HE TOJIBKO TPO(DUUECKYIO
GYHKIMIO IJI pa3BUTUS 3apoibllia, KakK 4acTo
cooOmaloT B nuTeparype. OH MpUHUMAET y4acTHe
B CO3JaHMUM CUTHAJIOB, KOTOPHBIE PEryJINPYIOT TU(-
depeHLIMaLIMIO U opraHoreHes 3apoabiia (Chen
et al., 2014; 006 aTOM Takke 11J1a peYb MPU 0OCYK-
JIEeHUY pa3BUTHS 3apOIbIIIa OpXUIHBIX). JleficTBre
CUTHAJIOB IIPOUCXOIUT BO BpeMsI KPUTUICCKUX
cTanuii pa3BUTHS 3apOAbIIIA, OOHOI U3 IEePBBIX
7 BaXXHEBIX 9BJsIeTCs rnooynsgpHas cragns (Meinke,

1991b).

B cBoeit k1accudukauy Mbl BBOIUM MOHSTHE
“MeraTunsl SMOprOreHe3a”, KoOTopoe 00beTHSIET
BC€ TUITHI SMOpUOreHe3a 1 Mo3BOJISIET PaHXKUPO-
BaTh BCE U3BECTHBIE CITOCOOBI pa3BUTU S 3apOJbIIIIA.
CrnenyeT OTMETUTh, UYTO CTAaTyC MeraTuIia paHee
MpeJiaraigy A aHaan3a oco0eHHocTell hopMu-
poBaHug aHgocnepMa (Di Fulvio, 1983, 1985;
Di Fulvio, Cocucci, 1986). B xnaccudukauuu muc-
MMOJIB3yeTCS MIOHITHE “MeraTUITBl SMOpHoreHe3a”,

aHAJIMU3UPYIOTCS CYIIECTBYIOIINE CIIOCOOBI U CH-
CTeMbI TUIIOB Pa3BUTHUSA 3apoibiiia. B Hee Takke
BKJIIOUEHBI HEKOTOPHIC 0COOBIE TUIIHI, IIPOBEICHA
peBu3us naHHBIX no Piperad-tuny, npennoxeH
JUTS1 OpXUIHBIX cienuduueckuit Orchidad-tumn.

MBI yXe OTMeYaau, 9YTO y OOJBIINHCTBA IIBET-
KOBBIX PACTCHHM IeJIeHNEe 3UTOTHI SIBJISETCS TO0-
IIepeYHbIM. B nuTeparype ecTh maHHBIC, CBUIEC-
TeJIbCTBYIOIIME O TOM, UTO IIEPBOE JICJICHUE MOXET
OBITH MPOJOJBLHBIM MJIMN HAaKJOHHBIM (Soueges,
1937; Johansen, 1950; Veyret, 1965, 1974; Batygina,
1974), nnu naxe He COIMPOBOXIAThCSI 0Opa3oBa-
HueM neperoponku (Yakovlev, 1958). Cragus nBy-
KJICTOYHOI'O 3apOIbIlla SBISETCS OOHON U3 KpU-
TUYECKMX CTaIuil B pa3BUTUU. PasMephl KIeTOK
U TOJIOXEHUE MEePEropoaku B 2-KJETOYHOM 3a-
ponblilie AeTepMUHUpPOBaHbl. Tak, gnom MyTa-
uus y Arabidopsis thaliana cBsizaHa ¢ U3BMEHEHU-
€M aCMMMETPUYHOTO JIeJCHUS 3UTOThI Ha paBHOE
(Mayer et al., 1991, 1993). Ilono6HOe HepenaKo Ha-
OromaeTcs IpU pa3BUTUM COMAaTHUYSCKUX 3apOJIbI-
weit Triticum aestivum B KyAbType in vitro (Batygina
et al., 1993). Ha ocHOBaHUY TMCTOXUMUYECKUX
HUCCIEeIOBAHUM CTPYKTYp pPa3BUBAIOIIEIOCS Ce-
MEHU TaKas KpUTUYecKas cTaaus Oblja BBISIBIIC-
Ha y Gymnadenia conopsea (Orchidaceae) u Luzula
pedemontana (Juncaceae) (Shamrov, 2008).

TakxuM obpa3zom, mocjie AeJIEHUS 3UTOThl Ha-
Me4YaroTCs MaTTepHBI KJIACTEpOB OyAyIINX TUIIOB
aMOpuroreHes3a: IornepevyHblii, HaKJIOHHbIN, UP-
peryasipHblii (0COOEHHOCTU 3aJI0OXKEHU s MepBOi
U TIOCJIEAYIONIUX TIEPETOPOAOK TTPU 0Opa30BaHUU
paHHETO 3apobIlia), ICHOUMTHEIN (HyKjacapHas
cTafus B pa3BUTUM PaHHETO 3apoabiina) (puc. 6).
OCHOBHBIM KJIaCTEPOM SIBJISICTCS ITOIIEPEYHBIM,
KOTOPBIM MPUCYIT OOJIBIINHCTBY IIBETKOBEIX pac-
teHuii. OH conpoBoXmaeTcs oOpa3oBaHUEM allh-
KaJIbHOM 1 0a3ajibHOI KJIETOK, JaJdbHelIne aeie-
HMS KOTOPBIX IIPUBOIAT K GOPMUPOBAHUIO IBYX
JUHUN pa3BUTHUS HAa ocHOBe T-oOpa3Hoil unu
JUHEHHON TeTpalnbl KJIeTOK. B Kaxmoil TuHUU
yyacTue MPOM3BOIHBIX allMKaJIbHOU 1 0a3aib-
HOI1 KJIETOK OKa3bIBaeTCSI pa3HbIM, YTO ITPUBOAUT
K 000CO0JIEHNI0 aBTOHOMHBIX TUITOB 9MOpHoTe-
He3a — Onagrad-Ttun (3apoabill odpa3yeTcs npe-
WMYIIECTBEHHO U3 AepUBATOB allMKaJIbHOUN KJIET-
K1), Asterad-tun (00e KJIETKU MPUHUMAIOT MOYTHU
paBHOE yJ4acTHe B IOCTPOCHUH 3apoAbIla) Ha 6a3e
T-o06pa3Hoit TeTpanbl 1 Solanad-Ttui (3apoabIiI
obOpa3yeTcs NpeMMyIIeCTBEHHO U3 AePHUBATOB
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anmukaiabHOM KieTKN), Chenopodiad-tum (obe
KJIETKU MPUHUMAIOT MTOYTH paBHOE y4acTUE B I0-
cTpoeHuM 3apoabiia), Caryophyllad-tun (3apo-
IBIT 0Opa3yeTcsT TpenMYyIIeCTBEHHO U3 IepuBa-
TOB alTMKaJILHOM KJIEeTKHM, 0a3alibHasI HE NEJIUTCS
1 BXOAUT B COCTaB IOJIBECKA) HA OCHOBAHUM JIU-
HEWHOM TeTpaabl.

Bce ocranpHBIe KJlacTephl ComepxKaT 0COObIe
TUIIBI dSMOpHoreHe3a. HakmoHHBI KjacTep Mera-
TUIIOB OTJIMYAETCS NPEUMYIIECTBEHHO HaKJIOH-
HBIMHU IIEPEropoaKaMHu IIpU 00pa30BaHUU IIPOIM-
6puro. B 3TOoT MeraTtuI rmoxka MoxeT ObITh ITOMEIIEH
TonbKo Poad-tun smoOpuorenesa. MpperyasipHblit
MeraTuIl BKJIlouaeT ABa TUIA 3MOpUoOreHesa ¢ Me-
HSIIOIIUMCSI CIIOCOOOM 3aJIOKEHUSI TIePEeropomok
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IIpY OCJICHUM 3UTOTHI UJIM 00pa30BaHUM T€TPAIbl
KJIETOK, a TaKXe C HECTAaOMJIbHBIM yyacTueM Oa-
3aJIbHOI KJIETKH B IIOCTPOCHUU TeJIa 3apOjbIlia.
INepserii Tun (Piperad-tum smOpuoreHesa) xapax-
TePU3YETCSA COYSCTaHNEM IIPOHOJIbHBIX, HAKJIOHHBIX
U ITake MOIIePEYHBIX IIeperopoaoK BO BpeMs AeJe-
HUS 3UTOTHI U 00pa30BaHUS TeTpal KIETOK, OTCYT-
CTBHEM JIIeJieHUs 0a3aibHOM KiIeTKU. Bo BTopom
HoBoM THuTIIe (Orchidad-Tture smOpnoreHesa), mpe-
JIO(KEHHOM HaMU, IIPU IIOIIEPEYHOM JCICHNUM 3UT0-
THI OOHAPY>KE€HBI pa3HbIe (POPMEI TETPAI U TpUAL
KJICTOK IIPO3MOPHO, UPPEryASIPHOCTh B ACICHUN
U cynb0e MPOM3BOAHBIX 0a3aibHOM KJaeTKUu. Mcxo-
IS U3 3TOro, K CIIMCKY Bapualuii B TUIIaX 3MO-
puoreHe3a (CIIMCOK ITPUBOAMIICS BHIIIE) MOXHO

| Embryogenesis megatypes

| 1

irregular |4 | oblique | 3 coenocytic | §
transverse 2
6 embryogenesis embryogenesis p embryogenesis 6 s [ embryogenesis
types types types types
T-formed cell tetrad | 7 linear cell tetrad 8

cells

role of caand ¢b | 9

role of caand ¢b | 10

cells

Onagrad-type | //

Solanad-type |12

Orchidad-type | /8

Piperad-type

Poad-type

Puc. 6. CucremMa BO3MOXHBIX CITOCOOOB Pa3BUTHUS 3apOIbIila Y HOKPBITOCEMEHHBIX pACTEHUIA:

Asterad-type | 13 Chenopodiad-type | /4

Caryophyllad-type| 75

Paeoniad-type

19

1 — MeraTunsl aMOproreHe3a: 2 — MONepevyHblil, 3 — HaKJIOHHBIN, 4 — UPPETYISIPHBII, 5 — HEHOLUTHBIN, 6 — TUTIBI
aMbpuoHe3a, 7— T-obOpa3Has TeTpana KJIEeToK, & — IMHelHas TeTpanaa KJeTok, 9, /0 — BKJal KJETOK ca U Cb B TOCTPO-
eHuu 3aponkbiia, /1, 12 — npenMylnecTBeHHO KJieTKa ca — Onagrad-tun (/17), Solanad-tun (12), 13, 14 — o6e kieT-
ku — Asterad-tun (13), Chenopodiad-tumn (/4), 15— xnetka cb He nenutcs, Caryophyllad-tur, 16 — mpeuMyIecTBEHHO
HaKJIOHHBIE fieJIeHu s KieToK — Poad-tur, 17, 18 — upperyasipHbIi TUT: cOYeTaHUE TTPONOTbHBIX, HAKJIOHHBIX U TIOTIe-
pedHbIx ieperoponok (Piperad-tum — 17), pazHooGpasue popM TeTpa KJIETOK MPOIMOPUO U OTCYTCTBUE PETYISIPHOCTU
B IeJIEHUU U CyIb0e MPOU3BOAHBIX 6a3anbHOl KieTKH (Orchidad-tun — 18), 19 — HyKjeapHbie eJIeHus B MPOIMOpro —
Paeoniad-Turm. ca — anukajibHas KjeTKa, ch — 0a3anbHast KJIeTKa.

Fig. 6. Possible modes of embryo development in angiosperms:

1 — embryogenesis megatypes: 2 — transverse, 3 — oblique, 4 — irregular, 5 — coenocytic, 6 — embryogenesis types, 7 —
T-shaped cell tetrad, § — linear cell tetrad, 9, 10 — contribution of ca and ¢b cells in the construction of the embryo, 11,
12 — predominantly ca cell — Onagrad-type (/1), Solanad-type (12), 13, 14— both cells — Asterad-type (13), Chenopodiad-
type (14), 15— cb cell does not divide, Caryophyllad-type, 16 — predominantly oblique cell divisions — Poad-type, 17, 18 —
irregular type: combination of longitudinal, oblique and transverse divisions (Piperad-type — 17), variety of tetrad forms of
proembryo cells and lack of regularity in the division and fate of basal cell derivatives (Orchidad-type — 18), 19 — nuclear

divisions in proembryo — Paeoniad-type. ca — apical cell, cb
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T00aBUTh HECKOJIbKO Bapuannii B Orchidad-Tture:
Orchideae-Bapualnius (3apoabIIIi ¢ MHOTOKJIETOY-
HBIM JJIUHHBIM IToaBeckoM, Clements,1999; Hanpu-
Mep, Gymnadenia conopsea — Shamrov, Nikiticheva,
1992; puc. 4, 1-11), Coelogyne-eapuayus (3apoabIIi
C HUTEBUIHBIM MOIBECKOM, XapaKTePU3YIOIIUMCS
cneurMdUuUYeCKUMU KaeTKaMu-Kproykamu, Koval,
2023), Listera-Bapmanus (3apoabIl 6e3 IToaBecKa
y Listera ovata, Shamrov, 2001; puc. 5, 1-5). Cneny-
€T OTMETUTh, YTO Ha HaJIMUMe UPPETyIIPHBIX TU-
OB (OTCYTCTBHE YeTKMX 3aKOHOMEPHOCTE! 3aJ10-
>KeHMSI IEPErOPOIOK MpU POPMUPOBAHUU PAHHETO
Mpo3MOpUO) OBIJIO YKAa3aHO BO MHOTMX CUCTEMaXx
TunoB a3MOpuoreHe3a (Schnarf, 1929, 1931, Soucges,
1939; Johansen, 1950; Veyret, 1965, 1974; Yamazaki,
1982). LleHOLIUTHBIN KJIacTep MpeAacTaBIeH OMHUM
Paeonad-Tumom smGpuoreHesa (cM. puc. 6). Ilep-
BbIEe CTaIWU Pa3BUTHS 3apOABIIIa XapaKTepu3y-
IOTCSI TOJIBKO MUTOTUUYECKUMU ASTICHUSIMUA U OT-
CYTCTBUEM LIMTOKMHE3a, KaK INPU HYKJeapHOM
supocnepMe. Ctaaust CBOOOTHOSIIEPHBIX AeIeHU I
B paHHEM Pa3BUTUU 3apOMABIIIA MPHUCYINA TaKXe
roioceMeHHbIM (Sigh, 1978; Trenin, 1988).

SAK/TIOYEHUNE

CoBpeMeHHBIe UCClieAoBaTeI B 0071aCTU M-
OpHMOJIOTUY PACTEHUI MOYTH He IpeajiararoT HO-
BbI€ TUIIBI 9MOpHOreHe3a. 3 UMeoIInxcs CUCTEM
CIoco0O0B pa3BUTHUS 3apojblllla BOCTpeOoBaHa
JIO CUX TOp KJaccuuKaus TUIIOB 9MOpHOreHe3a,
npenjoxeHHas Johansen (1950). Heo6xonuMocTh
HUCIIOJIB30BaHMU S 0a3MCHBIX TaHHBIX II0 CTpOeE-
HMIO 3apoblilia MPU aHau3€ pa3HbIX aCIIEKTOB
ero pa3BUTHUS (MOJIEKYISIPHO-TEHETUYECKUX, TH-
CTOXMMMUYECKUX, GYHKIIMOHATBHEIX) COXpaHUJIA
aKTyaJIbHOCTH IO cuX mop. B momo6HEBIX padoTax,
BBIIOJIHEHHBIX Ha BBICOKOM YPOBHE, MOP(HOJIOTH-
yecKast U CTPYKTYpHast XapaKTepUCTHUKA 3apObIIa
JacTO OKa3bIBaeTCs HEIOJNHOM. IMEHHO IT03TOMY
HaMu OBbLI IIPOBENEH aHaJIU3 CBEACHUI II0 CTpOe-
HUIO U pa3BUTHUIO 3apoabliina. st 6ojiee KOppeKT-
HOI OLIEHKH OBLJIO OCYIIECTBJIEHO CPABHUTEIBHOE
HCCIIEJOBAaHUE 110 Pa3BUTHUIO U CTPOCHUIO DH-
JocriepMa 1 3apojblila KaK MOJOBBIX POIYKTOB,
BO3HMKAIOIINX OAHOBPEMEHHO BO BpeMsI IBOIHO-
r'0 OILJIONOTBOPEHUS Y LIBETKOBBIX PaCTEHUIL. DTO
HCCIIeIOBaHME MTOKA3aJI0, YTO TUIILI 3HIO0CIIEPMO-
reHesa M 3MOpHoOreHe3a HAUMHAIOT BBIACISITHCS
Ha pa3HBIX 3Tamax pa3BUTHUS: TUIILI 3HIOCHEP-
MoOreHe3a IIOCJIE BTOPOro AeJIeHUS IIePBUYHOMN

IITAMPOB, AHUCHUMOBA

KJIeTKM 3HAOCIIEpMa, a TUMNBl SMOpUOreHe3a —
IoCJIe TPEThEro IeJIeHUs Ipu oO0pa3oBaHUU IIPO-
aMOpuo. Tunsl sMOproOTreHe3a MOXHO CPaBHUTh
¢ BapHalMsSIMU SHIOCIIepMa, TOrIa KaK BbIACICH-
HBIE Bapyallid TUTIOB SMOpHUOreHe3a He SIBISIOTCS
YHHUBEPCAJIbHBIMU U XapaKTePU3YIOTCS Pa3HBIMU
0COOCHHOCTSIMHM pa3BUTHS 3apoabiia. Hecmorpst
Ha 3TO, Mbl CYUTAEM 1IeJIeCOO0pPa3HbIM COXPAaHUTD
IepBOHAYaJIbHbIe Ha3BaHUS THUIIOB SMOPHUOTECHE-
3a. BBenmeHo moHsATHE “MeraTUIIbl SMOpUOTEHe-
3a”, 4TO MO3BOJISIET NOTIOJHUTH KJIaCCU(PUKAIINIO
HOBBIMU TUIIAMU, YK€ MCXOMIs U3 OCOOEHHOCTEM
IeJIeHUs 3UTOThI, KOTJa HaMe4yaeTcsl JUBepcudu-
Kallus U BEISIBJISIIOTCS KJIaCTEPhl TUIIOB 3MOpHOre-
He3a (TonepevyHbl i, HAKJIOHHBI, UPPETYISIPHBIA,
LEHOIMTHEIN).
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The general ideas that determine the structure of the embryo are discussed. A comparative analysis of
the classifications of the endospermogenesis and embryogenesis types has shown that the principles of
their creation are similar. However, during the endosperm development, the process of separation of the
types (cellular and helobial, the latter includes the nuclear endosperm) begins as early as after the second
division, and during the formation of the embryo, only after the third division during the formation of
the proembryo, i.e. the ontogenetic time of typing differs in both systems. Using these principles, we
proposed an original classification of the embryo formation modes. It uses the concept of “megatypes of
embryogenesis” and analyzes existing modes and systems of types of embryo development. The data on
the Piperad-type have been revised, and a new Orchidad-type has been proposed for orchids, including
3 variations.

After the division of the zygote, patterns of clusters of future types of embryogenesis are outlined:
transverse, inclined, irregular (features of the formation of the first and subsequent partitions during the
formation of the early embryo), coenocytic (nuclear stage in the development of the early embryo). The
main cluster is transverse, which is inherent in most flowering plants. It is accompanied by the formation
of apical and basal cells, further divisions of which lead to the formation of two ways of development
based on the T-shaped or linear tetrad of cells. In each way, the participation of derivatives of apical
and basal cells is different, which leads to the emergence of autonomous types of embryogenesis —
Asterad-type, Caryophyllad-type, Chenopodiad-type, Onagrad-type, Solanad-type. The oblique cluster
of megatypes is characterized by inclined partitions during the formation of proembryo (Poad-type of
embryogenesis), while the irregular cluster is characterized by a combination of longitudinal, oblique,
and transverse partitions (Piperad-type of embryogenesis) or a variety of tetrad forms of proembryo and
the lack of regularity in the division and fate of basal cell derivatives (Orchidad-type of embryogenesis).
The coenocyte cluster is represented by Paconad-type only.

Keywords: embryo, development, structure, typing
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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

DOI: 10.31857/S0006813625010022, EDN: EMSVVB

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.

POMAHOBA u ap.

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
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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
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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
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BO3HUKHOBEHHME M 3BOJIOLONUA AITMKAJIBHOI'O POCTA

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).
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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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ORIGIN AND EVOLUTION OF APICAL GROWTH
IN HIGHER PLANTS

M. A. Romanova®#, V.V. Domashkina® ?, A.1. Maksimova®, O.V. Voitsekhovskaja®

aSt. Petersburg State University
Universitetskaya Emb., 7—9, St. Petersburg, 199034, Russia
bKomarov Botanical Institute RAS
Prof. Popov Str., 2, St. Petersburg, 197022, Russia
*e-mail: m.romanova@spbu.ru

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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In contrast to terrestrial species, epiphytic orchids possess water storage elements as an adaptation to dry
habitats. Tracheoidal elements are present in roots and are involved in the interaction with mycorrhizal
fungi, which colonize orchid roots obligately. Lignified water storage cells are located in the cortex
and perform the functional role of water storage. Among the lignified exodermis cells, thin-walled
passage cells are present. These elements are essential for the exchange of water between the root and the
environment. This study supports existing data indicating that passage cells are the only exodermis cells
through which fungal hyphae can pass. It also presents evidence of water storage cells being colonized
by mycorrhizal fungi and shows that lignified elements of cortex are less conducive to peloton formation

than thin-walled cortex cells.
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Two major ecological groups of orchids, namely
epiphytic and terrestrial, exhibit distinct ecological
strategies and adaptations to the conditions they
inhabit. Epiphytic orchids inhabit water-depleted
conditions and possess certain anatomical elements
that control water uptake. Epiphytic orchids
possess a specific anatomical structure, the water
storage cells (WSCs), which are found in the cortex
of pseudobulbs, leaves, stems and roots. These
lignified tracheoidal elements with secondary
wall thickenings serve a function of water storage
(Olatunji, Nengim, 1980; Balachandar et al., 2019,
Li, Zhang, 2019; Ramesh et al., 2020). Another
water-controlling structure located in the root is the
exodermis, which is composed of cells with lignified
walls. Among these cells, non-lignified passage
cells (PCs) can be distinguished from exodermal
cells by their size and shape (Porembski, Barthlott,
1988). Lignification is a defining feature of water-
controlling elements in the cortex and exodermis,
which can be clearly identified using fluorescence
and confocal microscopy. A variety of commercially

available stains are employed to differentiate
between weakly and strongly lignified cells. Among
these, alkaloid berberine has been demonstrated to
yield optimal results (Brundrett et al., 1988; Joca
et al., 2020).

The roots of epiphytic orchids are flattened from
the abaxial side that provides plant’s attachment
to the substrate (Tay et al., 2021) and remains the
point of fungal hyphae penetration into the root.
All orchids are fully or partly dependent on fungal
nutrition which is a supplementary or alternative
to photosynthesis energy source for these plants
(Cameron et al., 2008), and fungal communities
associated with species of different strategies may
differ drastically (Xing et al., 2019; Petrolli et al.,
2021).

Fungal colonization of epiphytic orchid roots
initiates by penetration of root hairs and velamen,
which contains hyphae of both mycorrhizal and
endophytic fungi. Exodermis appears to act as a
control point for hyphal penetration. It has been
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demonstrated that endophytes remain in the
velamen, while mycorrhizal fungi pass through
the exodermis (Pujasatria et al., 2022). Exodermal
cells possess N-shaped cell wall thickenings
and are unable to be colonized by mycorrhizal
fungi. Exodermal cells are interspersed with thin-
walled passage cells through which fungal hyphae
reach the cortex (Porembski, Barthlott, 1988;
Chomicki et al., 2014). PCs possess a function of
water exchange between the root and the external
environment, occur in exodermis and endodermis
of various vascular plant taxa, including legumes
and arbuscular mycorrhizal species and hence
control hyphal growth in different types of plant-
microbial endosymbiosis (Holbein et al., 2021).
Nevertheless, PCs represent a vulnerability in plant
mechanical defense, rendering plants susceptible
to fungal pathogens that penetrate the exodermis
in a manner analogous to mycorrhizal fungi
(Koyyappurath et al., 2015).

Fungal colonization of root cortex is followed by
formation of hyphal coils — pelotons inside cortex
cells and massive colonization area occurs from the
abaxial side. The cortex is composed of thin-walled
cells and WSCs that possess secondary cell wall
thickenings. Functional and structural heterogeneity
of the epiphytic orchid root cortex prompts the
question of whether the growth of fungal hyphae
within the cortex is somehow controlled. The
possibility of interaction between fungal hyphae and
WSCs remains unclear. Presence of piths in WSCs
secondary cell wall thickenings and ability of OM
fungi to degrade lignin (Kohler et al., 2015; Miyauchi
et al., 2020) suggest that WSCs may be colonized.
The objective of this study was to investigate the
rate of WSCs mycorrhizal colonization in order
to shed light on the functions of these elements in
mycorrhizal symbiosis.

MATERIALS AND METHODS

Samples of epiphytic orchids belonging to
subfamily Epidendroideae were collected from Cat
Tién National Park, Vietnam in October 2015 and
stored in 70% ethanol. Roots attached to phorophyte
branches (substrate roots) were separated from plants
and studied.

Hand-made sections of substrate roots were
observed under Axioscop 40 FL fluorescence
microscope with Axiocam (Carl Zeiss, Germany)
BOTAHUYECKUN XXYPHAJ Ne 1
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using a 365 nm laser and Olympus FV-1000 laser
confocal scanning microscope using a combination
of 405 and 473 nm lasers with 0,01% berberine
staining (berberine hemisulfate, Sigma-Aldrich)
(Brundrett et al., 1988). A series of images was
captured and subsequently merged into a single,
three-dimensional image, or Z-stack, in order to
obtain a comprehensive representation of the details
within the image. The proportion of colonized WSCs
and thin-walled cortex cells in the area of extensive
fungal colonization was quantified.

RESULTS

Eight samples of epiphytic orchids were collected
from phorophyte branches in Cat Tién National Park.
The samples included three plants belonging to the
genera Gastrochilus, Dendrobium, and Thrixspermum
and 5 plants belonging to unidentified genera of
subfamily Epidendroideae.

Root and mycorrhiza anatomy of studied species

Substrate roots of all studied species exhibit a
clearly distinguishable flattened abaxial side which
is attached to the substrate (Fig. 1A). The velamen
comprises two or more cell layers with root hairs.
Exodermis consists of lignified cells elongated
along longitudinal axis with N-shaped thickenings,
among which non-lignified PCs of different size are
present (Fig. 1B). The cortex is composed of two cell
types: thin-walled cortex cells and lignified WSCs
(Fig. 1A). Central part of the root is represented by
the stele, which is separated from the cortex by the
endodermis (Fig. 1A).

Fungal hyphae are present in root hairs and
velamen on the abaxial side and exhibit irregular
growth along the root axis (Fig. 1B, D). Cortex cells
and WSCs contain functioning pelotons with hyphal
structure or degraded pelotons lacking observable
hyphae (Fig. 1A—C). Neither endodermis nor stele
are colonized.

Structure and colonization of water storage cells

WSCs can be distinguished from non-lignified
cortex cells on sections under berberine staining
(Brundrett et al., 1988) and can be found in roots of
all studied plants. The fluorescence of pelotons in
WSCs is brighter than that of pelotons in thin-walled
cells (Fig. 2).

At least six sections of each plant were examined
for calculation. The proportion of colonized
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thin-walled cortex cells and colonized WSCs was
calculated in the area of massive colonization in
order to demonstrate the difference in colonization

rate between lignified and non-lignified cortex cells.

For each sample either longitudinal or transverse

The mean share of colonized WSCs ranges from
1.6% (Gastrochilus sp.) to 11.9% (Thrixspermum sp.).
Significant difference between shares of colonized
WSCs and thin-walled cells (Student’s t-test p-value
< 0.01 for all samples) indicates that WSCs are

sections were analyzed (Table 1, Fig. 3). colonized less frequently than cortex cells.

Fig. 1. Anatomy of fungal colonization in substrate roots of epiphytic orchids.

A — Thrixspermum sp. root on transverse section (ab — abaxial side, ad — adaxial side, v — velamen, ex — exodermis,
we — water storage cell, arrowheads point at colonized cortex cell, double arrowheads point at colonized WSC); B — root
of Epidendroideae gen. sp. 4 on transverse section (2 — fungal hyphae in velamen, ex — exodermis, pc — passage cell,
dp — degraded peloton); C — root of Epidendroideae gen. sp. 4 on transverse section (fp — intact peloton); D — root of
Epidendroideae gen. sp. 4 from abaxial side on longitudinal section (v — root hair, v — velamen, ex — exodermis, arrowheads
point at fungal hyphae in root hair and velamen, double arrowheads point at colonized PCs). Scale bars: A — 200 um,
B—50 um, C —40 um, D — 100 um.

Puc. 1. AHaToMu s rpuOHOIT KOJTOHU3ALUU CYyOCTPaTHBIX KOPHE SMUGUTHBIX OPXUIHBIX. A — MONEPEYHBIN Cpe3 KOPHS
Thrixspermum sp. (ab — abakcuabHasi CTOpPOHA, ad — agakcuaibHasi CTOPOHA, V¥ — BeJIaMeH, ex — 9K30/IepMa, we — BOJIO-
3amacatolas KJIeTKa, CTPEeJIKHM YKa3bIBalOT Ha KOJIOHU3NMPOBAaHHBIE KJIETKHM KOPTEKCa, TBOMHBIE CTPEIKU YKAa3bIBAIOT
Ha KOJIOHM3MPOBaHHBIE Bofo3anacarniue KieTkn); B — nonepeunslii cpes KopHs Epidendroideae gen. sp. 4 (4 — rpubHbIe
rudbl B BeJaMeHe, ex — 9K30JepMa, pc — MPOIMYCKHas KJieTKa, dp — JIM3MPpOBaHHbBIN neaoToH); C — mornepeyHblil cpe3
kopHs Epidendroideae gen. sp. 4 (fp — MHTaKTHBIN nesoToH); D — npononbHbIii cpe3 KopHs Epidendroideae gen. sp. 4,
abakcualibHasl CTOpOHA (17 — KOPHEBOIM BOJIOCOK, ¥ — BeJIaMeH, ex — 9K30llepMa, CTPEJIKM YKa3bIBaIOT Ha TPUOHBIE TU(BI
B KOPHEBOM BOJIOCKE U BeJlaMeHe, TBOMHBIC CTPEJIKH YKa3bIBAalOT Ha KOJIOHM3UPOBAaHHEIE IMTPOMYCKHBIE KJIETKU. Mac-
mrtabHple TuHeKu: A — 200 mxM, B — 50 mxm, C — 40 mxm, D — 100 MxM.
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Fig. 2. Confocal images of colonized water storage cells in roots of studied plants.

A — Epidendroideae gen. sp. 3; B— Epidendroideae gen. sp. 4; C — Epidendroideae gen. sp. 5; D — Thrixspermum sp. Arrows
point at WSCs with fungal pelotons. Scale bars: A — 100 um; B — 180 um, C — 200 um, D — 60 um.

Puc. 2. KoHdoxkabHble M300paXkeHNsI KOJIOHU3MPOBAHHBIX BOMO3aNacalonMX KJIETOK B KOPHIX U3ydaeMbIX pacTe-
Huii. A — Epidendroideae gen. sp. 3; B— Epidendroideae gen. sp. 4; C — Epidendroideae gen. sp. 5; D — Thrixspermum sp.
CTpenku yKa3bslBalOT Ha Bomo3anacamonue KJIeTK ¢ TpUOHBIMY TeJloToHaMu. MaciitabHble TuHeiiku: A — 100 um;
B — 180 um, C — 200 um, D — 60 um.

Table 1. Analyzed sections and shares of colonized cortex cells
Taoamua 1. McciaenyeMblie cpe3bl M 10J1s1 KOJIOHM3UPOBAHHBIX KJIETOK KOpTEKCa

Name Sample Section Colonized WSCs, % Colonized thin-walled cells,%
Epl Epidendroideae 1 L 7.2 +0.75 60.2 £ 0.7
Ep2 Epidendroideac 2 T 7.8 £ 1.3 539+59
Ep3 Epidendroideae 3 T 97t 1.4 55.5x5.1
Ep4 Epidendroideae 4 L 109 £ 1.6 60.9 = 6.0
Ep5 Epidendroideae 5 T 8907 59.3+4.4
Dendr Dendrobium sp. T 6.9 +0.34 64.3+0.9
Thrix Thrixspermum sp. T 11.9+ 34 57.0+ 3.8
Gastr Gastrochilus sp. T 1.6+ 1.3 88.1t£29

Note. L — longitudinal, T — transverse.
IIpumevyanue. L — npononbHblii, T — monepeyHbIid.
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Fig. 3. Shares of colonized thin-walled cortex cells from total amount of thin-walled cortex cells (orange columns) and
colonized WSCs from total amount of WSCs (yellow columns).

Puc. 3. HOJ’[H KOJIOHU3UPOBAHHBIX TOHKOCTCHHBIX KJIECTOK KOPTECKCA OT 00111eTO YKCia TOHKOCTEHHBIX KJIETOK KOpTEKCa
(opaerBble CTOII6L[LI) 1 1014 KOJJOHU3MPOBAHHBIX BOogO3amnacarmmnx KJIE€TOK KOpTEKca OT o0l1Iero yMcia Bojo3arnacaio-

LU X KJIETOK KOpTeKca (KeAThIe CTOIOIIBI).

Structure and colonization of passage cells

Exodermal PCs are distinguished from exo-

dermis cells by smaller size and the absence of
N-shaped cell wall thickenings. In all studied
samples, 100% of colonized exodermis cells were
represented by PCs, therefore calculating the total
PCs share was unnecessary to demonstrate a strong
correlation between cell type and the presence of
hyphae (Fig. 4).

DISCUSSION

In response to water depletion conditions,
epiphytic orchid roots have evolved a unique loss
prevention system comprising lignified exodermis
and lignified WSCs in the cortex. The role of
exodermal PCs in the control of fungal invasion is
well documented for mycorrhizal and pathogenic
fungi in a range of plant taxa (Porembski, Barthlott,
1988; Chomicki et al., 2014; Koyyappurath et al.,

Fig. 4. Fluorescence images showing colonized PCs (arrowheads) on longitudinal sections.
Puc. 4. ®unyopeciieHTHbIe N300paXkeHWs] KOJTOHU3UPOBAHHBIX MPOMYCKHBIX KJIETOK (OTMEYEHBI CTpeJiKaMu).

A — Epidendroideae gen. sp. 4; B — Dendrobium sp.

BOTAHUYECKWUMW XXKYPHAJI Tom 110 Nel 2025



MYCORRHIZAL COLONIZATION OF ROOT CORTEX WATER STORAGE

2015). However, structural heterogeneity of root
cortex has not yet been elucidated in the context of
fungal infection control. In this study we present the
first data on fungal colonization of these elements.

The capacity of fungi to colonize WSCs may be
conditioned by either presence of piths in secondary
wall thickenings, which facilitate the entry of hyphae
into cells, or by their ability to degrade lignin. WSCs
can be distinguished under confocal microscope by
lignin autofluorescence enhanced with berberine.
Furthermore, pelotons in WSCs exhibit brighter
fluorescence than those in thin-walled cells. This
may be attributed to local lignin degradation by
fungi, although this hypothesis requires further
investigation to be validated.

It seems probable that fungal colonization of
WSCs is stochastic, given that the rate of colonization
of WSCs is considerably lower than that of thin-
walled cells. It is evident that lignified cell walls
act as a barrier for hyphae, and therefore WSCs are
less likely to be colonized than thin-walled cortex
cells. The presence of additional factors that may
deter fungi from colonizing WSCs remains to be
investigated.

CONCLUSION

Studies on mycorrhiza anatomy shed light on
mechanisms of plant-fungal interactions, elucidating
the control of hyphal growth by plant. Although
orchids do not possess specific cellular structures
dedicated to fungal accommodation (not concerning
the root itself), they do control hyphal growth within
the root via mechanical barriers such as exodermis
and endodermis. This study demonstrates that cortex
WSCs are less conducive to fungal colonization
than non-lignified cortex cells and support data that
PCs are the only way to pass through exodermis.
Further investigations in this area may be devoted
to the possibility of WSCs lignin degradation by
mycorrhizal or pathogenic fungi. Additionally, the
presence of PCs in the endodermis of some orchid
species suggests the possibility of stele colonization,
for which the data is still very scarce.
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MUKOPU3HAA KOJOHU3SALINA
BOJO3AITACAIOIIINX KJIETOK
KOPbI KOPHEN SITUOUTHDBIX OPXUJAHBIX

H. M. bu6ukos" *, E. 10. Boponuna!, A. K. Ecekos!, M. C. Urnaros’ 2

'Buonoeuueckuii paxysomem, Mockoeckuii cocydapcmeenntii ynusepcumem um. M. B. Jlomornocosa
ya. Jlenunckue eopwt, 1, Mockea, 119234, Poccus
2Iaenwiii 6omanuyeckuii cad PAH um. H. B. Huyuna
ya. bomanuveckas, 4, Mockea, 127276, Poccus
*e-mail: bibik0808@mail.ru

B oTiriume oT Ha3eMHBIX OPXUAHBIX, SMTMGUTHBIE BUIbI 00J1a1aI0T BOA03aNACAOIIUMU JIEMEHTAMH,
HEOOXOOMMBIMU JJIsI 3aCENIEHUS] CYXUX MeCTOOOUTaHu . TpaxeouIHbIE 3J1EMEHTHI TPUCYTCTBYIOT
B KOPHSIX M YYaCTBYIOT BO B3aUMOAECHCTBUY C MUKOPU3HBIMU IPUOaMU, KOTOPbIE OGIUTAaTHO KOJIO-
HU3UPYIOT KOPHU OPXUAHBIX. IMTHUDULIMPOBAHHBIE KJIETKHU PACIIOIOXEHBI B KOPE U BHIMTOJIHSIIOT
PpOJIb KOHTPOJIsI BogooOMeHa. Cpeau TUTHUDULIMPOBAHHBIX KJIETOK 5K30I€PMbI TPUCYTCTBYIOT TOH-
KOCTEHHBIC ITPONMYCKHBIC KJICTKU, HEOOXOMUMBIC IJIsI BOZOOOMEHA MEXy KOPHEM U OKpPYKaromieit
cpenoit. JlaHHOe MccllefoBaHKE MOATBEPXKAAET CYIIECTBYIOIINE CBEAEHUS O TOM, YTO MPOMYCKHBIE
KJICTKHU SIBJISIIOTCS €eIMHCTBEHHBIMHU KJIETKAMU 3K30[€PMbI, Yepe3 KOTOPbIE MOTYT MPOXOAUTH IpUbG-
Hble rudbl. Takke mpeacTaBiaeHbl 10Ka3aTeIbCTBAa KOJOHU3alMU BOI0O3aIacalonX KJIETOK MUKO-
PU3HBIMU IPpUOAMU U MOKA3aHO, YTO JUTHUDULMPOBAHHBIE 2JIEMEHThI KOPBI MEHEe 01aronpusI THHI
1711 GOPMUPOBAHUS MEIOTOHOB, YeM TOHKOCTEHHBIE KJIETKH KOPHI.

Karoueswie crosa: MUKOPpHU3a OPXUAHBIX, BOJO3anmacarommne KJiI€TKn, KOp€Hb, 3HI/I¢)I/ITHLIC OPXMUIOHBIC
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M3ydyeHa rHHOAUBIMS Y MOJUKAPIIMUECKOTO TpaBIHUCTOro pacTeHust Knautia arvensis B MocKOB-
ckoii obmactu. Mccnegoanus mposeneHH ¢ 2020 mo 2024 1. B BOCEMHU IIEHOIOMYISIIUASX. YCTAaHOB-
JieHo, uyTo Knautia arvensis oopasyeT n1Be (pOpMbI LIBETKOB — 00O0€EII0JIble U MECTUYHbIE, BCTpevyalo-
1uecs: Ha Tpex TUIlax ocobeil: repmadpoauTHbBIE (TOJBKO 000€TOJble IIBETKU), XKEHCKUE (TOJIBKO
MECTUYHBIE LIBETKM) U THHOMOHO3IIMYHbIE (000ETOJIbIE U MECTUYHbIE 1IBETKM). O60enobie 1BET-
KU TOJIHbIE, TETPALlMKJINYECKUE, TETPAMEPHbIE B OKOJIOLIBETHUKE U aHAPOllee U TMMEePHbIE B TH-
Helee. KpaeBble 1IBETKU (hiopaibHbIX €AMHULL HETTPaBUJIbHbIE (TpaHCBEPCAJTbHO 3UTOMOP(HBIE),
CpeIUHHBbIE — MOYTU MpaBUJbHbBIE (AKTUHOMOP(GHBIE). B MeCTUYHBIX LIBETKAX COXPAaHSIOTCS pyAU-
MEHTbBI aHJpOolies, MPeaCTaBIeHHbIE CTAMUHOAUSIMU, KOTOPbIE HE 00Pa3yIOT MbLIblbl. BeISIBIIEHBI
TPU KPUTEPUS, TTO3BOJISIONINE pPa3aniyaTh IBETKU Pa3HbIX MOJOBBIX (DOPM: pa3MepHbIe pa3iudus
(oboeroJible IBETKU KPYMHEE MECTUYHBIX), COOTHOIIIEHUE IJIMHBI TPYOKM BEHUMKA Y ThIYMHOUHBIX
HUTEH U CTeNeHb COXPAHHOCTU aHApOLEes MOocje OTLBETaHMS LIBeTKa. B moJ0BOM crieKTpe BOCbMU
M3yYEeHHBIX LIEHOMOMYJISIIMI Tpeobianaiu repMacdhponuTHbIe ocobu — oT 61.5 1o 68.8%. Camblii
pedKUIi BApUAHT — FTMHOMOHO3LMYHEIE ocobu: oT 2.0 10 6.3%. He BbIsIBIIEHO U3MEHEHUI IT0OJIOBOTO
CMEKTpa LEHOMONYASLMI B TeUeHUe NATH JieT HabaoaeHuit. O0CyXaal0TCsl IPpUUYMHBI pa3MEPHOTO
JuMopduzMa 0060enoblX U MECTUYHBIX IBETKOB U HAJUYXSI TMHOMOHOBIMYHBIX OCO0O€Eli y TMHO-

AU MYHBIX BUIOB.

Karouesnie croea: TMHOIMBLMS, THHOMOHORLM A, Knautia arvensis, IOJOBOM CITEKTP

DOI: 10.31857/S0006813625010049, EDN: EMIWDX

I'mHOmMALIMST — TI0JI0Bast (hopMa ITOKPHITOCEMEH-
HBIX pacTeHUIi, Korma Ha OMHUX 0Cco0sX o0pa3sy-
I0TCSl 000€IoJble 1IBETKM, a Ha IPYTUX — MEeCTUuY-
Hele (Darwin, 1877). CemeiictBo Caprifoliaceae Juss.
3aHMMaeT IIEPBOE MECTO MO0 OTHOCUTEIBHOI U YeT-
BEPTOE MECTO 110 A0COIIOTHOI YMCIEHHOCTU TUHO-
JUBIMYHBIX BUIOB Y IIBETKOBBIX pacTeHUit (Godin,
2020). K HacTosmemMy BpemMeHU BoisiBieH 101 ruHO-
IUBLUYHBIN BUI B ®TOM CEMEMCTBE, UTO COCTAB-
nset 11.4% ot Bcero ero BugoBoro cocrasa (Godin,
2019, 2020). I'mHOOMBLMS pacIipeneieHa Kpaii-
He HepaBHOMEPHO BHYTPU CEMeMCTBa: BHISIBIEHA
TOJIBKO B JABYX mojacemeiictBax — Dipsacoideae
n Valerianoideae — M3 ceMu IpPU3HaBaeMBIX
(Wang et al., 2020). Krnautia L.— onuH U3 Kpymn-
HBIX poJoB noaceMeictsa Dipsacoideae, y psana
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MpeacTaBUTEICd KOTOPOTO BEISIBJIEHA THHOAUALIU S
(Godin, 2019). B kauecTBe 00bEKTa HAIIUX UCCIIE-
noBaHU BeIOpaH Knautia arvensis (L.) Coult. (ko-
POCTaBHUK IOJICBOIA).

K. arvensis — eBpa3uiickuii Bu, apeaa KOTOpPO-
IO OXBATHIBAECT MMOYTHU BCE paliOHBI €BPOIICICKOMN
yacTtu Poccuu (3a UCKJIIOUeHUEM KpaiiHe ceBep-
HBIX IUPOT 1 ApKTHKH), [IpenkaBkasbe, 3aman
3anagHoit Cubupu u Cpeaneit Azuu, CpenHiow
n Atnantnyeckyio EBpomry, Mpan (kak 3aHOCHOE)
(Bobrov, 1978). Kak nekopaTuBHO€ pacT€HUE BUJ
nutponyunposad B Kanange, CILA, ApreHTtn-
He, HoBoit 3enannuu, Yunu, Ucnanguu n Ila-
kucrtane (Varga et al., 2022). DTo MHOroJjieTHee
KayJIeKCOBOE IMOJMKApIUUYeCKOoe TPaBSIHUCTOE
pactenue. IlpomspacTtaeT mpeuMyIIeCTBEHHO
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Ha CYXOHOJIBHBIX JIYTaX M 110 OMYIIKaM CBETJIBIX
JecoB. B 0oCHOBHOI €BponeiiCcKOl 4aCcTU CBOETO
apeana K. arvensis CBSI3aH C YEThIPbM S KJIacCaMU
coobmectB: Festuco-Brometea (ctenHas pacTu-
TeabHOCTh), Molinio-Arrhenatheretea (;myrosas pac-
TUTENBHOCTH), Artemisietea vulgaris u Stellarietea
mediae (CHHAHTpOITHAsA pacTUTEIHLHOCTD) (Mucina
et al., 2016).

BrnepBble Hanuuue TuHoAMAUUU Y K. arvensis
BoisiBu H. Lecoq (1857) Bo ®@panuuu. OH coob-
LIUJI, YTO BCTPEUYAIOTCS TPM TUIIA 0COOEi Yy 3TOro
BUJIa: C 000EIOJbIMU, MMECTUYHBIMU U THIYMHOY-
HeiMu nBeTKamu. Ilozmuee Y. JapBuH (Darwin,
1877) BBICKa3ad mpenmonoxenne, yro H. Lecoq
MIPUHSI 32 MYXCKHE T¢ PAaCTEHUSI, BCE LIIBETKH KO-
TOPBIX HAXOAWUINUCH B THIYMHOYHOM CTaIUM CBOETO
pa3BuUTHUS. BriocieacTBuu Haau4due TMHOAURIIUU
y K. arvensis ObL710 TIOATBEPXAEHO U B APYTUX 4ya-
ctax apeana: B l'epmanuu (Miiller, 1873), ARrnun
(Darwin, 1877). Ilo gaHHBIM pa3HbIX aBTOPOB
(Knuth, 1898; Larsson, 2005; Franzén, Larsson,
2009) B MeCTUYHBIX LIBETKAX THIYMHKHU Oojiee UK
MeHee penyuupoBaHbl. [lonoBast cTpyKTypa Iomy-
nsauuii K. arvensis u3BeCTHA JJISl Pa3HbIX YyacTei
apeana. Y. HapsuH (Darwin, 1877) coo01aet, 4To
B okpecTHOcTIX KeHTa (AHIIMS) npeobagaioT
repMadponutHbsie ocodbu. P. Knuth (1898) ormeua-
eT, uTo B KemOpumximupe (AHIINS) Yyallle BCTpe-
JaJInCch KEHCKHE 0co0u, yeM repMadpOIUTHEIC.
A. Schulz (1890) B 'epMaHuM BRIIBUJI HAJIMUUE TH-
HOMOHOBIIMYHBIX 0CO0Eii, a yacToTa BCTpeyaeMo-
CTH XEHCKUX 0co0eil 00b14HO He npeBbiiaeT 20%.
A.H. ITonomapeB u E. U. embssnoBa (Ponomareyv,
Demyanova, 1975a) Ha YpaJie BbISIBUJIN BBICOKYIO
CTelleHb BapbMPOBAHUS IIOJIOBOI'O CIIEKTpa II0-
MyJASIIWNA: OT IIpeobiagaHusI TepMadpOIUTHBIX
ocobeil 1o JOMUHUPOBAHUS KEHCKUX ocobOeit
B Pa3HbIX 9KOJIOr0-GUTOLIEHOTUYECKUX YCITOBUSX.
B nmonynsauusax va repputopun lsennn (Franzén,
Larsson, 2009) gacToTa XeHCKHUX 0c00Oeii BapbUpO-
Bajia oT 2 o 68% (B cpenHeM 24%). OgHako mo-
cleHWe aBTOPHI U3ydau BEIOOPKU HEOOIBIIIOTO
obbeMa (He 6osee 30 ocobeil B monmyasiiiuu), 4To
MOXEeT CUJbHO MCKaxaTh pe3yJbTaThl. JleTasb-
HEBIE UCCJIEIOBaHMS COOTHOLIEHMS TTOJIOBBIX (hOPM
B Tpex IOMYJSANUIX Ha TeppuTopun I'epmanun
(Naghiloo, ClaBBen-Bockhoff, 2016) mokasainu,
YTO BCTPEUYAIOTCS eNMHWYHBIE TMHOMOHODIINY-
HbIe 0COOM, a YacToTa XEHCKMX 0co0eil Bapbu-
pyet ot 20 1o 60%. Tem He MeHee YuUCIIO ocobeil,
MIpoaHaJIN3MPOBAHHBIX ITOCICAHUMU aBTOPAMHU

bOTOB, TOOINH

B TIONYJSIIIMSX, Ob1JIO HeBeTUKO — OT 20 mo 30 mT.
OTcyTcTBUE CBEIEHUIT O pa3MepHBIX pa3InungX
060€emOoJIbIX U MTECTUYHBIX IIBETKOB U COOTHOIIIE-
HUU TOJIOBBIX (DOPM y JaHHOTO BHJa HA TEPPUTO-
puu eBpornelickoi yactu Poccum npenomnpenenuain
LIeJb HACTOSIICH pabOThl — M3yYeHUE TUHOOUD-
uuu y K. arvensis Ha opraHMU3MEHHOM U TIOIYJIsI-
LIMOHHOM YPOBHSIX B MOCKOBCKO# 00JIaCTH.

MATEPUAII U METOOMUKA

WUccnenoBaHus poBoAuIN B a3y MacCOBOIo
nBeTeHUs1 Knautia arvensis B TeUeHUE BereTalu-
oHHoro nepuona 2020—2024 rr. Mi3y4yeHa moJioBast
CTPYKTypa BOCBMMU LIEHOIIONYASILUI B pa3HBIX
9KOJIOTO-(PUTOLIEHOTUYECKUX YCIOBUSIX MOCKOB-
CKOM1 o0yacTu.

Lenononynsuus 1. MockoBckas o6aacts (MO),
HUctpuHckuii p-H, okp. 1. [laBnoBckass Cnoboma
(xoopauHaThl 55°48°09.2" c¢. m1. 37°04°12.2" B. 1.).
31aKOBO-pa3HOTPABHBIN 3aKycTapeHHBII Ha-
cTosimuit ayr. OO0IIee NpOeKTUBHOE IOKPBITUE
tpaBocTost (OINIT) — 95%, mpoeKTUBHOE MOKPbHI-
tue Buzga (I1I1B) — 2%. NomuHaHThl: Fragaria
vesca L., Calamagrostis arundinacea (L.) Roth,
Vicia tetrasperma (L.) Schreb., Prunella vulgaris L.,
Leucanthemum vulgare Lam., Rumex acetosella L.

Lenononynsauus 2. MO, JIeHUHCKU p-H, OKp.
n. JlomatuHo (kKoopmmHaThl 55°31°13.5" c. .
37°37°44.2" B.n.). Pa3pexxeHHBIiT Oepe3HIK eI~
HOBBII JyroBo-pa3HorpaBHbiii. OITIT — 95%,
III1B — 1%. JomuuanThl: Betula pendula Roth,
Quercus robur L., Corylus avellana L., Carex pilosa
Scop., Ajuga reptans L., Angelica sylvestris L., Lolium
giganteum (L.) Darbysh., Deschampsia caespitosa
P. Beauv., Prunella vulgaris, Geranium sylvaticum L.

Henononynsuusa 3. MO, UcTpuHCcKUii p-H, OKp.
1. [TaBnoBckast Cnobona (koopauHatsl 55°47°17.4” ¢. 1.
37°04°10.4” B. n.). KocTpenoBslii 31aKOBO-pa3HO-
TpaBHbII HacTosguuii ayr. OITIT — 100%, ITI1B — 3%.
HomuHaHTHBL: Bromus inermis Leyss., Calamagrostis
arundinacea, Festuca rubra L., Anthriscus sylvestris
(L.) Hoffm., Galium mollugo L.

Henononynsauus 4. MO, JIeHUHCKUI p-H, OKp.
1. BobpoBo (koopnuHathl 55°31°02.7"N 37°36°04.2"E).
PenkocToiiHbIlI TyOHSIK CHBITEBO-BOJIOCUCTO-
ocokoBo-pa3HorpaBHbIii. OITIT — 90%, IITIB —
1%. JomunauTtel: Quercus robur, Corylus avellana,
Deschampsia caespitosa, Geranium sylvaticum,
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Filipendula ulmaria (L.) Maxim., Lysimachia vulga-
ris L., Athyrium filix-femina (L.) Roth.

Henomnorrynsmusa 5. MO, roponckoii okpyr bama-
nimxa, okp. I. banamuxa (koopauHatel 55°48726.7" ¢. 1.
37°53°54.8"” B.1.). CocHSIK pa3HOTpaBHO-OpyC-
HuuHbIi. OITIl — 80%, I1I1B — 2%. JlomuHaH-
Tol: Pinus sylvestris L., Vaccinium vitis-idaea L.,
Calamagrostis arundinacea, Achillea millefolium L.,
Fragaria vesca, Luzula pilosa (L.) Willd., Melampyrum
pratense L.

Henononynsauus 6. MO, ropoackoii okpyr
Kpacaoropck, okp. 1. 3axapkoBo (KOOPIHHATHI
55°45°51.7" c¢.m. 37°20°30.4" B.n.). CocHIK
PEIAKOCTOMHBIA pa3HOTPABHO-OPYCHUYHBIM.
OITIT — 90%, IIIB — 1%. JdomuHaHThl: Pinus
sylvestris, Vaccinium vitis-idaea, Festuca ovina L.,
Calamagrostis arundinacea, Pteridium aquilinum (L.)
Kuhn, Carex pediformis C. A. Mey.

Lenomonynsauusa 7. MO, ropoackoii oKpyr
KpacHoropck, okp. r. KpacHoropck (KOopauHaThl
55°49°29.4" c¢. m1. 37°19°26.9” B. 0.). EnbHUK BOJO-
cructoocokoBo-kucanuubii. OINI — 60%, T1I1B —
1%. JomunanTsl: Picea abies (L.) H. Karst., Oxalis
acetosella L., Carex pilosa, C. digitata L., Dryopteris
carthusiana (Vill.) H.P. Fuchs, Maianthemum
bifolium (L.) E.W. Schmidt.

Henonmonynsuusg 8. MO, UcTpuHCKUI p-H, OKP.
I. TumomknHo (KoopAuHATHI 55°46°26.5" c. .
37°04°47.1"” B. n.). Pa3HOTpaBHO-3JIaKOBBII OCTEM-
HeHHbIN gyT. OITIT — 90%, TIIIB — 1%. lomu-
HaHTHBL: Poa angustifolia L., Lolium pratense (Huds.)
Darbysh., Fragaria viridis, Origanum vulgare L.,
Centaurea scabiosa L., Agrimonia eupatoria L.

J111 BBIIBJIEHUW S TTOJIOBOTO CIEKTPA B IIEHOITOITY-
JISILUSIX 3aKJIaAbIBaJIM IIoaaky 1 X 1 M, pacnoso-
>KEHHBbIE B BUje TpaHceKThl. Ha Kaxk ot nmiiomanake
MOJICYMTHIBAJIN YMCJIO 0cO0eit ¢ pa3HBIMU TUTIAMU
LIBETKOB. YMCI0 MJIOIIAaa0K 3aBUCEIIO OT YMCJIEHHO-
cTu ocobeit u BapbupoBaio oT 20 go 50. B kax goit
LEHOIOITYISIUY yYuThiBaau He MeHee 100 reHe-
paTUBHBIX 0cobeii. Ha ocHOBe 3THUX JaHHBIX OIpe-
JIeJISITIV 9acTOTY BCTPEYaeMOCTH Pa3HBIX MOJIOBBIX
¢dopm ocobeii B ueHomnorryassuuu (LI IT).

151 BBISIBIICHUST U3MEHEHU 1 TIOJIOBOM CTPYKTY-
pol B 1ByXx LIIT (Ne 1, 3) mpoBeneH aHaau3 MOJIOBO-
ro cnekrpa B TeueHue msatu jaet (¢ 2020 mo 2024 r.).
Kpome Toro, moctaByieH OIIBIT IIO0 BBISICHEHUIO
BO3MOXXHOCTU CMEHBI MOJIOBOM AuddepeHLna-
AU IBETKOB Y ocobeit. st atoro B LITT 1 B 2020 1.
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STUKETUPOBAHBKI I10 IISITh 0CO0Ei Pa3HBIX ITOJIOBBIX
¢dopMm 1 B manbHeHIIeM KaXXIbIi TOI TTpoaHaINu3U-
POBAH UX TUIT LIBETKOB.

Martepuan njsg U3ydyeHus IMOJOBOU nudde-
peHLMauuu UBeTKOB K. arvensis coopaH B 2020 1.
B €CTECTBEHHBIX YCIOBUSIX MOCKOBCKOI 00JIacTH.
Bcero usyueno mo 100 uBeTKOB KazKa0i MOJIOBOI
¢opmbl ocobeit u3 LI1 1. [IBeTKM arperupoBaHbl
B IUIOTHBIE LIMMOUABI, IIPEACTABISIONINE COOOM
IBa 3epKaJIbHO CPOCIIMXCS MHOTOSIPYCHBIX TUXa-
3us (Szabo, 1923; Glazunova, Dlusskiy, 2007). Cun-
(aopecueHIIMS — 3aKPHITHIN TUPC, Mapakaagun
KOTOPOI0o 00pa30BaHbl TUXa3UIMU U3 IMMOUIOB.
ITockoabky 060€ermoble LIBETKW 3TOr0 BUAA XapaK-
TEPU3YIOTCS CTPOr0 BBIPAXXEHHOM IMPOTaHIpUEH
(bosee paHHUM cO3peBaHUEM aHApOLies B CpaB-
HEHUMU C TMHeLleeM), COOp 1IBETKOB OCYIIECTBISIIN
caeaytomuM obpasom. B ogHot yacTu umMouga
BO BpeMs THIYMHOYHOM CTagWM LBETCHUS PUK-
CUPOBAJIK 5 000EMNOJIbIX KPAaeBbIX U CPEAMHHBIX
LIBETKOB. Bo BpeMsI puIIblLIEBOIl CTaIUM IIBETE-
HHUS B IPYToii YaCTU 3TOTO XK€ IIMMOUIa COOMpan
o 5 000emoIBIX IIBETKOB, 3aHMMAIOIINX Pa3HOE
noioxeHue. I[lectuuHble IBEeTKH (PUKCUPOBAIHN
B ¢a3y MaKCMMaJIbHOTO pa3BUTHUs rMHeNes. Bee-
ro B LIIT 1 Taknm o6pa3om usydeHo 10 0060€eTmorbIx
u 10 xxeHckuX ocobeit. Oboemnoibie U IIeCTUUYHBIE
LIBETKHU IJI51 aHaJii3a cOOpaHbl TOJbKO B IIUMO-
uaax, 3aHMMAapIIMX TePMUHAIbHOE IT0JOXEHUE
Ha TJIaBHOM ocu cuHdaopecueHnnu. Mopdosorus
LIBETKOB omnucaHa corjacHo “Atnacy... (Fedorov,
Artyushenko, 1975). Pa3amepsl yacTteii iBeTKa 13-
MEPEHBI C TOMOIIBIO CTEPEOCKOITMIECKOTO MUKPO-
ckona buomen MC-1 ¢ oKyIsap-MUKPOMETPOM TIPU
yBequndyeHuun X20 u X40 B 3aBUCUMOCTU OT BEJIU-
YW HBI 3JIeMeHTa IBeTKa. [Ipon3BeneHbl n3MepeHUs
YacTel IIBeTKAa, XapaKTepu3yIOoIle JalleuKy, BeH-
YUK, aHIPOLEN 1 TUHELIEN.

st onmpeneneHUs KauyeCTBA MbLIbLBI UCIIOIb-
30BaH METOJ OKpalllMBaHUs alleTOKapMUHOM. JLj1s1
MPUTOTOBJIEHUS MpPenapaToB MbLJIbILI UCIOIb30-
BaHBI BCE MBIJIBHUKU 13 00oeroJioro npetka. Ipe-
nmapaT u3ydeH IoJ, MUKpocKornoM buomen-5 npu
yBeandyeHuun 16 X 10. [TomcueT MbLIBLEBBIX 3epeH
npoBeneH B 30 moJisix 3peHus. B kaxmoMm 1BeT-
ke ucciaegoBaHo no 300—500 ObLabLEBBIX 3€PEH.
Bcero nszyuena neiibia 100 o0oemnonbix IIBETKOB
20 repmadppoauTHbIX ocobeit 1 100 oboemoabix
1IBEeTKOB 20 THHOMOHO3LUYHBIX ocobeit. Ompene-
JICHHE pa3MepPOB ITbIJIBIIEBBIX 3¢PEH OCYIIIECTBICHO
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Ha TeX Xe IIpernapaTax, U3MepeHue IIPOBEIEHO C I10-
MOIIIBIO OKYISIp-MUKpOMETpa IIPU yBEINICHUN
16 x 40. M3ydeHa mBLIbLA IO TPEM IIPU3HAKAM: K-
BaTOpUaJbHbBIN JUaMETpP U MOJISIPHas OCh MbLIbLIE-
BBIX 3¢peH, MKM; (hepTUIBHOCTD MbLIBIEI, %.

ITonyyeHHble JaHHBIE 00paboTaHBI METOIAMU
BapuanuoHHoit craructuku (Sokal, Rohlf, 2012).
HJ1s1 KaXXaoro u3dyvyaeMoro IpusHaka onpeneieHbl
Mpeaensl ero BappupoBanusa (Min—Max), cpenHee
3HaueHHe (M) u ommbka (m). CpaBHEHHUE CPETHUX
apu(pMeTUYeCKUX IIPOBEACHO C MOMOILbIO /-KpUTe-
pus CtbloneHTa. Pe3yabTaThl BRIYMCIASHU TTpe-
CTaBJIEHBI B Ta0. 1 u 2.

OpauHauust 060€IoNbIX U IMTECTUYHBIX 1IBETKOB
10 M3YYEHHBIM ITapaMeTpaM MPOBeAeHAa C UCIIOJIb-
30BaHMEM METO/a IJIaBHBIX KOMIIOHCHT B ITAKETe
nporpammbl Statistica 10.0. ITepen onpeneaeHueM
IJIaBHBIX KOMIOHEHT MPOBOAMIN HOPMHUPOBKY
MOp(OJOrMYECKUX NPU3HAKOB IMyTEM LIEHTPUPO-
BaHUS UX 3HAYCHU I K CPETHUM apU(PMETHUESCKUM.
B aHaM3 BKJIIOYEHHI BCe IPU3HAKHU LIBETKOB 32 KC-
KJIIOUEHHEM ITapaMeTPOB IIBIIbIIBI, KOTOpas He 00-
pa3yeTcd Yy IECTUYHBIX IIBETKOB. MCITOJIb30BaHEI
3HAYEHU S IPU3HAKOB LIBETKOB, YCPEAHEHHBIE s
Kax o u3 10 u3yuyeHHBIX 0co0eil 00enX MOJIOBBIX

dbopm.

Tadoamna 1. 3HaueHU T MOPMOIOTMYSCKUX TTapaMeTPOB 000CTIOJNBIX M ITECTUYHBIX IIBETKOB, 3aHNMAIOIIAX

KpaeBoe MoJIoKeHUe B LMMouaax Knautia arvensis

Table 1. Values of morphological parameters of bisexual and pistillate flowers in marginal position in cymoids of

Knautia arvensis

IMpusnak / Trait Liserok Min—Max Mtm P
Flower
JlauHa ocTeil yaleuku, MM b 2.8-3.0 2.9 £0.05 0.004
Length of calyx spines, mm f 2.5-2.9 2.7 +£0.07 )
MupuHa ocTeit yaleyku, Mm b 0.4—0.5 0.43 +0.02 0.088
Width of calyx spines, mm f 0.3-0.5 0.38 £0.02 ’
JnvHa TpyOKM BEeHYMKa, MM b 8.4-9.8 9.1 £0.20 0.000
Length of corolla tube, mm f 6.3-7.0 6.5+0.12 ’
JmameTp 3eBa BEHYMKA, MM b 3.8—4.3 4.0 £0.06 0.009
Diameter of corolla fauces, mm f 3.1-4.0 3.6+0.14 )
JlnuHa agakcuajabHOM J0JIM OTruba BEeHUYMKa, MM b 7.0-9.7 8.4+ 0.46 0.092
Length of adaxial lobe of corolla limb, mm f 7.2-8.0 7.6 £0.14 ’
IIupuHa agakcraJIbHOM JOJW OTTMOA BEeHUYMKa, MM b 2.7-4.5 3.5+£0.30 0.000
Width of adaxial lobe of corolla limb, mm f 4.8—-6.4 5.5%10.23 :
JnvuHa 60KOBOM 1011 OTTM0A BEeHUMKA, MM b 6.6—9.8 8.1 £0.47 0.036
Length of lateral lobe of corolla limb, mm f 6.3-7.5 7.0 £0.19 ’
IIuprHa 60KOBOI 10AK OTTMOa BEHUMKA, MM b 2.3-33 29 +0.16 0.001
Width of lateral lobe of corolla limb, mm f 3.3—-49 3.8+0.24 ’
JnvHa abakcuaabHOM JOJIM OTrn0a BEHYNKA, MM b 3.9-6.0 4.9 + 0.41 0.205
Length of abaxial lobe of corolla limb, mm f 4.3-4.5 4.4 +0.03 ’
Ilupuna abakcmanbHOI NOJM OTTM0Oa BEHYUKA, MM b 2.0-2.7 2.21+0.10 0.216
Width of abaxial lobe of corolla limb, mm f 2.2-2.8 2.4 £0.10 ’
JInvHaA TBIMMHOYHBIX HUTENU, MM b 12.4—14.8 13.4 £ 0.37 0.000
Filament length, mm f 6.0—6.8 6.31+0.12 )
JInvHa NbIIbHUKA, MM b 2.9-3.0 2.95+0.02 0.000
Anther length, mm f 1.4-1.5 1.38 £ 0.02 :
IlupuHa NBUIBHYKA, MM b 0.9-1.0 0.98 £ 0.02 0.000
Anther width, mm f 0.5-0.6 0.54 £0.02 :
3KBaT0[.)I/IaJ'[.I)HbH/I JMAMETP MBLTBUEBBIX 3ePEH, MKM b 106.8—125.0 1184+ 2.1 .
Equatorial diameter of pollen grains, um
JnvHa noJsipHOM OCH MBLIBLEBBIX 3€PEH, MKM b 91.2-115.3 104.6 4 2.7 .
Length of polar axis of pollen grains, um
DepTUILHOCTD TBLIbLLBI, %
Pollen fertility, % b 90.4-95.3 92.8 +3.1 —
JlanHa cToNnoMKa, MM 15.9-17.7 16.8 £0.27 0.000
Style length, mm f 13.3—14.2 13.7 £0.16 '
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Tao6auna 1. OkoHuaHUe

IpusHak / Trait Lserok Min—Max Mt m P
Flower
JuameTp pbliblia, MM b 1.0-1.3 1.1 £0.04 0.000
Stigma diameter, mm f 0.8—0.9 0.8 £ 0.02 )
JlnvHa 3aBI3U, MM b 2.9-3.2 3.0 £0.05 0.000
Ovary length, mm f 1.8—1.9 1.8 £ 0.01 :
MuprHa 3aB3U, MM b 2.0-2.3 2.1 £0.05 0.000
Ovary width, mm f 1.6—1.7 1.6 £ 0.02 i

IIpumeuanne. MunumanbHoe (Min) u MmakcumanbHoe (Max) 3HayeHUe npusHaka, M — cpenHee apudpMeTuyeckoe
3HaueHMe MPU3HaKa, m — ero omunodKa, P — TOCTOBEPHOCTh pa3aINdmiil, MOy KUPHBIM IPUGTOM BIACICHBI
IOCTOBEPHEIC OTIINYUSI, b — 06oemnobie U f — IMeCTUYHEIC IIBETKH.

Note. Min — Max — minimum and maximum values of a trait, M — mean value; m — standard error, P — signifi-
cance of differences, bold font indicates the values of the Student’s t-test showing significant differences, b — bisexual,
f — pistillate flowers.

Ta6iunma 2. 3HaueHU ST MOP(POJOrNYSCKUX IapaMeTPOB 000ETIOJIBIX U TECTUYHBIX LIBETKOB, 3aHUMAIOIINX
LIEHTpaJIbHOE IOJIOKeHUe B iuMounaax Knautia arvensis

Table 2. Values of morphological parameters of bisexual and pistillate flowers in central position in cymoids of
Knautia arvensis

IMpusnHak / Trait Lserok Min—Max Mtm P
Flower

JInvHa EeTUHOK YallleuyKU, MM b 3.0-3.3 3.2+0.05 0.000
Length of calyx spines, mm f 2.8-3.0 2.8 +0.04 )
[IIvpuHa METUHOK YalleuyKu, MM b 0.5-0.7 0.6 £0.02 0.000
Width of calyx spines, mm f 0.3—-0.4 0.4 +£0.02 ’
JinmHa TpyOKM BEHYMKA, MM b 5.0-6.0 5.6 £0.15 0.000
Length of corolla tube, mm f 4.0-5.0 4.4 +0.17 )
HuameTp 3eBa BEeHUYMKA, MM b 2.9-3.5 3.1x0.10 0.056
Diameter of corolla fauces, mm f 2.7-3.1 2.9+ 0.06 ’
JnuHa noau orruda BEeHYMKa, MM b 2.9-3.6 32+10.12 0.001
Length of lobe of corolla limb, mm f 2.7-2.9 2.8 £0.03 ’
IupuHa noau oTruba BEHYMKa, MM b 1.8-2.1 2.0 £0.05 0772
Width of lobe of corolla limb, mm f 1.8-2.1 1.9 £ 0.04 )
JnrHa TBIMMHOYHBIX HUTENH, MM b 9.1-10.5 9.6 £0.22 0.000
Filament length, mm f 3.8—4.8 4.1x0.17 ’
JIMHa IMBIJIbHUKA, MM b 2.9-3.0 3.0 £0.02 0.000
Anther length, mm f 1.1-1.5 1.3 £0.06 ’
IlIupuHa NBUIBHUKA, MM b 0.9-1.0 1.0 £ 0.02 0.000
Anther width, mm f 0.5-0.7 0.6 £0.03 )
9KBaTOpMaJ1'beIH ZIMAMETP MBLIBUEBBIX 36PEH, MKM b 107.1—124.6 1179 + 2.2 B
Equatorial diameter of pollen grains, um
JnvHa MojsipHOi OCH MBLTBLUEBBIX 3€PEH, MKM b 91.8—116.1 105.1 + 2.8 B
Length of polar axis of pollen grains, um
®epTUIbHOCTD MbUIBLIBL, %
Pollen fertility, % b 90.9-94.7 92.1+3.0 —
HnuHa cToduKa, MM b 12.0-14.3 13.2 £0.39 0.000
Style length, mm f 9.3-10.5 9.8 £0.19 ’
HuameTp pblabla, MM b 0.9-1.2 1.0 £ 0.04 0.000
Stigma diameter, mm f 0.6—0.8 0.7 £0.03 '
JnuHa 3aBI3U, MM b 2.8-3.3 3.1£0.09 0.000
Ovary length, mm f 1.7-1.8 1.7 £ 0.02 '
[IIupuHa 3aBsA3U, MM b 2.1-24 2.2 +0.05 0.000
Ovary width, mm f 1.5-1.8 1.6 £ 0.05 ’

IIpumeyanue. YciioBHBIC 0003HAUYEHMSI, KaK B Tao. 1.
Note. For the legend, see Tab. 1.
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PE3VJIBTATbI

Hamu nccnenoBaHus mokasanu, 4To Knautia
arvensis 00pa3yeT JBa TUIA LIBETKOB — 000emoJibie
U MECTUYHBIE, PACITOJIOXKEHHBIE Ha Pa3HbIX 0COOSIX.
PaccMoTpuM 0COOEHHOCTU X CTPOSHUSI.

O60enoabie nBeTKH. O0O0EIIONBIE LIBETKY MOJIHBIE,
TeTPaLMKJINUYECKHE, TeTePOMEPHBIC: TETPaMEPHBIE
B OKOJIOLIBETHUKE U aHApollee U AUMEPHEIE B TH-
Hellee. KpaeBble IBETKM B IMMOMIaX HETIPaBUIIb-
HBIe (TpaHCBepCaJbHO 3UTOMOP(MHBIC), CPEIUH-
HbI€ — TIOUTHU NPaBUIbHbIE (AKTUHOMOPQHBIE).

B moxpoBax BETKOB BBIACISIOTCS ABE CTPYK-
TypBI: 00epTOYKa M cOOCTBEHHO Yamieuka. Ooep-
ToYyKa (PNUKAJUKC, Moavaliune, MOKphiBaiblie,
BHEUIHSIS WM HapyXHas Jalleuyka) oopa3zoBaHa
B pe3yJibTaTe cpacTaHU s YeThIpeX HAKPECT pacro-
JIOXKEHHBIX TPULIBETHUKOB (Szabo, 1923), cuasgad,
TpPyO4YaTo-BOPOHKOBUIHAS, ITPOJOJILHO YEThIPEX
pebpucTas, onylieHHass IJIMHHBIMMU, OCJIBIMU,
MSATKUMMU, PABHOMEPHO PACIOJIOKEHHBIMU BOJIO-
ckaMu. Ha Bepxylike o6epTouKa 3aKaHYMBAETCSI
MEJIKMMU MHOTOYMCIEHHBIMU 3yOounkamu. O6ep-
TOUYKa He omajnaeT U MpUHUMAET yyacTue B oopa-
30BaHUU TLJIOAA.

Yamreuka (CoOOCTBEHHO YallledYKa) UMEEeT KOPOT-
KYI0 HOXKY U pacIlojioXeHa Ha BepXyIlIKe 3aBs3H,
Otoa1IeBUIHAS, ONMYIIIEHHAs, TT0 Kpalo ¢ 8 1meTHu-
HUCTBIMHM OCTSIMU, PE3KO PACHINPSIOIIMMUCS K OC-
HOBaHUIO, OoMaaarouias Ipy IIoaax.

BeHuuk criaiiHosenecTHBIN, pO30BbIi, CUpPEHE-
BBIA, CHHEBATO-JIMJIOBBINA, JTUJIOBEIMA, PEAKO Kpac-
HOBAaTbIi MU XeaToBaThiii. [TouKkocaoXeHue BeH-
YyyuKa — YepenuTyaToe, KOrina Hapy>XKHbI€ YJIEHBI
MOKPOBOB MPUKPHLIBAIOT 00a Kpasi BHYTPEHHUX.
BeHuuK YyeThIpeXrpaHHbI, B OTTMOE YEThIPEXJIO-
HacTHbIH, onagatomuii. TpyOka BeHUMKa npsiMasi,
IUIMHHAs, y3Kas, KyBIIMHYaTas, y KpaeBbIX 1IBET-
KOB IIJINHHEE, YEM Yy CPEIUHHBIX, CHAPYXU HE-
MHoOro onyueHHas. OTrub6 BeHUYuKa CBOOOIHBIM,
OTKJIOHEHHBIH. 3€B pacIIMPEeHHBIN, TONBI, TOIU
HepaBHble. CaMasl KpynHas O0Jis1 — agakcuajb-
Hasl, 1Be OOKOBbIE TOJM HEMHOTO MEHBIIUX pa3Me-
poB, caMmasi MeJjikass — abakcuanabHasg nouad. Jdoau
LIEJIbHBIE, TIJIOCKHWE, MPOAOJAroBaTO-SAi1IeBUAHBIC,
Ha BEpXYIIKE C HEPAaBHBIMMU KpasiMH, CJIErKa OT-
KJIOHEHHBIE OT BEPTUKAJIbHON OCH 1IBETKA, IOJIbIE
U TJIaJKKE, Y HApY>KHBIX LIBETKOB 00Jiee KPYITHbIE,
YeM y CpeIMHHBIX (CM. Tab. 1, 2).

bOTOB, TOOIUH

AHppoleit cBOOOAHBIN, TeTpaMEPHBbIiA, Tarjao-
CTEeMOHHBIN. THIYMHOUHBIE HUTU TOHKUE, CPOC-
muecs ¢ TpyOKoil BeHYMKa IMOYTHU 10 3eBa, OTO-
THYTBIE, paBHBIE, KOPOUe CTOJIOMKA, HO IJIMHHEE
BE€HYMKa, Tojble U Tiaakue. THIUMHKU Yyepeny-
IOTCS C JIoNacTsIMU OoTru6a BeHuuKka. IIblIbHUKHT
4-THe3mHbIe, THe3Ia 00bEIMHEHEI IIOIIAPHO B IBE
TeKH, BCKPBIBAIOLINECS IPOIOJIbHO IIebI0. I1bInb-
HUKHU YAJIUHEHHOU (POpPMBI, CHMMETPUYHBIE, I'0-
Jible W rIagKue, TBIMMHOYHAS HUTh MpUKperieHa
K CIIMHKE NBLIBHUKA II0 CepearHe, TeKH COMMXKEeH-
Hble, pa3ae/ieHbl OUeHb Y3KMM CBSI3HUKOM. B pac-
KpbIBLIEMCS LIBETKE MbIJIbHUKU HAXOASITCS BHaYa-
JIe BHYTPU TPyOKM BeHUYMKA, a THIYMHOYHAS HUTH
M30THYTa B BUE METJIH, 3aTeM OHA paCIIpsIMIIsIeTcs,
BBIHOCUT MBIJIBHUKU JaJIEKO 3a Mpeaesibl oTruda
BEHYMKa, T1Ie OHU BCKpbIBalOTCS. B OyTOHE BCe ye-
TBIPE MUKPOCIOPAHTUS adaKCHUaJIbHbIE, KOTOPHIC
BCKpBIBaroTCcs MHTpop3Ho. [locie BeIHOCA TBLIb-
HUKOB 13 BEHUYMKA BCKPHIBLINECS MUKPOCITOPaH-
TMH MOTYT OCTaBaThCs aJaKCHAJIbHBIMU U1 OHHU
noBopauuBaioTcs Ha 90° unu 180°, mpu 3TOoM Me-
HSIETCS MPOCTPAHCTBEHHAs OpMEHTallMs MecTa
BCKpPHIBAaHUS Ha JIapTPOP3HOE MM 3KCTPOP3HOE
cooTBeTCTBeHHO. ClienoBaTeIbHO, B OMHOM IIBETKE
MOTYT BCTpeYaThCs BCE TPU BapHaHTa pacIiojioxe-
HMS MECT BCKpbIBaHUSI MUKpocriopaHrues. ITocie
BBICBHIITAHUS IBLIBIIBI TEJIBHUKY 00JIETaIOT, OTPHI-
BasiCh OT THIYMHOYHBIX HUTEH, KOTOPHIE TTOACHIXa-
IOT U IOJITO COXPAHSIOTCS B 000EIOJIbIX LIBETKAX.

3penbie MBIIBIEBbIE 3¢pHA OOUHOYHBIE, 3-KJIe-
TOYHBbIE, 3-00pO3IHbIE, B OUepTaHUU C IMOJTIOCOB
OKPYTJIO-TPEYToJbHbIE, C 9KBATOpa — OKPYTJIbIE,
INUIITHYeCKUE. JIMHaA MOJISIPHON OCU Bapbu-
pyeT oT 91 mo 115 MKM, 3KBaTopuaJbHbI HHa-
MeTp — oT 107 go 125 MmkM. @epTUIBLHOCTh Bapby-
pyet ot 90.4 10 95.3%.

I'mHeueit CMHKApIIHBIN, IUMEPHBINA, TICEBAO-
MOHOMEpPHBIN, ¢ 2—3 cemga3ayarkamu (Kamelina,
Plisko, 2000). 3aBs3b HUKHSSI, COCTOUT U3 ABYX
MJOA0JUCTUKOB, TOJbKO OIMH U3 KOTOPLIX Gep-
TUJIbHBIN (TTepenHuit). CToJ0UK HUTEBUAHBINI, TpU
CO3peBaHUM JAJIEKO BEICTABISIONINICI U3 OTT0A
BeHuuKka. [lnom — crienmuaau3MpoBaHHBI opex
B 3MUKAJTMKCE.

HexTapHuku BHYTPUILIBETKOBEIC, IIPEICTABIIE-
HBI OJHOKJIETOYHBIMU XKEJIE3UCTHIMU BOJOCKAMU,
pAacCITONIOXKEHHBIMY BHYTPU TPYOKM BEHUYHMKA OT €€
OCHOBaHU S IPUMEPHO 10 TIOJIOBUHEI IJIMHEI.
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Ilectuunbie nuBeTku. I1lo cTpoeHMIO OKOIOLBET-
HUKa U TUHelled MeCTUYHbIE LIBETKU HE OTINYa-
I0TCSl OT 000€TI0NbIX LIBETKOB. B HUX cOXpaHSIOT-
cs PYAMMEHTBI aHJApoliesl, NMpeacTaBJIeHHbIE
CTaAMMHOIUSIMU, KOTOPbIe HE 0OPa3yIOT MbIJIbIIbI.
Tem He MeHee o0Oa THUIIA LIBETKOB pa3iMyaloTCs
IO pa3MepaM CBOUX YaCTEM.

PasmepHblie pa3anunsa 000enoJIbIX H MeCTHYHBIX
uBeTKoB. CpaBHEHME pa3MepOB O0OEIOJIbIX U TIe-
CTUYHBIX [BETKOB, 3aHUMAIOIINX Pa3HOE IOJIO-
KeHue B uuMouax K. arvensis (cMm. Tadu. 1, 2) no-
Ka3aJio, YTO BBIACISIOTCS TPU I'PYIIIIHI IPU3HAKOB.
B mepByro rpynny BXogdaT IIpU3HAKU, 3HAUYCHUS
KOTOPBIX ¥ 000EMIOJIBIX IIBETKOB CTATUCTUIECKU
3HAYMMO OOJIbIlle, YeM B IecTUYHBIX. Hampumep,
Yy KpaeBhIX IBETKOB K TaKUM IIpHU3HAKaM OTHO-
CATCS: AJIMHA METUHOK YallledKH, JJIMHA TpyOKH
BEHUYMKa U AMaMeTp 3¢Ba BeHYMKa, OJIMHA O0KO-
BOI monum oTruba BeHYMKa, BCe MapaMeTphl aH-
Ipolies U TuHenes. Y LIBETKOB, 3aHMMAaIOIIUX
LIEHTpaJbHOE MOJOXEHNUE B IIUMOUIAX, 3TO BCE
M3y4YEeHHBIE IPU3HAKH, 32 UCKJIIOUYEHUEM IBYX —
IMaMeTp 3¢Ba BeHUYMKa U IMIWPHHA JOJU OTTrba
BeHuuKa. Bo BTopylo rpynmny o0beAMHEHBI TIPU-
3HaKM, 110 3HAYEHUSIM KOTOPBIX HE BHISIBJICHO CTa-
TUCTUYECKU 3HAYMMBIX Pa3JUunil MeXIY IBYMS
TUIIAaMU IBETKOB. Y KpaeBbIX IIBETKOB K TaKUM
OTHOCSITCS CleAyIONIMe; IMPUHA IIETUHOK Yalley-
KU, IJMHA aJaKCcuaJibHON M abaKcuaJlbHON 10U
oTruba BeHUYMKa, IUpuHa abakcuaabHOM OOIHU
oTrnba BeHYMKa. Y IIeHTPaIbHBIX IIBETKOB TOJHKO
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IBa — IUAMETpP 3¢Ba BEHUMKA U IIMPUHA JOJIU OT-
ruba BeHunKa. TpeTbio IpyIIIy COCTaBISIOT MPU-
3HAKU, 3HAYEHU ST KOTOPBIX Y NECTUYHBIX LIBETKOB
CTAaTUCTUYECKM 3HAYMMO OOJIbIle, YeM Yy 000€I0-
JIBIX. Y KpaeBbIX IIBETKOB BBHISIBJIEHO IBa TaKUX
npu3HaKa — IIMpUHA aJaKCcuadbHON U OOKOBOI
JoJin oTruba BeHYUKA.

B noneBbix yCI0BUSIX 000O€EMOJbIE U MTECTUYHBIE
LBETKH JIETKO Pa3JIUYUTh MO CIASAYIOUIUM KPUTE-
pusm. 1. O6oenosbie LIBETKU KPYIHEe NeCTUYHBIX.
2. B oboemnonbix LIBeTKAaX BO BpeMsl THIYMHOUYHOMN
CTaIuM Pa3BUTHUI XOPOIIO 3aMETHBI MBIJIbHU-
KU, BBICTABJISIONIMECS 3a Mpeaeabl oTruda BeH-
ypKa. B mecTUYHBIX IBETKAaX peayHIpOBaHHBIC
NBIJTBHUKU PacIlOIOXEeHBl YYTh HUKE 3¢Ba BEH-
YyyKa W He 3aMETHBI IIPU OCMOTpE IIBETKa COOKY.
3. B 00oemonbIx IIBETKAX 10 ONaJeHUsI BEHUYUKOB
COXpaHSIOTCS B MOACOXILIEM COCTOSHUM CKPYYEH-
HbIE TBIYMHOYHBIE HUTH, XOPOIIIO 3aMETHEIE TP
BU3YyaJIbHOM ocMOTpe. B rmecTMYHBIX IBETKaX IMO-
clie TIOAChIXaHU S peNyLUPOBAHHOIO aHIpOIEs OH
ellBa 3aMeTeH B TpyOKe BEeHUYHUKA.

OpauHanusi 000€noJIbIX H MeCTHYHBIX IIBETKOB.
I1o pesynbraram ¢akTOPHOT'O aHaJIM3a BhIAEICHBI
IBE TJIaBHBIE KOMITOHEHTHI, UMeIOIINe HauboIb-
e 3HaYeHUSI COOCTBEHHBIX YHMCE U OOBSICHS-
olIre HauOOJIbIINM MPOLEHT TUCIIEPCUH, KaK
MO OTACIBHOCTU (OTHOCUTENBHO APYTUX KOMIIO-
HEHT), TaK U I0 o0lleil cyMMe OObSICHEHHOM AUC-
nepcuu (tabdm. 3, 4).

Tab6iuma 3. @akTopHBII aHaTM3 MOP(POTOTMIECKUX ITOKa3aTelieil 000eToJIbIX U TECTUYHBIX LIBETKOB,
3aHUMAIOIIKUX KpaeBoe MoJIoXeHUue B iuMmounax Knautia arvensis

Table 3. Factor analysis of morphological parameters of bisexual and pistillate flowers in marginal position in

cymoids of Knautia arvensis

KommonenTtsl / Components
IMpusnak / Trait

I'K1/ PCl I'K2 / PC2
HnwuHa metuHok vameuku / Length of calyx spines 0.65 0.41
IInpuHa meTnHOK yameuky / Width of calyx spines 0.65 0.21
HnuHa Tpyoku BeHuuka / Length of corolla tube 0.96 0.20
Huametp 3eBa BeHunKka / Diameter of corolla fauces 0.78 0.22
HnuHa amakcuaiabHoit noiu otruda / Length of adaxial lobe of corolla limb 0.32 0.89
upuHa agakcuaabHoM noau orruba / Width of adaxial lobe of corolla limb —-0.95 0.04
HnuHa 60okoBoit moim otruba / Length of lateral lobe of corolla limb 0.37 0.81
[Inpuna 6okoBoit nonu orrnba / Width of lateral lobe of corolla limb —0.82 0.01
JnwuHa abakcuanbHOM monmu otruba / Length of abaxial lobe of corolla limb 0.15 0.92
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Taoauna 3. OKoH4yaHUe

Mpusnax / Trait KommnonenTtst / Components

I'K1/PCl I'K2 / PC2
JnuHa TeiumHOYHBIX HUTel / Filament length 0.97 0.22
Hnumaa meinpHUKa / Anther length 0.92 0.35
[Iupuna neinpHUKa / Anther width 0.95 0.26
Hnuna cronbuka / Style length 0.85 0.49
HuameTp poliblia / Stigma diameter 0.80 0.45
Hnuna 3aBsa3u / Ovary length 0.89 0.44
[Iupuna 3aBs13u / Ovary width 0.95 0.14

CsoiictBa komnoHeHT / Component properties

Cob6cTBenHoe 3HaueHue / Eigenvalue 10.24 3.76
Hucnepcus, % / Total variance, % 60.3 22.1

IIpumevanne. [ToayXMpHBIM IpUMTOM BBIIEICHBI 3HAYeHU S (DaKTOPHBIX HArpy3oK > 0.70 1 COOTBETCTBYIOIINX
npusHakoB. 'K1 n 'K2 — nepBast u BTopas riiaBHble KOMIIOHEHTHI COOTBETCTBEHHO.

Note. The values of factor loadings > 0.70 and of corresponding traits are highlighted in bold. PC1 and PC2 —
1*t and 2" principal components, respectively.

Ta6auna 4. PakTOpHBIN aHATN3 MOP(OIIOTMUECKUX TTOKa3aTelieid 000eOIbIX U IECTUYHBIX IIBETKOB,
3aHUMaAIOIIMX IEHTPaJIbHOE TTOJI0KeHUe B IMMounnax Knautia arvensis

Table 4. Factor analysis of morphological parameters of bisexual and pistillate flowers in central position in cymoids
of Knautia arvensis

Mpusmax / Trait Kowmmonents / Components

I'K1/PCl1 I'K2 / PC2
HnuHa metuHok vyameuku / Length of calyx spines 0.84 0.25
npuHa meTnHOK yamreuky / Width of calyx spines 0.95 0.02
HnuHa Tpyoku BeHuuka / Length of corolla tube 0.90 0.09
HuameTp 3eBa BeHunka / Diameter of corolla fauces 0.58 0.34
Jnuna nonu orruda / Length of corolla limb lobe 0.70 0.55
[Iupuna nonm orruba / Width of corolla limb lobe —0.01 0.96
JnvuHa TeiunHOYHBIX HUTel / Filament length 0.96 0.20
JnuHa neinbHUKa / Anther length 0.97 0.15
[IIupuna neinpHUKa / Anther width 0.96 0.09
HnuHa cron6uka / Style length 0.95 0.09
Jwuametp poiabia / Stigma diameter 0.94 —0.01
Jnuna 3aBsa3u / Ovary length 0.95 0.14
IupunHa 3aBg3u / Ovary width 0.94 0.12

CaoiicTBa koMmnioHeHT / Component properties

Coo6ctBeHHOE 3HayeHue / Eigenvalue 9.62 1.53
Hucnepcust, % / Total variance, % 74.0 11.8

IIpumeuanne. YcioBHbIE 0003HAUEHU ST, KaK B TaOI. 3.
Note. For the legend, see Tab. 3.
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Y LIBETKOB, 3aHMMAIOIINX KPaeBoOe MOJIOXEHUE
B IMMOMIAX, MepBas IIaBHAsI KOMIIOHEHTa O00b-
scusaet 60.3% aucnepcuu. C Heil TeCHO CBsA3aHBI
clienyIoliie nmapaMeTpbl IBETKOB: MOJOXUTEb-
HO — JUIMHA TPYOKM BeHUYMKa U AUMaMETp 3eBa
BEHUYMKa, BCE U3yUYEHHbIE MapaMeTpPhbl aHIpOoLies
U THUHeles, OTpUllaTeJIbHO — IIMpPHHA aJaKCH-
aJibHOII 1 OOKOBOM A0JAM OTruOa BeHUYMKa (CM.
Ttaba. 3). OTMevaeTcs 6ObIIOE CXOACTBO B MeEpe-
YUCJEHHOM COCTaBe MPU3HAKOB (C MOJTOXUTEb-
HOI1 CBSI3bIO C TMEPBOM I'TaBHOI KOMIIOHEHTOI)
C IEpPBOM IPyNIION IMapaMeTpOB LBETKOB, IO KO-
TOPBIM HAOJIIOMAIOTCS CTATUCTUYECKH 3HAYMMBbIE
pa3au4usi 000eIObIX U MeCTUIHBIX IBETKOB
(cM. Tab6n. 1). ITepBas r1aBHass KOMIIOHEHTA Mpe-
cTaBJisieT co0oit pe3yabraT 3¢ (HEeKTOB, COMPSIXKEH-
HBIX C MHTE€PKAJSIPHBIM YAJMHEHUEM BEHUMKA,
MIPUBOISIIMM B CBOIO O4Yepelb K POCTY THIYMHOK
U IIJIOOOJUCTUKOB. BTopas riaBHasi KOMIOHEH-
Ta 00BsicHsgeT 22.1% nucnepcuu. C Heil Hanboaee
TECHO CBSI3aHBI CJICAYIONINE ITapaMeTPhl IIBETKOB —
IJIMHA afaKcuaibHOI, O0KOBOI M abakcuaabHOMI
oy oTTuba BeHUunKa. Kak ObLJIo ToKa3aHo paHee,
M0 3HAYEHUSIM HAaHHBIX IPU3HAKOB HE BbISBIIE-
HO CTaTUCTUYECKU 3HAYMMBIX Pa3IMINN MEXIY
000€IIOJIBIMY 1 ITIECTUIHBIMY IIBeTKaMu. Bropas
[JIaBHASI KOMIIOHEHTAa OTpaxkaeT pOCT IPUMOPIVEB

1.0 +

05 +
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JIETIECTKOB, HE3aBUCSIIIIUMN OT UX MHTEPKAJISIPHOI'O
pocTta (rnaBHasI KomnoHeHTa 1). Ilpu opamHanum
B IPOCTPAHCTBE MNEPBBIX ABYX INIABHBIX KOMITOHEHT
(puc. 1) xopolllo 3aMETHO pa3aeyieHre 000EIOJIbIX
U MECTUYHBIX IIBETKOB I10 TOPU30OHTAJIbLHOM OCH,
XapaKTepU3yIoIleli MepBYyIO IIAaBHYI0 KOMIIOHEHTY.
Hao6opoTt, 060cobyieHue ToueK U 001aKOB pacce-
MBaHUS HE BbIPAXKEHO MO BEepTUKaAJIbHOI OCH, Xa-
pakTepU3YOlIeil BTOPYIO INIaBHYI KOMIIOHEHTY.

VY cpenVMHHBIX IBETKOB LIMMOMIA TIepBas TJ1aB-
Hasi KOMIIOHeHTa 00bsacHseT 74.0% nucnepcuu
(cM. Ta6a. 4). C Heit MOJIOXKUTEBLHO CBSI3aHbI BCE
M3yYEeHHBIC TTApaMeTPhl LIBETKOB, 32 UCKJIOUEHUEM
IBYX — IMaMeTp 3¢Ba BEeHUYMKA U I PUHA TOJIU OT-
ruba BeHurkKa. IMeHHO 1Mo 3TUM IBYM MMPU3HAKaM
HE BBISIBJICHO CTATUCTUYECKH 3HAUMMOE pa3jinyue
MEXIy 000CHOJBIMU U IMIECTUYHBIMU LIBETKAMU.
CnenoBaTenbHO, TIepBas TJIaBHAsT KOMIIOHEHTA
Uy CPEOIUMHHBIX [IBETKOB OTpaxaeT MHTepKasIp-
HOE YIJIMHEHUE BEeHYMKA, THIYMHOK U MJIOAOTU-
CTUKOB. BTopas rnmaBHasi KOMIOHEHTA BKJOYaeT
11.8% nucriepcuy M TECHO CBsA3aHA TOJILKO C OfI-
HHMM NIPU3HAKOM — IIMPUHA JOJIU OTTOAa BEHUU-
ka. TakumM oOpa3zom, BTopas IJlaBHasi KOMIIOHEHTa
CBsI3aHa C POCTOM IIpUMOpAUEB jernecTkoB. [lo-
CKOJIBKY UMEHHO POCT OTHEIIbHBIX IPUMOPINUCB,
JaloIMX Havyajao IOJISIM BEHYMKa, OoNpeaeaseT
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Puc. 1. O6oenonbie U MECTUUHBIC IBETKU, 3aHUMAIOIIME KpaeBoe MoJoXeHue B iuMonaax Knautia arvensis, B TLJIOCKO-

CTHU NIEPBBLIX IBYX I'NTaBHbBIX KOMIIOHECHT.

ITo ocu X — nepBasd rijiaBHasd KOMIIOHEHTA, I10 OCHU Y— BTOpad riiaBHad KOMIIOHCHTA. benbie KBaJIpaTuKu — oboernoJible

OBETKU, YEPHBIC KPYKKU — MMECTUYHBIC IBETKU.

Fig. 1. Bisexual and pistillate flowers taking the marginal position in the cymoids of Knautia arvensis, in the plane of the

first two principal components.

X-axis — the first principal component, Y-axis — the second principal component. White squares — bisexual flowers, black

circles — pistillate flowers.
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3UroMop(pHOCTh LIBeTKA K. arvensis, MPOLIEHT IUC-
nepcuu, oObICHSIEMBIA BTOPOI IJIaBHOM KOMIIO-
HEHTOM, IJIST KpaeBbIX IIBETKOB BhIIIE (22.1%), yeM
st cpeanHHBIX (11.8%). I1pu opauHaLMKU B IIPO-
CTpaHCTBE IMEPBBIX ABYX TJIAaBHBIX KOMIIOHEHT
(puc. 2) XopollIo 3aMeTHO pa3lesieHhe 000EITONIbIX
1 MEeCTUYHBIX IIBETKOB I10 TOPM3OHTAJILHOM OCH,
XapaKTepHU3YIOIIel IepBYIO IJIaBHYIO KOMIIOHEHTY.
Hao6opot, 060cobyieHre ToueK U 001aKOB pacce-
WBaHUS HE BbIPaXKEeHO MO BepTUKaJIbHOI OCU, Xa-
pakTepU3YIOLIE BTOPYIO IIaBHYIO0 KOMIIOHEHTY.

ITonoBas cTpykTypa neHononyasanuii. B pe3yib-
TaTe MPOBEIEHHBIX UCCAEA0BaHUY BbISIBJIEHO, UTO
neHoronyastuuu K. arvensis B MOCKOBCKOI 00J1a-
CTH BKJIIOYAIOT TPU TUIA 0co0eil: repMadpoaIuTHEIE
(0Opa3yIoT TOJbKO 000EMOoJIble IBETKHU), )KEHCKHE
(bopMUPYIOT TONBKO MECTUYHBIE IBETKM) U THHO-
MOHOJ3LMYHbBIE (B IMMOMAAX IPUCYTCTBYIOT Kpae-
BbI€ TTIECTUYHbIC U CPEAUHHBIE 000ETOIbIE LIBETKHU).

B nosioBoM crnekTpe BceX UCCIeAOBaHHBIX lie-
HOIIOMYASLUN nMpeobianaiu repMadpoauTHBIE
ocobu, yacToTa KOTOpPhIX BapbupoBajia oT 61.5
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oo 68.8% (ta6n. 5). CaMmblil penikuii BapuaHT —
TMHOMOHOBRIMYHEIE 0COOM — MX BCTPEYAEMOCTh
BapbupoBaia ot 2.0 1o 6.3%. CinenoBaTeabHO,
B yciaoBUsAX MocKoBckoil obnactu y K. arvensis
TUHOAUAIIMS COMPOBOXAAETCS TUHHOMOHO3IIUEN
¢ TIpeobagaHueM 000eMnoabIX 0CO0EH B IMTOJOBOM
CIIEKTPE LECHOIIOI YIS NIA.

Hao6monenus 3a ¢paykryalyeil mojoBoro CrekT-
pa B ABYX LICHOIIOMYJISIIIMSX B TEUCHUE IISITHU JIET
BEISIBUJIM IIOCTOSSHCTBO B COOTHOIIEHHUU OCO-
Geil ¢ pa3HBIMU THUIIAMHU LIBETKOB (Tadi. 6). Cie-
JIOBATEJIBHO, MOJIOBOM CIEKTP LIEHOMOMYJISIINA N
K. arvensis nocTaTOuYHO CTaOMUJIEH U MOXET CIYKUTh
OIMHUM M3 MapKepOB, XapaKTEepU3YIOLIUX TaHHBI I
BHU/[I Ha IIOITYJISIIIMOHHOM YPOBHE.

Y MapkupoBaHHbIX TepMadPOAUTHBIX, XKEHCKUX
W THHOMOHO3IUYHBIX 0co0elt K. arvensis 3a BeCh
nepuoa HabMoAeHU (5 JIeT) HE BBISIBICHO CMe-
HBI T10JIa IIBETKOB 0COOEH pa3HbIX MOJIOBBIX (hOPM.
HMHBIMU cTOBaMU, 1JI TOTO BUa HE XapaKTepPHO
U3MEHEHUE TIOJIOBOr0 CTaTyca 1IBETKOB U, COOTBET-
CTBEHHO, 0COO€E1 B 1I€JIOM.
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Puc. 2. O6oernoibie ¥ NECTUYHBIE LIBETKU, 3aHUMAIOLIME CpeAMHHOE MOJIOXeHe B uuMouaax Knautia arvensis, B 11J10-

CKOCTH NEPBBLIX IBYX I''TaBHBIX KOMITIOHEHT.

ITo ocu X — nepBasd rijiaBHasd KOMIIOHEHTA, I10 OCHU Y— BTOpad riiaBHad KOMIIOHCHTA. benbie KBaJIpaTUuKu — oboernoJible

OBETKU, YEPHBIC KPYKKU — MMECTUYHBIC IBETKU.

Fig. 2. Bisexual and pistillate flowers taking the middle position in the cymoids of Knautia arvensis, in the plane of the first

two principal components.

X-axis — the first principal component, Y-axis — the second principal component. White squares — bisexual flowers, black

circles — pistillate flowers.
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Taoamna 5. IMomosoii criekTp neHononyasuuit (III1) Knautia arvensis B MOCKOBCKOM 006J1acTH

Table 5. Sex ratio in populations (P) of Knautia arvensis in Moscow Region

Ne L1 Uneno ocoGei, wr. CootHomeHue ocobeit (%) / Sex ratio (%)
No. of P Number of plants repMacpOaUTHBIX TMHOMOHOBLMYHBIX SKEHCKUX
hermaphrodite gynomonoecious female

1 112 66.0 = 4.5 6.3+2.3 27.7 £4.2
2 101 64.3+4.8 20+ 14 33.7+47
3 103 68.0 = 4.6 29+ 1.7 29.1+4.5
4 125 632143 48=+19 32.0 4.2
5 116 672+ 4.4 52121 27.6 £ 4.1
6 108 63.0 4.6 28+ 1.6 342 +£4.6
7 109 68.8 £4.4 37+ 1.8 275+ 4.3
8 122 61.5+4.4 57+2.1 32.8+£4.3

IIpumevanne. YuacTue IOJIOBBIX (pOpPM IpencraBiieHo B Buae M + m, rme M — cpenHee apudMeTHIeCKOe 3HAYCHIE
IIpU3HaKa; m — OIInOKa.
Note. The sex ratio is presented as M + m: M — mean value; m — mean error.

Tabmauma 6. [TosoBast CTpyKTypa LIeHOIIONYJISIINi Knautia arvensis B pa3HbIe TOIBI UCCIICIOBAHM S

Table 6. Sex ratio in populations of Knautia arvensis in different years

Tox/ | Unero ocoGeii, wr. / CooTtHoleHue ocobeii (%) / Sex ratio (%)
Year No individuals, pes. FepMa(l)pOI[I/ITI.—IBIX / FI/IHOMOHOSHI/I‘{HBIX / KEHCKUX / G P
hermaphrodites gynomonoecious female
LT 1 / Population 1
2020 114 66.7 £44 53x2.1 28.0 £ 4.2
2021 120 65.8 £4.3 6.7+23 27.5+ 4.1
2022 115 67.0 £44 52121 27.8+4.2 0.397 | 0.999
2023 112 65.2 £ 4.5 6.3+2.3 28.5+4.3
2024 118 66.8 +4.4 50+ 2.1 28.2+4.2
LIIT 3 / Population 3
2020 107 68.2 4.5 2.8+ 1.6 290+ 44
2021 107 64.5+ 4.6 28+ 1.6 327x4.5
2022 116 672 +44 34117 293142 11.276 | 0.187
2023 104 66.3 + 4.6 29+ 1.6 30.8 £ 4.5
2024 108 64.1 £4.6 27+ 1.6 33.2+4.5

IIpumevanne. YuacTue moyoBbIX (hopM IpencraBiieHo B Buae M + m, rne M — cpenHee apudMeTUIECKOE 3HAYCHHUE
npu3HaKa; m — omnoka; G — KodadUIMEeHT TOCTOBEPHOCTHU Pa3JIMUU COOTHOLIEHU S TTONOBBLIX popM; P —
JOCTOBEPHOCTD Pa3IMUMIA.

Note. M — mean value, m — mean error, G — G-test, P — significance of differences.
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OBCYXIEHUWE

[IpoBeneHHOe UcciienOBaHYE BBISIBUIO HATMYKE
pa3MmepHOil 1uddepeHInalu 000EMoIbIX U Me-
CTUYHBIX IBETKOB y Knautia arvensis. B nutepary-
pe s 0OOBSICHEHUS pa3IMInid II0 pa3MepaM OKO-
JIOLIBETHUKA U €r0 YacTeil y OMHOITOJBIX IIBETKOB
pacTeHUI C MOJOBBIM AU- UJIU MOJIUMOPGUIMOM
CYILLIECTBYIOT pa3HbIe TUIIOTE3hI: “KOPPEaITUBHOTO
pa3BuTug”, “3ammuTHON GyHkumu”’ u ap. (Barrett,
Hough, 2013).

I'mnore3a “KOppeasiTUBHOIO pa3BUTUS” UCXO-
IUT U3 IMPEIIIONIOXKEHUSI, YTO MEXIY JICIeCTKa-
MU 1 THIYMHKaMU HaOJII0maeTcs COTJIacOBaHHBIM
pOCT U/MNM reHeTudecKast Koppensauus (Stanton,
Young, 1994; Niu et al., 2015). Pag nccnenoBareneit
nokazanu (Baker, 1948; Plack, 1957), yto Ha pocT
BEHYMKA BIVSIIOT TOPMOHEI, BEIJIE/ISIEeMbIe THIUMH-
KaMu. MHOTOUMCIEHHbIE TTOCIEeAYIOIIUE UCCIen0-
Banus (Demyanova, 1985; Etten, Chang, 2014; Oak
et al., 2018) ycTaHOBMJIN, YTO HA pa3Mephl BEHUYN-
Ka IMMeCTUYHBIX IIBETKOB Y THHOAMSIIMYHBIX BUIOB
0oJsiee ryOUTENBHO BAMSET PENYKIINS ITBIIBHUKOB
U OBLIBIBI, OCYILIECTBISIONIASICS HA paHHEl cTa-
IWY Pa3BUTHUS LIBETKA, B CPABHEHUHU C JereHepall-
eif mx Ha 6oJiee o3MHUX cTagussx. OKOHYATeIbHOE
MOATBEPXKIAeHNE B3aMMHOTO BIAUSHUSA HOPMUPY-
IOIIMXCSI BEHYMKa M ThIYMHOK B IIBETKe yOemu-
TenbHO TIpoaeMoHcTpupoBaia ABC, a B manb-
Heitimem ABCDE monexkynsipHO-0MoornyecKas
moaenb pa3BuTus HBetka (Haughn, Somerville,
1988; Theillen, 2001). Cornacno ABCDE-monenu
pa3BUTHE YallleyKM, BEHUYMKa, aHApOlLies U TUHEe-
lesl B IIBETKaX OIpeaesseTcsl reHaMu, OTHOCS -
muMucd K At knaccam (A, B, C, D n E). IIpn
3TOM IT0Ka3aHO, YTO IMMPOAYKTHI reHoB A + B + E
HeoOXoAMMBI 51 00pa3oBaHUS JEMEeCTKOB,
aB + C+ E — teiunnok (Liu et al., 2018). Ipyrumu
CJI0BaMH, CYIIECTBYIOT KAK MUHUMYM JIB€ I'PYIIIIbI
reHoB (B u E), koTopble 00yCI0BIUBAIOT pa3BUTUE
JIETIECTKOB U ThIYMHOK. C Ipyroi CTOPOHBI, B Ie-
CTUYHBIX LIBeTKaX K. arvensis He HabI0qaeTCs Ka-
KOM-T1100 COTjlacOBaHHOM ¢ YMEHBIIIEHUEM pa3Me-
POB BEeHUMKa PeNyKIINH KEHCKUX TeHepaTUBHBIX
OpraHoB. DTO, ITO-BUIMMOMY, CBSI3aHO C TEM, YTO
dopMupoBaHUE IIOTOJMCTUKOB 1 CEMsI3a4aTKOB
KOHTPOJIMPYETCSI MHBIM KOMIIJIEKCOM T'€HOB —
C,DuE.

I'unoTe3a “3ammuTHON GyHKIMU” TIpeariogara-
eT, 4TO 60Jjiee KPYITHBIC OKOJIOUBETHUKHU ITECTUY-
HBIX IIBETKOB Y TUALMYHBLIX BUAOB MOSBUINCH

bOTOB, TOOANH

B IIpoIleCcCe IBOJIOIUHU HE B pe3yJIbTaTe MOJOBO-
ro oTb0pa, a TOJBKO JJIsI 3alIUThl TeHePAaTUBHBIX
OpraHoOB IIBETKA U pa3BMBAIOIIMXCS T1010B. ITo-
TBEpPXKICHHUE 3TOM TMIIOTE3bl — HAJUYUE BUIOB,
OIBLISIEMbIX KaK OMOTHUYECKH, TAK M a0MOTUYECKH,
MECTUYHBIE [[BETKM KOTOPBIX KPYIHEe ThIYMHOY-
Hbix (Delph et al., 1996).

Bce rumoTessl, Kacaiomuecss 0ObSICHEHUS T10-
JIOBOTO TMMOpP(dU3Ma I10 pa3Mepy OKOJIOIIBETHHKA
U €T0 YacTel, CXOASITCS B OMHOM: 000ETOJIbIE [IBET-
K1 Y THHOOAMAIUMYHBIX PACTCHUI MOJKHBI OBITh
Oosiee KpynHbBIMU, 4YeM necTudHble. Tak, o6oeno-
JIBIe IIBETKM 00pa3yIoT XU3HECTTOCOOHYIO MbIJIb-
11y, TOrna KakK NeCTUYHbIe €€ MOJHOCTbIO JMIIIE-
HBI; OKOJIOLIBETHUK 000€MOJIbIX IIBETKOB IT0JIKEH
3alIUIIATh U aHAPOLEN U TMHELEN, B TO BpeMs
KaK y MeCTUYHBIX [IBETKOB OH 3alIUIIAET TOJbKO
TMHELEH; ycrnex NblIblieo0pa3yolnX pacTeHUM
(B cnydyae TMHOOUALIMYHBIX BUJIOB — 00OEITOJIbIC
0Cco0M) HAIPSIMYIO CBSI3aH C UX CIIOCOOHOCTHIO 00-
pa30BBEIBATh M BOCIIPUHUMATH NBUIBIY, TOTAAa KaK
YCITeX XKeHCKHMX 0CO0ei 3aBUCUT TOJILKO OT MX CIIO-
COOHOCTH BOCIIPMHUMATH ITBLIbIY. CllenoBaTeib-
HO, JICTIECTKH 00O0EMOIBIX IIBETKOB TOJIXKHBI OBITH
OoJiee KPYITHBIMH, Y€M Y XEHCKUX IIBETKOB. DTO
Heo0XoaMMO, YTOOBI 3alIUIIATh OOJIBIIUI 00BEM
reHepaTUBHBIX OPTaHOB (AHIApPOIEH U TUHeleil)
WX OBITh MPUBJICKATEIbHEN M1 ONMBLIUTENCH
10 CPaBHEHUIO ¢ TTeCTUYHBIMHU BeTKaMu (Delph
et al., 1996).

XOTS HEemoCcpeACTBEHHO MPUUYMHON pa3mep-
HOTro AuMop¢u3Ma LIBETKOB MOXET ObITh TOPMO-
HaJbHBIM CUTHAJ, IPOU3BONUMEIl THIYMHKAMHU
W ObLJIbLOKA, KOHEYHO! MPUUYUHON MOXET OBbITh
€CTeCTBEHHBIN OTOOP, CIIOCOOCTBYIOIIMII co3Ha-
HMIO OOJIBIICH ITPUBJIEKATEIBHOCTH 000EIIOJIBIX
pacTeHUI Y TMHOAUALUYIHBIX BUAOB. AHAIN3 BIN-
SIHUSI pa3MepHOro aumMopduiMa IIBETKOB Ha 4a-
CTOTY MOCEIIeHHUS OIBUIMTENSIMU U CEMEHHYIO
MPOAYKTUBHOCTb Y THHOAUAIIMYHBIX BUIOB ITOKa-
3aj cienyloniee. Bo MHOrux ucciienoBaHusIx yoe-
JUTEJIbHO MPOAEMOHCTPUPOBAHO, UTO OINBIIUTEIN
yale noceuamnT KpyIHbIe 000eMoable LIBETKHU,
yeM MeJKue necTuyHble (Ashman, Stanton, 1991;
Lobo et al., 2016; Sletvold, Agren, 2016; Kamath
et al., 2017; Tsuji, Ohgushi, 2018). OgHako ¢dop-
MMUPOBaHUE KPYITHBIX LIBETKOB OTPaHUYMBAETCS
numMmenmumMucs pecypcamu. CienoBaTeabHO, Y TU-
HOAMAUMYHBIX PACTEHUM CYIIECCTBYET IMOTSHIIM-
aJbHBIN KOH(MIUKT: 00pa30BbIBATh 00Jiee KPYIHbIE
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IIBETKH, HO B MEHBIIIEM YMCIIe, NN 00JIee MEeJTKUE
IIBETKH, HO B OOJIbIIEM YHCIIE. DKCIIEPUMEHTAIHLHO
obu10 mokazaHo (Etten, Chang, 2014; Oskay, 2017),
4yTO 0Opa3oBaHME MEHBIIETO Ynciaa 6ojee KpyI-
HBIX 1IIBETKOB — HauboJiee BBITOIHASI CTpaTerus
JIJ1s1 000€eTIoIbIX 0c00eld TMHOOUALUYHBIX pacTe-
HUI, IIOCKOJBKY IIpoiiecc GOpMHUPOBAHUS TOIIOJI-
HUTEJbHBIX IBETKOB TpeOyeT 3aTpaThl JOBOJbHO
MHOTOUYMCJIEHHBIX 9HEPreTUUEeCKUX pecypcoB. UTo
KacaeTcs XKeHCKUX 0cobell TMHOAMAIMYHBIX pac-
TEHU, YCTAHOBJIEHO, YTO OCOOU C 00jIee MEIKU-
MU IIBETKaMH1 MOTYT IIPOU3BOAUTH OOJIBIIIE CEMSIH,
yeM ocobu ¢ 6ojee KpynmHbIMU LBeTKaMu. Cie-
JIOBaTeJIbHO, KakK MoJaratoT OOJbIIUHCTBO UCCIIE-
noBaTejieii — OTHOCUTEIbHbBIE pa3Mephl 1IBETKOB
SIBJISIIOTCSI aJallTUBHBIMU IIpU3HakKaMu. dpyrumu
CJIOBaMHM, pa3Mep LIBETKOB YaCTO MCHOJb3YyeTCs
OIBLINTEISIMHU B KauyeCTBE ITOACKAa3KM, HACKOIb-
KO TI0JIE3HBIM MOXET OBbITh IBETOK. DTOT CUTHAJI,
BEPOSITHO, OYyAET JOBOJLHO HaJAEKHbBIM Y THHOI U -
LIMYHBIX pACTEHU M, IOCKOJIBLKY 00O0EIOIbIe LIBETKU
OOBIYHO cofepKaT OOJIbIlIe HEKTapa, YeM MeCTUY-
HBIe Toro Xe Buaa (Ponomarev, Demyanova, 1975b;
Etten, Chang, 2014; Cervantes et al., 2018).

My:XcKasi CTepUJIbHOCTb B MECTUYHBIX LIBET-
KaxX — pe3yabTaT NOoJaBJIEHUS Pa3BUTUS aHAPO-
nes. MeHOTUNTMYECKOE MPOSIBICHUE MYXCKOM
CTEPUJBHOCTHU BapbUPYET OT HEPACKPHIBAIOLIUXCS
NBIJTLHUKOB C (PEPTUIBHON ITBIIBLON J0 OTCYT-
CTBUS MYXCKMX F€HEpPaTUBHBIX OPraHOB B 1LIBET-
Kax. Y OOJbIIMHCTBA TUMHOAMILMYHBIX BUIOB
MY3KCKasl CTepUJIbLHOCTh BO3HUKAET B pe3yjbTaTe
HEAOPA3BUTHUS MbLIbLbLI, KOTOPOE OOBIYHO ITPOKUC-
XOIUT BO BpPEMS MJIM MOCJE CTaAuM TeTpana U 4ya-
CTO CBSI3aHO C MpPEXAEeBPEMEHHON dereHepalu-
eit taneryma. Hanmpumep, nuaMeHeHWe B CTEIEHU
peAyKLMY THIYMHOK OBIJIO BBISIBJIEHO B LIBETKaX
Thymus vulgaris (Dommée et al., 1978): oT moaHOTO
OTCYTCTBU S NbLJIBHUKOB UJU THIYMHOYHbBIX HATEHU
K HaJIMYMIO HEOOIBIIOrO PYAUMEHTAPHOTO MbIJIb-
HUKa, NIPUKPEMJIEHHOro K TpyOKe BeHUYMKa UJIU
00pa3oBaHUI0 OYEHb KOPOTKON THIYMHOUHOMN HUTH,
JI0 HAJIMYHMSI XOPOIIO Pa3BUTHIX MbIIBHUKOB, (Op-
MUPYIOLIUXCI Ha JJIMHHBIX TBIYMHOYHBIX HUTSIX.
Dommée et al. (1978) oOHapyXuau, YTO pacTEHUS
C OMpeAcJeHHBIM TUIIOM MYKCKOI CTepPUIbHOCTH
B OOJIBIIMHCTBE MPOU3BOISAT MOTOMCTBO C TOUHO
TaKOM K€ CTEMEeHbI0O MYXKCKON CTEPpUIBLHOCTH, YTO
MO3BOJISIET NMPEATNOJOXUTD, YTO Y 3TOTO SBJICHUS
€CTb reHeThYecKasi ocHoBa. Y K. arvensis MyxXckasi
CTEPUJBLHOCTD CBSI3aHA C TOPMOXEHUEM Pa3BUTUS
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NBIJIBHUKOB M THIYMHOYHBIX HUTel (Naghiloo,
ClaBBen-Bockhoff, 2016). laHHbIe aBTOPbI MOKa3a-
JIY, 4YTO NBUJILHUKY NIEPBBIMU MOABEPraloTCs HEMO-
Pa3BUTUIO, TIO3KE ITO IMIPOUCXOIUT C THIYMHOUHBI-
MU HUTSIMU.

KonuuecTBeHHEIE HCCIIEIOBAaHUS MYXKCKOI CTe-
PUIIBHOCTY Y THHOAUAIIMYHBIX BUIOB BEISIBUIN
pa3nu4uus B COOTHOIICHUH IIOJIOBBIX (DOPM B I1O-
IMyJISIIUSIX Y pa3HBIX BUIOB, UYTO OOBSICHSIETCS KaK
FeHEeTUYECKNMHU, TaK U 9KOJIOTUISCKUMHU (HaKTO-
pamu. Ilo maHHBIM pa3HBIX aBTOPOB YaCTOTA XKEH-
CKHUX 0c0o0€il y TMHOOMAIIMYHBIX BUIOB BApbUPYET
B IIMPOKOM AHalla30He: OT eAMHUYHBIX 0COOEit
o Tipeobaganus Han oboemnonbiMu (Ponomarev,
Demyanova, 1975a; McCauley, Taylor, 1997; Wollf,
Shmida 1997; Taylor et al., 2001; Landergott et al.,
2009; Godin, Akhmetgarieva, 2019; Godin, 2023;
Godin et al., 2023, 2024; Jeon et al., 2024). C oxn-
HOI CTOPOHBI, BeAyILIU haKTOp, ONpPeae IO Ui
MMOJIOBYIO CTPYKTYPY MOIYASALMI, — FTeHeTUYe-
CKUI KOHTPOJb MYXCKOM CTepUIbHOCTU. OgHAKO
K OOJBIIIOMY COXAaJEeHUIO IJISI THHOOUSIMYHBIX
pacTeHUI UMEIOTCS HEMHOTOUYMCICHHBIE CBEOe-
HHS [0 XapaKTepy HacjaeooBaHUS MYXCKOU CTe-
punbHOCTU: Austroderia richardii (Endl.) N.P. Barker
& H.P. Linder (Connor, 1965), Origanum vulgare L.
(Lewis, Crowe, 1956), Plantago lanceolata L. (Ross,
1969), Salvia nemorosa L. (Linnert, 1958) u Heko-
Tophle Apyrue. CorjlacHO 3TUM MCCIEIOBaHUSIM
XKEHCKHUX 0co0eli B MOMYyJISILUAX JOJKHO OBITh
BCerja MeHblle, yeM o0oenojibiX. B moaoBoii
CTPYKTYpE MOMYISALUUH MHOTUX TUHOAUIIIMYHBIX
BUJOB HaOJloJaeTcs UMEHHO TaKoe TreHeTHhYe-
CKHU TIpeaoIpeaeieHHOe COOTHOIICHHE TTOJIOBBIX
¢dopm, Korga 4yacToTa KeHCKHMX 0co0eil BapbUpy-
et ot 20 1o 40% (Dufay, Billard, 2012). C gpyroii
CTOPOHBI, BEISIBJICHEI pa3Hble IPUYNHBI, CIIOCO0-
HBIE 3aMETHO MU3MEHSITH YaCTOTHI TIOJIOBBIX (DOPM:
cpeaHeromoBasi TeMIlepaTypa BO3AyXa, CTEIICHb
YBJIAXKHEHHOCTH MOYBHI, YPOBEHb XKM3HEHHOCTHU
ocobOell, nuddepeHInanbHas CTEIIEHb ITOBPEX/Ie-
HUS repMapOIUTHBIX U XKEHCKUX 0Cco0eil TpaBo-
SITHBIMY XKMBOTHBIMU, pa3Mep HOMYISIIUU, BbICO-
Kasi ceMeHHasl MPOAYKTUBHOCTh XXKEHCKUX 0CO0eit
u ap. (Ponomarev, Demyanova, 1975a; Dommée
et al., 1978; Ashman, Stanton, 1991; Charlesworth,
Laporte, 1998; Oak et al., 2018; Gordeeva, Koma-
revtseva, 2020; Godin et al., 2024).

ITomumo repmMapOAUTHBIX U XKEHCKUX OCOOEIA,
y K. arvensis B LICHOIIOITYJISIIIASIX BCTPEYAIOTCS
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TMHOMOHOBSIMYHbIC pacTeHusi. Hanunuue takux
0oco0eif OTMEUYEHO U Yy APYTUX T'MHOIUSIMIHBIX
BunoB: Silene littorea (Casimiro-Soriguer et al.,
2013), Plantago coronopus (Koelewijn, Van Damme,
1996), Stellaria nemorum, Nepeta pannonica, Silene
noctiflora (Demyanova, 1985). Benevides et al.
(2013) uHTEpPTIPETUPOBAIM 3TO KaK MPOSIBJICHUE
IMOCTEIEHHOTO Mepexofa OT repMad@poauTHBIX
0co0eit K XXKEHCKHM B XOJI¢ 3BOTIOLIUY TMHOAUILIUH.

YuureiBas peiKy BCTPEY4aeMOCTh THHOMOHO-
SUMYHBIX 0CO0EH B MOIYJISIIUAAX, OHU YacTO YIy-
CKaloTCs M3 BUAY NPU aHAJIuW3e MOJIOBOI nudde-
peHLManuu pacteHuii. Tem He MeHee OHU JAIOT
HEKOTOPbIE UHTEPECHBIC CBEICHU S, IIOTOMY YTO UX
YacToTa, NO-BUAUMOMY, TECHO CBSI3aHA C HAJIMUU-
€M B MOITYJSIIUU pa3JUYHBbIX IUTOIIa3MaTHu4de-
CKUX (aKTOPOB MY3KCKOM CTEPUIILHOCTU U BapbU-
PYIOIIMMU YCIOBUSIMU OKPYKAIOLIEH Cpelbl.

VY MHOTruX r’mHOIUAIMYHBIX BUIOB IIOJI OIIpe-
JIeJIsIeTCS B3aMOIeiiCTBUEM MUTOXOH IPHAaIbHBIX
FeHOB MY3KCKOil CTEePHJIBHOCTHU (KOTOpPBIE IIpe-
MSTCTBYIOT YCIIEIIHOMY ITPOM3BOICTBY ITBIIBIIBI)
C SIAepPHBIMU TeHaMU (KOTOPbIe MOTYT BOCCTAHO-
BUTb MYXCKYIO (PYHKIUIO Y 0CcO0€ii, MMEIOLINX
B LIUTOILJIa3Me aJUIeJIu MYXKCKOI CTEpUIIbBHOCTH;
Charlesworth, Laporte, 1998; Dudle et al., 2001;
Bailey, Delph, 2007). 'eHeTH4eCKMit MeXaHU3M
pa3BUTHUSI TMHOMOHO3LMYHBIX ocobeit y Plantago
coronopus nsydaincsa Koelewijn 1 Van Damme
(1996). OHM yTBEPKAAIOT, YTO THHOMOHOSL MY HbIi
¢eHOTUN BhI3BaH HEMOJHBIM BOCCTAaHOBJICHUEM
B SIIEPHBIX JJOKycax MyKcKoil peptuibHoCcTH. CO-
OTBETCTBEHHO, BEPOSITHOCTh OOHAPYKEHU ST TaKUX
(GEeHOTHUIIOB YBEIMIMUBAETCs, KOrIa MHOTHE sSIaep-
HbIe T€HbI YY4aCTBYIOT B BOCCTAHOBJICHMHU MYXKCKOM
depTrIbHOCTU. MOXHO IIPEIIIOI0XUTh, YTO I'eHE-
TUYECKasl CJIOXHOCTb OIpPeNeeHUST MYKCKOM cTe-
PUJIBHOCTUA MOXET OOBSICHUTD PEIKOE MOSBJICHUE,
a MHOIJAAa U IOJIHOE OTCYTCTBUE TMHOMOHOB3II Y-
HEIX 0COOEH B pa3HBIX MOMYISIINSIX.

I'mHOMOHORIIMYHEBIE (PEHOTUTTHI TaKXKe MOTYT
MoJIBepraThbcs BAUSHUIO (PaKTOPOB OKpyXKalo-
e cpeabl, TAKMX Kak TeMnepaTtypa. Pam nccie-
JTOBaHUI BBISIBUJI IBHOE BIMSTHUE TeMIIEpaTyphl
Ha 3KCIIpPecCcuIo Mojia, IPpoIeMOHCTPUPOBAB, YTO
npu 6oJiee BHICOKMX TeMIlepaTypax y THHOMOHO?-
IUYHBIX 0CO0EH YBETMUNBAETCS CTEIIEHDb MYKCKOM
crepunbHocTu (Van Marrewijk, 1969; Koelewijn,
Van Damme, 1996). HanpoTtus, mojioBast 3KcIpec-
CUS XEHCKHUX M 000€eMoJibIX 0cOo0€eil oKa3ajach
b0osee crabuabHoOll. ClenoBaTenbHO, JIaOUJIbHASA

bOTOB, TOOANH

BKCIPECCrUsl TMHOMOHO3LMYHBIX 0CO0€ MOXET
yKa3blBaTb HAa MIPUCHOCOOJIEHUE K YCIOBUSIM OKPY-
Xalllei cpensbl.

SAKJITIOYEHHNE

Knautia arvensis oOpa3yeT nBa THUIIA IIBETKOB —
00oeIoable U NMEeCTUYHBIC, BCTpPEUYaIOIMIUECs
Ha Tpex BapuaHTax ocobeil — repMadpoauTHBIE
(TOJIBKO 000€IoJibie IIBETKU), KEHCKUE (TOJIBKO
MECTUYHBIE IBETKU) U THHOMOHO3ILUYHBIE (000e-
MoJible Y MecTUYHbIe IBeTKU). O0oemnoible LIBETKU
MOJIHBIE, TeTPALIUKJINYSCKHE, TeTepOMEPHEIE: Te-
TpaMepHBIC B OKOJIOIIBETHUKE M aHApOIee U TU-
MepHBIC B rmHelee. KpaeBble IBeTKHU opajib-
HBIX €IMHWI] HeIIpaBUJIbHBIE (TpaHCBEPCAIbHO
3uroMopdHBIe), CPEANHHBIC — MTOYTH MTPaBUIILHEIC
(akTuHOMOp(dHBIE). B MmecTUYHBIX 1IBETKAaX cOXpa-
HSIOTCS PYAMMEHTHI aHAPOILIes], IIPEACTaBIAEHHOTO
CTaMHWHOIUSIMHU, KOTOpPbIe HE 00pa3yIOT MBUIBIIHL.
BEISIBIIEHO TP KpUTEpHSI, TTO3BOISIONINE HAIEXKHO
pa3anyaTh IBETKU Pa3HBIX IOJIOBEIX (popM: 0boe-
IIOJIbIE IIBETKH KPYITHEE IIECTUYHBIX; B 000CITOJIBIX
IIBETKaX BO BpeM S THIYMHOYHOM CTaIUM Pa3BUTHSI
XOPOIIIO 3aMETHBI IIbIJILHUKM, BHICTABISIOLIECS
3a mpeneabl oTTuba BeHYMKa, B IECTUYHBIX IIBET-
KaxX peaylMpoBaHHBIEC MBUIBHUKU PACITOJIOXEHBI
YyTh HMXKE 3eBa BEHYMKA; B 000€IOJIbIX IIBETKAX
IO OMaJaHUsI BEHUYUKOB COXPAHSIIOTCSI B IIOJCOX-
IIIEM COCTOSTHUM CKPYYe€HHEBIC TBIYMHOYHEBIC HUTH,
B MECTUYHEIX IIBETKAaX IIOCJC ITOACHIXaHUS pemy-
LIXPOBAHHOI'O aHIPOIIEsI OH €IBa 3aMETEeH B TPYO-
K€ BeHUHMKa. B moioBoM criekTpe BOCbMU M3YUEH-
HBIX LIEHOIIOMYJISIIMM ITpeobianaan o0oemnoibie
ocobu — ot 61.5 10 68.8%. Camblii peaKHii Bapu-
aHT — T’MHOMOHOBLIMYHEIE ocobu: ot 2.0 10 6.3%.
He BBIsSIBJIEHO M3MEHEHUI ITOJIOBOTO CIEKTpa Iie-
HOTIOIYJISIIUIA B TeUCHNE IIATH JIET HaOJIONeHUA.
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GYNODIOECY IN KNAUTIA ARVENSIS (CAPRIFOLIACEAE)
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The gynodioecy of the herbaceous polycarpic Knautia arvensis was studied in the Moscow Region. Eight
populations were examined from 2020 to 2024. The plants form two types of flowers, bisexual and
pistillate, on three types of individuals: hermaphrodite (only bisexual flowers), female (only pistillate
flowers), and gynomonoecious (bisexual and pistillate flowers). The bisexual flowers are complete,
tetracyclic, with tetramerous perianth and androecium, and dimerous gynoecium. The marginal
flowers of the floral units are irregular (transversely zygomorphic), the median ones are nearly regular
(actinomorphic). In the pistillate flowers, rudiments of the androecium are preserved, represented
by staminodes that do not produce pollen. Three criteria were revealed to distinguish the flowers of
different sexual types: size differences (bisexual flowers are larger than pistillate ones); the ratio of the
length of corolla tube to stamen filaments, and the degree of the androecium preservation after the
flower fading. In the sex ratio of the eight populations, the hermaphrodite plants prevailed, from 61.5 to
68.8%. The gynomonoecious variant was the rarest, from 2.0 to 6.3%. No changes in the sex ratio in the
populations were found over the five years of observation. The size dimorphism of bisexual and pistillate

flowers and the presence of gynomonoecious individuals in gynodioecious species are discussed.

Keywords: gynodioecy, gynomonoecy, Knautia arvensis, sex ratio
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MeTogaMu CBETOBOM M CKAaHMUPYIOLIEH IEKTPOHHON MUKPOCKOIIUMU MCCaeq0BaHa MOpdoorus
MMBUIBIEL 14 BUIOB U3 ABYX ponoB (Solanum — 12 n Jaltomata — 2 Buna), n3 Hux neuibna 10 BUgoB
oIvcaHa BIiepBble. TUNTMYHBIE ITHIJIBLEBbIE 3¢pHA NU3YYEHHBIX BUI0B 3-00p0O3IHO-OPOBLIE, TOYTH
cheponmaibHbIE, CPETHNX PA3MEPOB, AJMHA S9KBATOPUAJIBHOIO TMaMeTpa He MPEBBIIIAET 35 MKM.
Bopo3sabl JIMHHBIE, HEIINPOKUE, CTPOEHNE BHI0ANEPTYP pasandHoe. CKyJIbIITYypa MOBEPXHOCTH —
MUKpouinnukoparas. Mopdojorudyeckue 0CoO0eHHOCTHU MbLIbLbI (CTPOEHUE allepTyP U CKYJIbITYpa
[MOBEPXHOCTH SK3UHBI) SIBISIOTCS BaXXHBIMU IMaTHOCTUYECKUMU IIPU3HAKAMU, KOTOPbIE IIO3BOJISIIOT
pasnuyarh NbUIbLY Solanum v Jaltomata. TlannHoMopdonornyeckrne 0COGeHHOCTH HE ITIPOTUBOPE-
qar (UJIOreHETUYECKMUM JaHHBIM. XapaKTEPUCTUKHU ITHIIBLEBBIX 3¢pEH MOT'YT OBITh MOJIE3HBI B Ka-
YeCTBE JOMOJHUTEIbHBIX JMAaTHOCTUYECKHUX ITPU3HAKOB ISl HEKOTOPBIX M3YYEHHBIX BUIOB Solanum.

Karouessie crosa: mopdonorus nelablbl, Solanum, Jaltomata, Solaneae, Solanaceae, ckaHupyolast
3JIEKTPOHHAsI MUKPOCKOII NS, CBETOOIITUYECKAsT MUKPOCKOITH ST

DOI: 10.31857/S0006813625010056, EDN: EMHMFC

Ponsr Solanum L. n Jaltomata Schltdl Tpaguiin- M3y4eHWU ITLIIBIBI 3TUX BUJIOB HY>XHO 00pamarh
OHHO BKJII0OYaloT B TpubOy Solaneae (Solanoideae, ocoboe BHUMaHWe Ha MPONCXOXKIECHNE N3yYeHHBIX
Solanaceae) (Davis, 1980; D’Arcy, 1991; Hunziker, o00pa31oB, ITOCKOJIBKY COBPEMEHHBIEC cOpTa U (pop-
2000 u op.). TumoBoit pox Solanum (oxoio 1500 B- MBI MOT'YT 3HAYUTEIBHO OTIMIATHCS II0 IIJIOMIHO-
IIOB) SIBJISICTCSI CAMBIM KPYITHBIM HE TOJIBKO B IIOA- CTH XU OCOOCHHOCTSIM IPOXOXACHUS Meiio3a, 4To
cemeiicTBe Solanoidae, HO U B ceMelicTBe Solana- MOXKET ITOBJIMUATh Ha MOP(MOJIOTHIO NBLIBIIL U €€
ceae. K pony Jaltomata orHOCUTCST 0KOJIO 66 BUAOB. M3MeHYUBOCTH (Schishova et al., 2019). [llupokoe
PacteHus sTux pomoB — OOHOJETHHE MJIM MHOTO- TpUMEHEHNE METOI0B MOJICKYIISIpHO-(UIOreHe-
JIETHHE TPaBhbl, KYCTADHUKU U IepeBbs. POoTMHOII THYECKOro aHajamn3a IIPUBOIUT K IEPECMOTPY 00b-
OoospImIHCTBA BUIOB ABseTcsa KOxHast u LleHT- eMo0B Bcero cemeiicTBa Solanaceae B 1IeJIOM, €TO
panbHast AMmepuka. [Ipon3pacraloT oHU IIpeUMYy- IIOACEMECTB, TPUO M OTAEIBHBIX POIOB. YTOU-
IIECTBEHHO B YCJIOBUSX XapKOT0 KJIMMAaTa OT IIO- HSAITCS (PUIOTeHEeTUIYSeCKHEe CBSI3U MEXOY OT-
o6epexuii mo BeicoT 2000 M Hag ypoBHeM Mops. IOeabHBIMHM pomamu (Olmstead et al., 2008; Cole,
Solanum bonariense L. natypamu3oBaH B FOxuHoit Godin, 2022). Pe3yabTaThl MOJEKYASIPHO-TEHETH-
Espomne, S. lycopersicum L. n S. tuberosum L.— 4dYecKuMX HUCClIeqOBaHUI NOATBEPANIIN IPaBOMEP-
BaXXHBIE CEIbCKOXO3SIMCTBEHHBIE KYJIBTYPhI, COP- HOCTh BKJIIOUYEHUS paHee CaMOCTOSITEIBHBIX POIOB
Ta KOTOPBIX BO3IedbIBal0OT BO MHOrux crpaHax Cyphomandra Sendtn. (Bohs, 2007) u Lycopersicon
ceBepHOro m oxHoro noaymapusg 3emin. [Ipm  Mill. (Komarova et al., 2008) B pox Solanum, a pon,
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Hebecladus Miers. B poxn Jaltomata (Mione et al.,
1994). CormacHO JaHHBIM MOJEKYJISIpHO-(duUIore-
HEeTUYECKOTo aHanu3a ponsl Solanum w Jaltomata
COCTaBJISIOT oAHY Kyuaay Solaneae (Olmstead et al.,
2008; Cole, Godin, 2022).

B Hacrtogiiee BpeMsI MeTOgaMM ONTHUYECKOMN
U CKAHUPYIOIIEH 3JEKTPOHHONW MUKPOCKOIIUU
MoapoOHO M3ydyeHa MOP(OIOTUs NbLIbIEBBIX 3€-
pEeH HEe3HAYMTENbHOM YaCTU BUIOB, TPaTUIIMOH-
HO OTHOCHUMBIX K poay Solanum (Edmonds, 1984;
Batista-Franklim, Gongalves-Esteves, 2008;
Vitorino da Cruz-Barros et al, 2011; Tarasevich et al.,
2011; Adedeji, Akinniyi, 2015; Du et al., 2018;
Ashfaq et al., 2020). B o01eii C10XXHOCTH UMEETCS
nHpopManus 0 MOpGOJIOTUHM NBIJIBILI TTOPSIKa

200 BugoB aToro poxa. Ilelablia BUAOB Solanum xa- « JEOL”

paKTepU3yeTCs ONMHAKOBBIM OOPO3IHO-OPOBBIM
TUTIOM allepTyp M HECKOJBKMUMHU BapuanusMu
CKYJIBIITYPHl MOBEPXHOCTU 3K3UMHBI. CunTaeT-
Csl, YTO OCOOCHHOCTH CKYJIBIITYPhI IIOBEPXHOCTHU
MBUIBIIBI MOTYT OBITHh MCIIOJIb30BaHEI IJISI TAKCO-
Homuu poaa (Batista-Franklim, Gongalves-Esteves,
2008). Takzke oTMedaeTcsT CXOACTBO (DOPMHEI ITBIITb-
LIEBBIX 3€peH, CTPOCHUS allepTyp U CTPYKTYPHI
9K3WHBI NBLJIBLEBHIX 3¢peH BUIOB, OTHOCUMBIX
paHee K pony Cyphomandra (C. pinetorum L.B. Sm.
& Downs, C. betacea (Cav.) Sendtn) 1 psga BUIOB
pona Solanum (Du et al., 2018). I[Tanunomopdoio-
TSI pAaCTEHUI, paHee OTHOCUBIINXCS K CAMOCTO-
SITEJIbHBIM pOJaM U IepeMEIIEHHBIX B HACTOSIIIEE
BpeMsI B pon Solanum, n3ydeHa 3HAUUTEIBHO XyXKe.
MMeroTcs pa3po3HeHHbIe TaHHBbIE I10 MaJUHO-
Mopdosorum oTaeabHbiX BUIoB Cyphomandra
(Rao, Rauoof, 1970; Ayrapetyan, 2002, Paria et al.,
2010; Du et al., 2018), Lycopersicum (Kupriyanova,
Aleshina, 1978; Paria et al., 2010, Ayrapetyan, 2002).
ITonpo6GHoOe uccienoBaHue MOPGOJOTUM MbLIb-
bl poaa Jaltomata 1o cux Mmop He MPOBOAMIIOCH.
B nmuTepaType nMeIOTCSI CBEICHUSI O TTaJIMHOMOP-
domoruu nByx BUIOB Jaltomata n ogHOTO BUAA
Hebecladus, BkitoyeHHoro B pon Jaltomata (Rao
et al., 1970; Ayrapetyan, 2002).

Lenb paboThl — OLICHUTh 3HAYCHUE TTAJTMHOMOP-
donornyeckux npusHakoB Solanum w Jaltomata
IJISl YCTAHOBJICHU ST POACTBA 3TUX POIOB U UACHTH-
(uKauuu TUCIIepCHON MBUIbLBI B MaJMHOMAaX pa3-
HOT'O IIPOUCXOXICHUS.

CEMEHOB u np.

MATEPUAJTI U METOIbI

B paGoTe ncmoib30BaH IMaJIMHOJIOTHYSCKUI Ma-
tepuan u3 I'epbapus boraHndeckoro MHCTUTYTA
uM. B.JI. Komaposa PAH (LE).

Mopdonoruo MBUIBIBE UCCISA0BAIN METOMA-
mu cBeToBoit (CM) M ckaHUpyIolei 3JIEKTPOH-
Hoit (COM) mukpockonuu. nsg uccienoBaHus
B MMPOXOJSIIEM CBETe MblJIbliEBbIe 3epHa o0pada-
TBHIBAJIM 10 CTAHIAPTHOMY alleTOJIM3HOMY METONY
(Erdtman, 1952). CBeToBbie (poTorpacuu IbLIbIILI
noJjiy4yaJid ¢ IOMOIIbIO MUKpoOcKoIma Axioplan 2
dupmer “Carl Zeiss” (I'epMaHus) pu yBeJInude-
Huu 1000 kpat. OcobeHHOCTU MUKPOMOP(OJIO-
TMYECKOTO CTPOCHUS MOBEPXHOCTHU MBIJIBILEBBIX
3epeH MCCIeA0BaJU C MIOMOIIbIO CKAaHUPYIOIIETO
9JIEKTPOHHOTO MUKpockomna JSM-6390 ¢upmel
(SIroHus) Npu ycKopsoleM HanpsixKeHU
17 xB (pexe npu 15 unu 18 kB), B eHTpe KOJLIeK-
TUBHOIO I10JIb30BaHU S boTaHMYecKoro MHCTUTYTa
um. B.JI. Komaposa. /115 uccienoBaHus mpenBa-
pUTEIbHO 00pabOTAaHHYIO alleTOJIM3HON CMEChIO
MBUIBIY 3aKpeIlIsIM Ha CHeMAaJIbHOM CTOJHMKE
C IIOMOIIbIO IBYCTOPOHHEM JTUITIKOM JICHTHI, 3aTEM
HaNbLJISIIM CILJIaB 30J0Ta U Majulaaus B BaKyyM-
HOI ycTaHOBKe. M3ydeHue MBI Bl IPOBOIVIN
10 OOIIECNIPUHATON cXeMe, YIUTHIBAIIU: (POpMY
1 OYepTaHMS MNBLIbLEBHIX 3€pPeH, TUI U YHUCIIO
arepTyp, pa3Mephl MOJSIPHOM OCH U 3KBaTOpPU-
aJbHOI'0 AMaMeTpa, OCOOEHHOCTU CTpOoeHUs 00-
pO3I U MeXaNepTyPHBIX YYaCTKOB, TOJIINHY 3K-
3WHBI 1 0cobeHHOCTH cKyabITYyphl (Kupriyvanova,
Aleshina, 1967, 1972). Inst uaMmepeHus OCHOBHBIX
MaJUHOMOP(OIOTrMYEeCKUX ITapaMeTPOB OTOMpaIU
30 NbIIBLEBBIX 3€pEH.

PE3VJIBTATbBI 1 OBCYXIEHUWNE

IpoBeneHo nccienoBaHue MOPMPOTOTUN THITIb-
LHeBBIX 3epeH 12 BumoB poxa Solanum n 2 BUOOB
pona Jaltomata. KpaTkoe onucaHue NbIIbIEBBIX 3€-
peH U3yYeHHBIX BUJOB IIpeacTaBieHo B Tab. 1, 2.

AHAJIN3 OCHOBHbIX
MMAJIMHOMOP®OJIOTMYECKHWX
[MPU3HAKOB

®opma, ouepranus, pasMmepsl. [1bLTbIIEBRIE 3€p-
Ha M3YYEeHHBIX BUJOB 3JIJIMIICONIATBHOM, OJIM3KOM
K chepounganbHoOit, GOpMbI (COOTHOLLIEHUE OJIMHBI
nojsipHoii ocu (P) K AJIMHE SKBAaTOpPUaIbHOrO AUa-
meTpa (£) He3aHauuTeabHO OoJblie 1).
BOTAHUYECKUN XXYPHAJ
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MOP®OJIOTMA IbUJIbLBI HEKOTOPLIX BMJ0OB

Y nblnbLeBbIX 3€peH OOJIBIIMHCTBA U3YUYEH-
HBIX BUAOB pojaa Solanum odyepTaHHUs C MoJjroca
OKPYTIJI0-3-yrojibHbIe, Y IbLIbLLL S. diploconos moy-
TU TPEyTroJbHBIE, a Y IIBLIBLEBBIX 3epeH Jaltomata
procumbens n J. umbellata nouTn okpyribie. ¥ Bcex
HUCCJIENOBAHHBIX BUJIOB OUEpTaHUS 3€pPEH C BKBa-
TOopa — IJUIUTITHYeCKHe (CM. Tab. 1).

CorjacHO OOMIETIPUHATON KiaaccupUKaAInU
(Erdtman, 1952) nblablieBble 3€pHA BCEX U3YUECH-
HBIX BUJOB UMEIOT CpenHue pasMepbl. Camble Me-
KHe 3epHa BhISIBJICHHBI Y S. lasiopodium (18.0—20.0 X
x 19.0—21.5 mxMm). Pa3zHuua B pa3mepax cambIX
MEJKMX M CaMbIX KPYITHBIX IBIJBLEBBIX 3¢peH
Yy OJHOTO PAacTeHUS HE3HAuYMUTEeNbHas, pPeIKO
Jocturaet 5 MKM (cM. tabu. 2). UckiatoueHue co-
craBisieT J. rocumbens. Oxkoso 10% 3epeH 3TOTO
Buga B 1.5—2 pa3a kpyImrHee (CM. TabI. 2).

Aneprypbl. TUIIMYHBIC OBUIBIEBEIC 3¢pHA BCEX
W3YYEHHBIX BUAOB 3-00p03MHO-0pOBbIE. TOTBKO
y J. procumbens, KpoMe TUIIMYHBIX, BCTPEUAIOT-
C4 aTUNMUYHBIE 3€pPHA C APYTUM YUCJIOM U (UJ1N)
pacrojioxXeHueM aneptyp. BoeisgBiaeHo okoiio 49%
6-anepTypHBIX 3€peH, a TaKKe eAMHUYHBIC MBLIb-
LIEBBIC 3€pHA C OJTHOI OIIOSICHIBAIOIICH allepTypoil
B (popMe IIIBa TEHHUCHOT'O Ms14a (110 TEPMUHOJIOTUU
Pozhidaev, 1993, 1995). AnepTyphl CIOXHbIE, Ka-
KIasi COCTOUT M3 BHEITHE MEpUIMOHAIBHO OpH-
€HTUPOBAHHOI 00pPO3/bI (KOJbIBI) U BHYTPEHHEH
aHAoarepTyphl (opbl). BOPO3aBI Y MBIIBIIEBBIX 3€-
PEH BceX M3YUYCHHBIX BUIOB CXOMHBI ITO CBOCH MOp-
(onoruun. OHM AAMHHbBIE, Y3KUE UJIU CPEAHEH 1I1-
PUHBL. Y IBLIBLEBHIX 3epeH J. procumbens KOHIIbI
0opo3a MHOrAa CMBaloTCs Ha Toocax (puc. 1, 23).
Kpast 60opo3n 6osee nim MeHee YeTKue, apaijienb-
HbIe, KOHIIBI OTTSIHYTHIC, B OOJIBIIMHCTBE CIy4YaeB
3a0CTPEHHBIE, TOJBHKO Y MBUIBLIEBBIX 3¢peH S. via-
rum cjierKa 3aKpyIrjeHHbIe. Y BCeX U3yYEHHBIX BU-
OB, 3a UCKJIIoueHueM S. bonariense u S. fendleri
(rpynna Solanum), 60po3abl XapaKTEpU3yIOTCSI
MeMOpaHoii ¢c oyropkamu. Y S. bonariense u S. fend-
leri MeMOpaHa OOpO3/ MOYTH TIIagKas.

OpBl y OBLIBIBI U3YYEHHBIX BUIOB Pa3IM4aloTCs
pa3MepaMM U YeTKOCThIO ouepTtaHuii. [1o mopdo-
JIOTUYECKUM MPpU3HAKaM MOXHO BBIIEIUTH IBE OC-
HOBHBIE TPYIIIIEI OP.

Ipynna 1. OpBl 4eTKO OYepUYeHHBIC, TJIMHHEIE,
BBITSIHYTEIE ITO 3KBaTOpPY, C XOPOIIO Pa3IUYNMBI-
MU WU HepazaumyuMbiMu KoHuamu. Illupuna
Op B OOJILIIMHCTBE CIy4YaB MPEBBIIIACT IMUPUHY
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0opo3d, pexe MOYTU paBHA LIMPUHE OOPO3bI.
Ilo nymHE Op MOXHO BEIACINTH ABE IOATPYIIIIHL.

1.1. Opbl JJIMHHBIE, X KOHIIBI IOYTU CIUBAIOT-
cs1, 00pa3ys MOYTH 3aMKHYTHIN 9KBaTOpHAJIbHBII
nosicok (S. diploconus, S. sciadostylis, S. viarum)
(cM. Taba. 1; puc. 1, 9—12, 13—16).

1.2. Opbl Oosiee KOpOTKUE, HE 00pa3yloT dKBa-
TOpUaJIbHBIN MOSICOK, UX KOHIIBI pa3aBauBalOTCs
(S. sycocarpum) (puc. 1, I), 3a0CTpSIIOTCS NI TIJIO-
XO pa3INYUMBI IIPU CBETOOIITUYECKOM HCCIIeI0Ba-
HUu (CM. Tabi. 1).

Ipynna 2. Opbl HedeTKUX oyepTaHuii. [Toutn
OKpPYTJIble, cJIerKa BBICTYIAloIIe 3a Kpast 60po3
y NBLIBLEBBIX 3epeH Jaltomata procumbens (puc. 1,
21, 22).

CKyJbITypa NOBEPXHOCTH NbLIbIEBBIX 3€pPeH
(puc. 2, 3,6, 9, 12; puc. 3, 3, 6, 9, 12). Y IBIITBLEBBIX
3epeH BCEeX M3YUYCHHBIX BUAOB CKYJIBIITYypa U~
koBaTtasi. CKyJabNTypHbIE 3J1€MEHThl MUKPOCKO-
MUYECKHUE, XOPOIIO pa3IMUYUMBbl TOJbKO IMPU BbI-
cokux yBeanueHuax COM. Illunukn KoHn4ecKre
(B 60OKOBOI1 MPOEKIIUU TPEYTOJIbHbIE) B MPOEKIIUU
CBEPXY YacCTO BBIMISAST KaK MUKPOCKOIMUYECKHE
rpaHyJbl MJIK OOpodaBKU, Oojiee UJIU MEHEee OaU-
HaKOBbI€ IO BEJIMUMHE.

IIbinb1IEBBIE 3€pHA HEKOTOPHIX M3YUYEHHBIX BU-
OB pa3jnyaroTCs MeXAy cCO00ii MO BHICOTE M-
IMTUKOB, TNIOTHOCTH UX B3aMMHOTO PACIIOJIOKEHMUS
1 HAJIMIUIO TOTIOJTHUTEIBHBIX CKYJIBIITY PHBIX 3JIe-
MEHTOB MEXIY HUMM.

Y NBIIBILI OOJIBIIEI YaCTH UCCIENOBAHHBIX BH-
JIOB IIMITUKY OUYeHb MeJKue, He 6oiee 0.1 MKM, 00-
Jiee UJIM MeHEee OMHAaKOBBIE ITO BBICOTE, paBHOMEP-
HO pacrpeaeaeHHbIe 110 TOBEPXHOCTH MbLIbLEBOTO
3epHa.

HIunuku 6oxee KpymHBIX pa3mepoB (0.2—
(0.3 MKM BBICOTOIH) CBOMCTBEHHBI ITBLJIBIIE TTPENCTa-
BUTeNel pona Jaltomata (puc. 3, 9, 12).

I110THOCTE pPacIToI0OXEeHUS INUITUKOB BapbUpyeT
oT 2—3 Ha | MKM? y bLIBL B BULOB Jaltomata v ot 6
o 23 — y 3epeH BuAOB Solanum. B pa3HBIX TpyII-
ax BUAOB 3TOT0 POIa YKUCJIO IIMITMKOB Ha MOBEPX-
HOCTH 3K3WHBI HEOOMHAKOBO. Y MBUIBIIL BUI0B
u3 rpynnsl Cyphomandra oHo BapbupyeT oT 11—13
(S. sciadostylis) no 23 (S. sycocarpum), B TpyIIIie
Lycopersicon — 10—13, B rpynne Solanum ot 6—7
(S. bonariense) no 10—12 (S. fendleri) (cMm. Ta6m. 2).
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Puc. 1. Mopdonorus neiablibl Solanum u Jaltomata (CM).

1—4 — Solanum sycocarpum; 5—8 — S. obliquum; 9—12 — S. diploconos; 13—16 — S. sciadostylis; 17—20 — S. bonariense;
21—24 — Jaltomata procumbens; 25—27 — J. umbellata. 1, 2, 5—7, 9—11, 13—15, 17—19, 21, 22, 25, 26 — BUI TIBLIBIIEBOTO
3epHa ¢ 3KBaropa. 3, 4, 8, 12, 16, 18, 20, 23, 27 — BUA MBLIBIEBOTO 3¢pHA ¢ TTOTI0ca. 24 — aTUIMMYHOE NBLIBILIEBOE 3€PHO,
BUI ¢ otoca. MacitabHas TuHeiika, MKM: 1—27 — 10.

Fig. 1. Pollen morphology of Solanum and Jaltomata (LM).

1—4 — Solanum sycocarpum; 5—8&8 — S. obliquum; 9—12 — S. diploconos; 13—16 — S. sciadostylis; 17—20 — S. bonariense;
21—24 — Jaltomata procumbens; 25—27 — J. umbellata. 1, 2, 5—7, 9—11, 13—15, 17—19, 21, 22, 25, 26 — equatorial view of

pollen grains. 3, 4, 8, 12, 16, 18, 20, 23, 27 — polar view of pollen grains. 24 — atypical pollen grain, polar view.
Scale bars, um: /—27 — 10.

BOTAHUYECKUWN XKYPHAJL Ttom 110 Nel 2025
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Puc. 2. Mopdonorust mslibiel Solanum (COM).

1-3 — Solanum lasiopodium; 4—6 — S. diploconos; 7—9 — S. sciadostylis; 10—12 — S. bonariense. 1, 4, 10 — BUI NBLIBLIEBOTO
3epHa ¢ noJiroca. 2, 5, 7, 8, 11 — BUI NbLIBLIEBOTO 3epHa ¢ 3KBatopa. 3, 6, 9, 12 — cKyJbITypa 9K3UHBI.

MacmtabHble TUHEHKU, MKM: 1, 2, 4, 5,7, 8,10, 11 —5; 3,6, 9, 12— 1.
Fig. 2. Pollen morphology of Solanum (SEM).

1—3 — Solanum lasiopodium; 4—6 — S. diploconos; 7—9 — S. sciadostylis; 10—12 — S. bonariense. 1, 4, 10— polar view of pollen
grains. 2, 5, 7, 8, 11 — equatorial view of pollen grains. 3, 6, 9, 12— exine sculpture.

Scale bars, um: 1, 2,4, 5, 7,8, 10, 11 - 5; 3, 6, 9, 12— 1.
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Puc. 3. Mopdonorus neunbiisl Solanum v Jaltomata (COM).

1-3— Solanum lycopersicum; 4—6 — S. habrochaites; 7—9 — Jaltomata procumbens; 10—12 — Jaltomata umbellata. 1, 4, 7, 10—
BUJI MMBLIBLIEBOrO 3¢pHa ¢ moJjoca. 2, 5, 8 11 — BUI NBUIBLIEBOIO 3¢pHa ¢ 3KBaTopa. 3, 6, 9, 12 — CKyIbIITypa 3K3WHBbI.

MacmrtabHble TuHeKU, MKM: 1, 2,4, 5,7, 8, 10, 11 —5; 3,6, 9, 12— 1.
Fig. 3. Pollen morphology of Solanum and Jaltomata (SEM).

1—-3 — Solanum lycopersicum; 4—6 — S. habrochaites; 7—9 — Jaltomata procumbens; 10—12 — Jaltomata umbellata. 1, 4, 7, 10—
polar view of pollen grains. 2, 5, 8, 11 — equatorial view of pollen grains. 3, 6, 9, 12 — exine sculpture.

Scale bars, um: 1, 2,4, 5, 7,8, 10, 11 - 5; 3,6, 9, 12— 1.
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MOP®OJIOTMA IbUJIbLBI HEKOTOPLIX BMJ0OB

Y nbLIblb OONBIIMHCTBA M3YYEHHBIX BUIOB
IIUIWKY TUIOTHO IIPUJIETAIOT APYT K IPYTY U SIBJISI-
IOTCSI €AMHCTBEHHBIMHU CKYJIBITYPHBIMU 3JIEMEH-
TaM¥ 3K3WHBI. Y IBIJIBLEBEIX 3¢peH HEKOTOPHIX
KUCCJIENOBAHHBIX BUIOB MEXIY IMUINKAMHU BhISIB-
JIEHBI IOTIOJTHUTEIbHBIE CKYJIbITYPHBIE 3JIEMEHTHI.
Tak, Ha TOBepXHOCTU IK3UHHI S. sciadostylis Bu-
HBI MUKPOCKONIUYECKHNE TPaHyIbl, v S. obliguum
penkne nepdopanuu. Iepdopanum nnameTpom
He 6ojee 0.1 MKM TakxXe XapaKTepHBI IJIs 3K3U-
HBI BUJIOB poaa Jaltomata. CnoxHasi CKyJAbOTYy-
pa onucaHa AJis NbLIbLEBBIX 3epeH J. procumbens
(puc. 3, 9), Ha TOBEPXHOCTU KOTOPHIX, KPOME IIH-
OB 1 nep¢opaluii, BbISIBJICHbB MHOTOUMCIEHHbIE
TOHKHE, KOPOTKME, pa3HOHAIIpaBJIeHHbIE CTPYH.
Ilo aToMy mpu3HaKy neLIblA J. procumbens Xopo-
IO OTJIMYAETCS He TOJBKO OT ITBLIBIILI BCEX HC-
cleJoBaHHBIX BUIOB Solanum, Ho u oT Jaltomata
umbellata (puc. 3, 12).

Takum o6pa3oMm, UcCclaemTOBaHUE C ITOMOIIBIO
COM nokazalio, YTO XOTS CKYJbIITYpa MbIJIbLbI
U3YYEeHHBIX BUAOB JOCTATOYHO OJHOOOpa3Ha, BHI-
SIBJICHHBIE TIPU3HAKKU MOTYT ObITh TAKCOHOMM-
YeCKU 3HAYMMBIMU, TTO3BOJISIIOIIMMHU pa3indarhb
10 MBLIIBbLIE poabl Solanum n Jaltomata. T1bInblIeBEIE
3epHa HEKOTOPBIX U3YYEHHBIX BUAOB Solanum pas-
JINYAIOTCS MJIOTHOCTBIO pacIipeae/ieHNs IITUITNKOB
10 TTOBEPXHOCTU IK3UHHI (CM. TabI. 2).

DK3uHA. Y OBUIBIB OOJIBITMHCTBA BUIOB 9K3MHA
ToHKas, 0.8—1.5 MKM ToamuHoi. ¥ §. sycocarpum
no 1.8 mxwm, y S. viarum no 2.0 MmxMm. Hag opamu
9K3MHAa 3aMETHO YTOJIIaeTCs, PUIMIOTHUMAETCS,
pa3pacTaeTcs U odpa3yeT 3aMOK HaJ Opoii. DK3MHa
TekTaTHO-KonnymensaTHas (Tarasevich et al., 2011).
CBETOOIITUYECKOE MCCIEAOBAHUE HE MO3BOJIS-
€T BBISIBUTH CTPYKTYPY 9K3UHBI Y MbLIbIBI BUIOB
Solanum, cTonOUKY He MpocMaTpuBalTcs. B oTimu-
yye OT MbLIbLEBBIX 3epeH Solanum y 000104KU
nbLAbLEL J. umbellata v J. procumbens KonyMenbl
ylIaeTcs pacCMOTPETh IIPU UCMOJb30BAHUM CBETO-
BOr0 MMKPOCKOIIA.

CPABHEHUE U AHAJIM3
[NOJYYEHHDbBIX PE3VIJIETATOB

AHaIN3 NOJYYEeHHBIX U IUTEPATYPHBIX MTaJTUHO-
MOpPGOJIOTMYECKUX TaHHBIX ITOKa3aJ, YTO MbLIblia
npeacraBuTeseit poga Solanum B 1ieJIOM HE OTJIU-
yaeTcsl 60JbIIUM pa3zHooOpa3ueMm. I1o koMiiekcy
MaJTMHOMOPGOJIOTUUESCKHUX ITPU3HAKOB, INIABHBIM
BOTAHUYECKUN XXYPHAJ Ne 1
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13 KOTOPBIX MOKHO CUMTATh XapaKTePHOE YTOJILIE-
HUE 3K3MHBI B 00JIACTU allepTyp, AMCIIEPCHBIE 3eP-
Ha IpeICcTaBUTENE 3TOro poia MOTyT JOCTOBEPHO
onpenensiThes 1o cemeiictBa. OgHaKo 00JbBIIOE
CXOACTBO MBIIAbLBI Solanum ¢ nulnbuoit Physalis
1 HEKOTOPBIX IPYTUX HEOONBIINX POIOB CEMECTBa
Solanaceae (Airapetyan, 1991, 2002; Zhang, Lu,
1995; Perveen, Qaiser, 2007 u ap.) AeaaroT NpakTu-
YeCKHM HEBO3MOXHBIM OIpelecHUe TUCIIePCHOM
ITBLIBIBI O POIA.

W3 12 uzydeHHbIX BUA0B Solanum 6 Bunos (S. la-
siopodium, S. diploconos, S. sciadostylis, S. obliquum,
S. sycocarpum, S. viarum) paHee BXOIUJIU B CaMO-
crostenbHbI pon Cyphomandra, o0 beTUHSBIIN I
okoJio 35 BunoB. g ynodcTBa B JTaHHOI padboTe
9TU BUABI pacCMaTPUBAIOTCS KaK OTHebHas TPyII-
na Cyphomandra (cMm. tabn. 1, 2). IlaauHomop-
(onmornvyecku op1BIIM pon Cyphomandra n3ydyeH
HEeI0CTaTOYHO Xopolno. B nureparype umeroTcs
CBeleHUSI 0 MOP(OJOTUM MBLIBIIBI TOJbKO JIBYX
BunoB Cyphomandra (Vitorino da Cruz-Barros
et al., 2011). ITpoBeaeHHOE maaMHOMOP(POJOTHYE-
CKOE HCClIedoBaHME ITOKa3aJio, YTO MbLIbIIa U3Y-
YEeHHBIX BUIOB B 1I€JIOM HE OTJIMYAETCS OOJIBIINM
pa3HooOpa3ueM. B oCHOBHOM pa3nmuus KacaloTcs
IIJIOTHOCTH PAaCIIOJIOKEHU S IIUIIMKOB Ha ITOBEPX-
HOCTHU 3K3WHBI (CM. Tabn. 2). OgHaKO y OTIEb-
HBIX BUJOB YAaJOCh BBISIBUTH TAKCOHOMUYECKHE
MpU3HaKW BUAOBOro ypoBHs. Tak, IbLIbIIEBbIE
3epHa S. diploconos oTIMYAIOTCI TPEYTOJIbHBIMU
ouepTaHMUSIMMU 3epeH ¢ moJitoca (cMm. puc. 1, 12).
Ha noBepxHocTU 3K3UHBI S. sciadostylis BbisiBIIE-
HBI MeJIKMEe, HeBbICOKHE, YIUIOIIEHHBIE, MIOTHO
MpuJierarolye Ipyr K Apyry Oyropku ¢ OJHUM
LIKUIUKOM B LIeHTpe, pexe ¢ 2—4 (cM. puc. 2, 9).
HeTtanu CKyJIBbIITYPbI BUIHBI TOJTBKO ITPH OOJIBIITNX
YBEINYCHUSX.

ITo MoneKyIsIpHO-TeHeTUYECKUM JaHHBIM, IIPEI-
craButenau rpynnsl Cyphomandra cOCTaBIISIIOT ca-
MOCTOSITeIBHYIO KJIaAy B cocTaBe poaa Solanum
(Bohs, 2007). I1pu aTom S. diploconus n S. sciadostylis
BXOAST B ONHY, a S. obliguum — B Ipyryio BETBU.
I[ManuHoMopdonoruvyeckre TaHHbIE HE MOTYT MO~
TBEPAUTH TAKOTO pasnefieHus Ha aBe BeTBU. C of-
HOM CTOPOHBI, MBIJIbIA 3TUX TPEX BUIOB UMEET
MHOTO 001uX npusHakoB. C Apyroil — Mbljblie-
BbIe 3epHa S. diploconus v S. sciadostylis UMEIOT psi
CYIIECTBEHHBIX pa3nuauii. Tak, IMBIIBIEBBIC 36pHA
S. diploconus oTnm4aOTCS TPYTOJbHBIM OYepTaHU-
eM 3epHa ¢ noioca. [Isuibna S. sciadostylis nmeet
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XapaKTepHYI0 OyropyaTo-IIMITMKOBATYIO CKYJIbII-
TYpY IOBEPXHOCTH 3K3UHBI. [10 MoJy4YeHHBIM JaH-
HBIM, BC€ 3TU TPU BUJAa UMEIOT HEKOTOpPHIE ITaJIi-
HoMopdoorudeckue pasnuuus. S. diploconus n
S. sciadostylis 10 mTaAMHOMOP(POJTOTNUYECKUM MPU-
3HaKaM He OOBbEAUHSIOTCS B OMHY I'PYIITY, OTINY-
HY10 OT S. obliquum.

IMonyyeHHble TaJMHOMOP(OJOrnYecKue 1aH-
Hble HE MO3BOJISIOT pa3auyaTh nblably Cypho-
mandra n Solanum TPy 1 He TPOTUBOPEYAT TTepe-
HOCY 3TOI TpyIIITEl BUIOB B COCTaB pona Solanum.

Bunwt S. lycopersicum, S. habrochaites v S. peru-
vianum paHee BXOAUJIN B CAMOCTOSITEIIbHBIN pox
Lycopersicon. 13 3Toii TpynIibl XOpOIIO U3ydyeHa
Mopdosiorus nbuUIbLbL S. lycopersicum (Kupriyanova,
Aleshina, 1978; Al-Quran, 2004; Paria et al., 2010;
Kayani et al., 2019 u ap.). OnHako JuUTEpaTypHbIE
JaHHBIE 0 MOPGOJOTUHU LBl JAHHOTO BUIA
MpOTUBOPEUYMBHL. Tak, B vacTHOCTH, S. Al-Quran
(2004) onucan MBIJIBIY 3TOr0 BUIA KaK 4-KOCO-
CJIOXKHOOOPO3IHYI0. 3aHOCHBI 3TOT BUJI BO (JiO-
pe Mopnanum uiam KyJIbTypHEI cOpT, B paboTe
He yKa3aHo. JIpyrue aBTOPHI ONMMCHIBAIOT IBIJIb-
1y 3TOTO0 BUAa Kak 3-00po3aHo-opoBylo. Pazmep
MBIJIBLEBBIX 3¢peH KYJIbTUBUPYEMOIO B 3amas-
HBIX I'mMamasx S. lycopersicum BappupyetT ot 11.4
no 42.75 mxm (Kayani et al., 2019), npu cpenHem
3HaYeHUU 24 MKM. Y uccliefOBaHHOTO HAaMU 00-
pasua S. lycopersicum 13 MeKCUKHY He OOHApPYKEHO
TaKOro 0OJIBIIOr0 pa3Maxa U3MEHYMBOCTU pa3Me-
POB IBLIIBIEBBIX 3epeH (MoysspHas och — 26.4—33.4,
9KBaTOpUadbHbIN auamMeTp 25.5—29.7). IlblabLe-
BbIe 3¢pHa 3TOoro Buaa u3 PocToBckoii obiacTn
(Kupriyanova, Aleshina, 1978) HECKOJIbKO MEHb-
e, 4eM Y MeKCMKaHCKOro obpa3slia U TaKXKe C He-
OosbIIUM pa3zMaxoM udmMeHuuBocTH ((22.8—24.0) X
X (20.4-21.6) mxM). BeposTHO, pa3HOpEeUYUBHIE
JaHHbIE O MaJUHOMOP(OJOTMHU 3TOTO BUAA CBSI3a-
HBI C IIMPOKUM paclipocTpaHeHUeM BUIa 1 00JIb-
IIMM KOJIMNYECTBOM COPTOB.

ITo MONEeKyASIpHO-TEeHETUYECKUM JaHHBIM S. [y-
copersicum 1 S. peruvianum 00Jiee CXOTHBI MEXIY
co0oii, ueMm ¢ S. habrochaites (Nesbitt, Tanksley,
2002). ITo nony4eHHBIM MaJUHOJOTUYECKUM JaH-
HEIM IIBIBIIEBRIC 3€pHA S. peruvianum NMeEIOT CpaB-
HUTEJILHO MEHBIIINE pa3Mephl, YeM ITbIJIbla IpYy-
TUX IBYX BUJOB I'pYyIIbl Lycopersicon (cM. Ta0II. 2).
A pyrux 3sHAaYMMBIX MOP(OJIOTMYSCKUX pa3INUNL
MEX Y IBLIBIOI 3TUX BUIOB He 0OHAPYXKEHO.

CEMEHOB u np.

B 1eom mbLibLa Tpynel Lycopersicon IO CBOUM
MOpP®dOJOrMYeCKUM MMPU3HAKAM CXOIHA C ITbLIbLOK
rpynnel Solanum, 4T0 MOATBEPXKIaeT MPaBUIb-
HOCTb 00BETMHEHU S 3TUX I'PYIIIT B ONUH PO/I.

Mopdomorusa nulabnbl pona Jaltomata (Mione,
1997), uzyueHa HegocTaTouHo. B nuteparype ume-
IOTCSI ONMCAaHUS YU U300pakeHU S MbUIbLBI JUIIb
nByx BunoB (Paria et al., 2010). B cBoeii pabote
N. D. Paria u coaBTopsl (2010) oTmMeuaroT 1uMop-
(u3M IBIIBLEL Y J. procumbens, BIpaXKalomInics
B HAJIMYUU KPYNHBIX (11.0. 40 MKM, 3.14. 35 MKM)
1 MeJIKUX (11.0. 27 MKM, 3.11. 23 MKM) IBIJIbLEBBIX
3epeH C KPYNHBIMU, OKOJIO 9 MKM B IHaMeTpe,
opamu. IlonydyeHHBle HAMU JaHHbBIE CBUIETEb-
CTBYIOT O OoJiee IIMPOKOM ITOJIMMOPGU3ME IThIJTh-
LBl Y 3TOTO BUAA. BBIJIO yCTAaHOBIIEHO, UTO TOJIb-
K0 50% NBLIBLEBBIX 3epeH 3-00pPO3aHO-OPOBHIE,
HO Y CPeIM HUX YaCTO BCTPEUAIOTCS CUHKOJIbIIAT-
HbI€ 3epHa CO CJMBAIOIIMMMUCS Ha MoJjtocax 60-
posgamu. OcTajbHbIC 3¢pHA OTAMYAIOTCS APYTUM
YHCJIOM U pacIiojiokeHueM aneptyp. Cpenu Takux
HEeTUIWYHBIX NbIJIbIEBBIX 3¢peH IIpeo0sIamzaioT
6-ameptypHbie (0kosio 49%), KpoMme TOro, BCTpe-
YyaloTcs eAMHUYHEIE 1-00p03IHO-OPOBBIE C OMHOMI
KoJIblIeBOI amepTypoii. Kpome Toro, Habirona-
eTcd pa3opoc pasMepos 3epeH: 10% 3epeH UMEIOT
pa3Mmepsl B 1.5—2 pa3za 0oJiblliue, 4yeM y OOJIbIIMH-
cTBa. KpymmHEIe IBUIBLIEBBIE 3¢pHA MOTYT OBITh
KaK TUIIMYHBIMU 3-00pO30HO-OPOBBIMU, TakK
U 6-anepTypHbIMU.

Pon Jaltomata B coBpeMeHHOM coOcCTaBe, 10 pe-
3yJAbTaTaM MOJIEKYJISIPHO-TEHETHUYECKUX UCCIe-
IOBaHUM, SABJISIETCSI MOHOMDUIeTUUYECKUM, J. um-
bellata u J. procumbens OTHOCSTCSA K pPa3HBIM,
JOCTATOYHO MAJIEKO OTCTOAIIMM IPYT OT Apyra,
kjJagaM BHyTpu popa (Miller et al., 2011). Tlo-
JIydeHHBIe HaMU IMaJMHOJOTMYecKue NaHHBIE
110 3TUM BHJIAM COIJIACYIOTCSI C pe3yjabTaTaMH
MOJICKYISPHO-TeHEeTUUYSCKUX MCCIICTOBAHMUIA.
IMuinenessie 3epHa J. umbellata ipu CpaBHUTEIb-
HO MEHBIINX pa3Mepax UMEIOT 3HAYUTEIbHO 00-
Jiee U poKue 00po3abl U ophl (cM. Tada. 2). Opbl
nblablbl J. umbellata HerpaBUIBHOU (DOPMBI, Cy-
IIECTBEHHO BHITIHYTHI IO 3KBATOPY, TOrma Kak
opsl J. procumbens okpyribie. OOHapyKeHEI pa3Jiy-
YU B CKYJIBITYPE HOBEPXHOCTU SK3UHBI. Y IBLIb-
LIEBBIX 3epeH J. procumbens BbISIBJIEHA OTUYETIUBAsI
JOTIOJTHUTEJIbHASI OpPHAMEHTALIM I MEXIY IIUITaMU
B B¢ nepdopalnii 1 pa3HOHAIIPaBJIEHHBIX KO-
POTKUX CTPYM, y NbLIbLEBLIX 3epeH J. umbellata
MEXIy MIMIIaMU UMEIOTCS TOJIBKO ITepdopanuu.
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Takwne paznnuust B MOpGOIIOTUH MEITLLE J. um- “CTpyKTYpHO-(PYHKIIMOHAIBHBIE U MOJICKYIISIP-

bellata n J. procumbens naroT JOMOJIHUTEIBHBIE OC-
HOBaHW S CYUTATD MIPEACTABUTENCH STUX TPYII OT-
HOCSIIIMMUCS K pa3HbIM KJIafaM 3TOTO poja.

OTHOCHUTENIbHO KPYIHbIE XTI HA MOBEPXHO-
¢t 3K3uHBI (0.2—0.3 MKM BBICOTOI1), OKpPYTJIbIE
ouyepTaHMs 3EPEH C IoJII0ca, HeUeTKUe ouepTaHus
Op MO3BOJISIIOT TOCTOBEPHO OTIMYATH MBLIbILY Jal-
tomata OT IBLIBLBL Solanum.

3AKJITIOYEHHNE

IIpoBeneHnHoOe cpaBHUTEIBbHOE MTATMHOMOP(POIIO-
rMYeCcKOe UCCIEeNOBaHNE CBUIETEIBCTBYET O OOJIb-
oM MOp@OJIOTUIECKOM CXOACTBE POoHoB Solanum
u Jaltomata, 9T0 COOTBETCTBYET COBPEMEHHBIM
MOJICKYISIPHO-TeHETUYECKUM JaHHBIM, COIJIac-
HO KOTOPBLIM 3TU POABI pa3MelleHbl B OJHOM Kia-
ne Solaneae (Olmstead et al., 2008; Cole, Godin,
2022). Okpyrible o4epTaHUS TBIIBLEBBIX 36peH
C MOJI0Ca, OPBl C HEYSTKUMU OYepTaHUSIMH, 00-
Jiee UM MeHee YeTKHUe KOJJIyMeIbl SK3UHEI, 00-
Jiee KpyITHbIe IO CpaBHEHUIO ¢ NBUIbLON Solanum
IIWITUKA Ha ITOBEPXHOCTU 3€peH, a TaKKe HU3-
Kasl IJIOTHOCTb IIMIMKOB HAa €eIUHUITY TLI0IIagN
(2—3 Ha 1 MKM?) y IBUIBLEBBIX 3€PEH BUIOB pola
Jaltomata n 601ee 6—8 (a B OOJIBLINHCTBE CIy4YaeB
6ozee 10) y npUIBILIBI IpeAcTaBUTENCH Solanum, 110-
3BOJISIIOT JOCTOBEPHO Pa3IMuaTh ITbLIIBIY IpeacTa-
Buteneit Jaltomata n Solanum.

[1pI1BLEBRIE 3€epHA M3YYSHHEBIX BUOOB Solanum
o0JlagaloT 00JbIIUM cXOACTBOM. IIbIIbIY BUIOB,
paHee OTHOCUBIIUXCS K CAMOCTOSTEIILHBIM podaM
Cyphomandra n Lycopersicon, TOCTOBEpPHO pa3INUUTh
He ynaeTcs. He BbIsIBIIEHO 3HAYMMBIX ITAJIMHOMOP-
GOJIOTHYECKUX Pa3TUYN STUX TPy BUIOB U BU-
J0B Solanum, 4TO MOATBEPXKAAET MTPABOMEPHOCTb UX
BKJIIOYeHU S B poa Solanum. OgHaKo Takue Npu3Ha-
KM, KaK odyepTaHUs U pa3Mepbl SHI0AIIepTyp, pas-
MEPbI CKYJIBIITYPHBIX 2JIEMEHTOB U JOIMOJHUTENb-
Hasl OpHAMEHTAlUs 3K3MHbBl MEXIY IIUMUKAMU,
MOTYT OBITh MCHIOTB30BaHBI AJIST YTOUHEHUS CUCTe-
MaTUKMU OTAEIbHBIX BUJOB ponaa Solanum.
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POLLEN MORPHOLOGY OF SOME SPECIES OF SOLANUM
AND JALTOMATA (TRIBE SOLANEAE, SOLANACEAE)
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The pollen morphology of 14 species of the tribe Solaneae (Solanaceae) was studied by light and
scanning electron microscopy, of which the pollen of 10 species was described for the first time. The
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pollen morphology of previously described species is compared with our data. The validity of the
inclusion of the previously isolated genera Lycopersicon and Cyphomandra in the genus Solanum, as well
as the genus Hebecladus in the genus Jalfomata, is confirmed on the basis of the morphological structure
of their pollen grains. Typical pollen grains of the studied species are 3-colporate, spheroidal, medium-
sized, the equatorial diameter does not exceed 35 um. Colpi are long, narrow, and the structure of
endoaptures is different. The sculpture of the pollen grain surface is echinate. Pollen grains of genus
Solanum are characterized by a 3-lobate outline in polar view, strongly elongated endoapertures with
clear equatorial edges, and high density of spinules on pollen grain surface. Pollen grains of the genus
Jaltomata are always characterized by a strictly rounded shape in polar view, endoapertures are rounded
and weakly pronounced, pollen sizes, structure of apertures and sculpture of pollen grain surface are
individualizing features for some of the studied species.

Keywords: pollen morphology, Solanum, Jaltomata, Solaneae, Solanaceae, scanning electron microscopy,

light-optical microscopy
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W3ydyeHsl ABe LIeHONIONYISALUY penkoro Buaa Lilium callosum B XabapoBcKoM Kpae. [IpuBonsitcs
JAHHBIE O COCTABE LIEHOMONYISALNIA, YUCIEHHOCTH OCOBEH, SKOTOIMYECKOM MIOTHOCTH (3K3/M2),
OHTOTI€HETUYECKOM CTPYKTYPE, XKU3HEHHOCTH, a TAKXKe MOp(GOMETpUYECKUE TTapaMeTPhl 0co0eit I1s
olLIeHKU uX coctosiHu. [IpenaoxeHsl Mepsl oxpaHbl Lilium callosum.
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IIpou3BeneHNe, (PUTOLEHO3, MEPhI OXPAaHbI
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YTpara peakux BUAOB pacTeHUM — YyacTh NPoO-
JIeMbl CHUXEHUsI Ouopa3HooOpa3us Ouochepsl
Hamen mmaHeTwl (Necvetaev, 2000). M3yuenne co-
CTOSTHU S LIEHOTOMYIS LI peAKUX BUAOB C YUETOM
0COOEHHOCTE OMOJIOTMHN U YHUCIEHHOCTU U BO3-
pacTHBIX COCTOSIHMM ocobeii (Zaugolnova et al.,
1993, Zaugolnova, 1994) saBiseTcss akTyaJabHOMU
3amavci.

Lilium callosum Siebold et Zucc.— nujns M030-
JUcTasi, BocTouHoa3uaTckuii Bua. B Poccum on
BCTpeUaeTcs B IOKHBIX paifoHax XabapoBCKOTO
u IIpumopckoro kpaeB, B EBpeiickoil aBTOHOM-
Hoii obnactu (Barkalov, 1987; Vrishch, 1972).
B npenenax XabapoBCKOro kpas BUI OTMEYEH
B MoiiMe p. AMYp B OKpPECTHOCTSIX TI. XabapoBcKa,
Ha mpaBobepexbe p. Yccypu, Ha xp. boiabuioi
Xexuup (XabapoBCcKuii paitoH), B OKPECTHOCTSIX
cesl ApryHckoe, HeBenbckoe (paiioH uM. JIazo)
(Krasnaya..., 2019), IllepemeTseBo (BszeMckuii
paiton) (Melnikova, 2000, 2015), ITokpoBka (bu-
KMHCKUi1 paiioH) (Motorykina, 2019).

L. callosum mpounspacTtaet Ha pa3HOTPaBHBIX, OCO-
KOBO-Pa3HOTPaBHBIX U BEHHMKOBO-Pa3HOTPAaBHBIX
JIyrax B JOJIMHE HUXXHEro TeUYECHUS p. YCCypu. DTOT
pPEIKUIA BUI, HAXOASIIUIACS HAa CEBEPO-BOCTOYHOM
rpaHUlle apeaja, BKIodeH B KpacHbie KHUTH pas3-
JIMYHBIX paiioHoB: XabapoBckoro kpas (Krasnaya...,
2019), Ilpumopckoro kpas (Krasnaya..., 2008)

n EBpeiickoit aBToHOMHOIT obiractu (Krasnaya...,
2006), oH BKJIIOYEH Takxke B KpacHylo kHury Poc-
cuiickoit ®enepanuu (Krasnaya..., 2008).

W3yuyeHue cTpyKTyphl LHeHononyasuuii L. callo-
Sum TIPOBOIMJIOCH B IOJIMHE P. YCCYpH, B OKPECT-
HocTsax cen HeBenbckoe n ApryHckoe XabapoB-
CKOTI'0 Kpasl.

MATEPUAJI U METOIbI

B mectax mpouspactanust L. callosum 3a10XeHBI
MpoOHEBIe TIIomMAanKy pazMepoM 10 X 10 M, Ha KOTO-
PBIX OIMUCHIBAJICS COCTaB (PUTOLEHO30B. BrisBie-
HUe QIOPUCTUIECKOIO COCTaBa COCYAUCTBIX pacTe-
HUi1 KaXa0To sipyca, onpeaejacHue MPOeKTUBHOTO
MMOKPHITUS BUJIOB B COOOIIECTBE BBIMOJIHSIINCH
o ob6uenpuHATeIM MeTogukaMm (Polevaya..., 1960;
Skarlygina-Ufimtseva, 1968). Bo3pacTHbIe cocTOSI-
HUSI BbIACJICHBI COIJIACHO OOILIEIIPUHSITON METOIM-
ke (Rabotnov, 1950; Uranov, 1975). 'eHepaTuBHbIE
ocobu L. callosum, coriacHO TUTepaTypHBLIM JaH-
HbIM (Leonova, Cheltygmasheva, 2016; Afanasieva
et al., 2019), He moapa3AeasAIUCH Ha BO3pacTHBIE
COCTOSIHUS (MOJIOIOE, 3pejioe U cTapoe reHepa-
TUBHOE OHTOI€HEeTHUYECKOe coCcTossHue). OHTOore-
HETUYECKasl CTPYKTYpa LEHOMONYISALMY U3ydyeHa
B COOTBeTCTBUU ¢ MeTonukoii JI.b. 3ayronbHoBoit
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(Zaugolnova, 1994) u pekoMeHIaLMSIMU 110 U3y4Ye-
Hu1o penkux BuaoB (Denisova et al., 1986).

st OlleHKU XM3HEHHOCTH BHIOB MCIIOJIb30-
Bajlach MOoAMMUIIMPOBaHHAs YeThipexOalbHas
mkana bpayn-bnanke u IlaBuiiapa, npeaioxeH-
Has B. B. AnéxunbiMm ¢ coaBTopamu (Alekhin et al.,
1925) u B. H. CykauésbiM (Sukachev, 1964).

HazBaHusg BUaoB pacTeHuUli rmpruBeneHsl mo The
Internarional Plant Name Index (IPNI. URL: http://
www.ipni.org). I'epbapHbie COOpbI, MOATBEPKAAIO-
e MecToHaxoXaeHus L. callosum, xpaHsaTcs
B I'epbapun MHCTUTYTa BOOHBIX M DKOJIOTHYE-
ckux npobiaem IBO PAH (KHA, r. XabapoBck),
nyo6nukaThl epenaHbl B [epbapuii botaHnyeckoro
nHctutyTa M. B.JI. Komaposa PAH (LE).

PE3VJIBTATBI 1 OBCYXIEHUWE

Lilium callosum obHapyeHa B IBYX MECTOOOU-
tanusax: 1) Xabaposckuii Kkpait, p-H um. Jlaso,
oKpecTHOCTHU cena HeBenbckoe, 0COKOBO-pa3HO-
TpaBHbIi 1yT, 18 VII 2016, MoTophikuHa, KpiokoBa;
2) XabapoBckuii Kpaii, p-H M. JIa30, OKpeCTHOCTH
ceaa ApryHckoe, BeMHUKOBO-Pa3HOTPABHBIN JIVT,
18 VII 2016, MortopsikuHa, Kprokosa.

OCOKOBO-pa3HOTPaBHBIN JIYT B OKPECTHOCTAX
cena HeBenbckoe pacmnosioxkeH Ha BBIPOBHEHHOM
MMOBEPXHOCTHU C 3aMETHO BhIpakeHHBIM MUKpOpE-
Jbe(oM OMOreHHOTO MPOUCXOXAECHM I, 0Opa30BaH-
Hoi1 Carex cespitosa subsp. minuta (Franch.) Vorosch.
B duToneHo3e BhIAEASIOTCS ABa sApyca: KycTap-
HUKOBBIN U TpaBsiHOU. OOIee NPOEKTUBHOE T0-
KpPBITHE KYCTapHUKOBOTO sipyca cocTaBisieT 5%.
OH npencrasieH Salix abscondita Laksch u Spiraea
salicifolia var. oligodonta T.T. Yu, pacnpeneieH-
HBIX MO TJIOIIAJKe pacCesHHO, pexe — rpymnmnaMmu
(Spiraea salicifolia). B TpaBIHOM SIpyce MOXHO pa3-
JIMYUTH TPH MOObsApyca. B mepBoM moabsipyce oT-
meueHHl Filipendula palmata var. nuda Popov, ¢ tipo-
eKTUBHBIM TTOKpbiTUeM 10%, Thalictrum simplex
subsp. amurense (Maxim.) Hand (5%), Patrinia
scabiosifolia f. crassa (Masam. et Satomi) Kitam. ex
T. Yamaz. (3%). Bo BTopoMm noabsipyce cocpeaoTo-
YeHa OCHOBHAs Macca TpaBOCTOs, Te JOMUHUPYET
Carex cespitosa (30%), a OOBIYHBIMU BUJIAMU SBIISI-
1o1cs: Sanquisorba parviflora (Maxim.) Takeda (10%),
Eupatorium lindleyanum DC. (5%), Calamagrostis
langsdorffii var. flexuosa (Rupr.) Tzvelev (5%),
Anemone dichotoma subsp. pennsilvanica Ulbr. (3%),
Artemisia subulata Nakai (3%), Hypericum ascyron

MOTOPBIKMHA

subsp. gebleri (Ledeb.) N. Robson (2%), Vicia
amurensis Oett. (2%), Stachys aspera subsp. japonica
(Miq.) Krestovsk. (2%), Pedicularis resupinata
f. albiflora Y. N. Lee (2%), Lycopus lucidus f. hirtus
(Regel) Kitag. (2%) u np. B TpeTheM moabsapy-
ce oTMeUeHbl: Amauropelta noveboracensis (L.)
S.E. Faws. et A.R. Sm. (Thelypteris thelypteroides
(Michx.) Holub) (3%), Fimbripetalum radians var.
brevipetalum N. S. Pavlova (3%), Scutellaria regeliana
var. ikonnikovii (Juz.) C.Y. Wu et H.W. Li (2%),
Viola patrinii . toyokoroensis Koji Ito (2%), Potentilla
freyniana (2%) n np. TpaBsiHOU sIpyC TTOJMIOMMU-
HAHTHBIN, ¢ OOLIMM MPOEKTUBHBIM MOKPHITUEM
100%.

B nannom ¢utoueHose L. callosum oTmedeHa
BO BTOPOM IOABSPYCE B KOJIMYECTBE CEMU OCOOEN,
IpU O0IIEeM MPOECKTUBHOM ITOKPHITUHU 1%. DKO-
JIOTMYecKas IIOTHOCTD (3K3/M?) cocTaBuiia OoHY
ocobb Ha 1 M2. PacTeHus Haxoauauch B pase Oy-
TOHU3AllUU U LIBETeHUs. Y1CI0 [IBETKOB U OyTO-
HOB Ha OJIHOI1 0cO0M BapbMPOBAJO: y IBYX 0COO€Ei
OTMEYEHO IT0 OMHOMY IIBETKY, Y IBYX — II0 OMHOMY
OyTOHY M OHHOMY LIBETKY, V OMHOM — IBa IIBETKA,
Yy OOHOM — TPU LIBETKAa U OOWH OYTOH W Y OIHOI
ocoOu — Tpu OyTOHA M ONMH IIBETOK. JlmaMeTp
1BeTKOB gocturai ot 2.0 mo 2.8 cm. PacTteHus Ha-
XOIMJIVCH B XOPOIIIEM COCTOSIHUH, TIOBPEXIeHMU A
JIUCThEB, OYTOHOB M IIBETKOB HEe OTME4YeHO. Mop-
(omeTpuyeckure nmoxkasareau ocobeii L. callosum:
BbICOTa M00eros — ot 78 go 116 c¢Mm, miauHa au-
cTbeB — oT 3.2 1o 8.6 cM, mupnuHa — 0.4 1o 0.8 cm
(Tabn. 1).

M3y4yeHne OHTOreHEeTUUYECKOM CTPYKTYPHI LIEHO-
nonyiassuuu L. callosum 1mokasajio, YTO OHa HOP-
MaJjbHasl, HeMoJHOUJeHHas1 (OTCYTCTBYIOT OCOOU
IOBEHUJILHOTO, BUPTUHUJBHOTO U CEHUJIBHOTO IIe-
puonos), “3penas” (Tsenopopulatsii..., 1976; Borisova,
Marakaev, 2015).

XKwusHeHHOCTD 1181 L. callosum ongHUBaeTCs Kak
xopowag (Barkalov, 1987; Schlotgauer, Melnikova,
1990), B3pociable 0COOU JOCTUTAIOT HOPMAJIbHBIX
IS TaHHOro Bujaa pa3MepoB (BeicoTa — o 80
(100) cM; nnuHa auctbeB — oT 3.0 1o 12.0 cM; mu-
puHa — ot 0.3 1o 0.6 cM), pacTeHHUsT HAXOAUIUCh
B cTaguy OYyTOHM3AaLIUU WUJIX LIBETEHUS, BIOCIIEI-
CTBUU MJIOJOHOIIEHM .

BeiilHUKOBO-pa3HOTPaBHBIN JYT B OKPECTHO-
CTSX cejla APTYHCKOE pacIioJIOXKeH Ha BHIPOBHEH-
HOM MOBepXHOCTHU. B cTpyKType puTOIIeHO3a BhI-
IIeJeHO OBa Ipyca: KYCTAPHUKOBBIA M TPaBSTHOI.
ToM 110 Nel
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Taoamna 1. XapaxktepucTuka HeHononyiasauuit Lilium callosum

Table 1. Characteristics of the Lilium callosum cenopopulations

IMTapameTp
Parameter

Ceno Hesenbckoe
Village of Nevelskoye

CeJto ApryHckoe
Village of Argunskoye

KoandecTBO 0Cc0O6€i B IEHOMOITY IS IIUT

The number of individuals in the cenopopulation
DKONOrMyYecKas IIOTHOCTh, 3K3/M?

Ecological density, plants/m?

Yucno OyTOHOB U LIBETKOB Ha OHOM ocoou
The number of buds and flowers per plant

JAmaMeTp LIBETKOB, CM
Flower diameter, cm
BricoTa noberos, cm
Shoot height, cm
JauHa TUucTheB, CM
Leaf length, cm
InpuHa MTUCTHEB, CM
Leaf width, cm

7

1

byTtoHnos: 1
Buds: 1
IIBeTkOB: 1-3
Flowers: 1-3

12

1

byTtoHos: 1
Buds: 1
IIBeTKOB: 1-3
Flowers: 1-3

2.0-2.8 1.0-2.8
78—116 68—106
3.2-8.6 3.0-9.0
0.4-0.8 0.3-0.7

O611ee NPOEKTUBHOE MOKPBLITHE KYCTAPHUKOBOTO
apyca coctaBisaeT 2%. OH oOpa3oBaH TpeMs BU-
namu (Corylus mandshurica f. glandulosa S.L. Tung,
Salix abscondita n Spiraea salicifolia), paccesstHHO
pacrpeieieHHbIX Ha Tulomanke. TpaBsHOM spyc
CJIOKEH M3 TpexX NOoAbSAPYCcOB. B mepBoM moab-
spyce otmeueHbl Calamagrostis langsdorffii ¢ ipo-
eKTUBHBIM NoKpbiTUeM 30%, Angelica dahurica
(Hoffm.) Maxim. (3%), Patrinia scabiosifolia (2%).
Bo BTOpOM monbsipyce cocpenoToyeHa OCHOBHAs
Macca TpaBOCTOS, Iie JOMUHUPYIOIIKE MO3UILINN
3aHuMaet Filipendula palmata ¢ TpoeKTUBHBIM MO-
kpbiteM 10%, a Takxxe BcTpevaroTcs Hemerocallis
lilioasphodelus var. minor (Mill.) M. N. Tamura (5%),
Potentilla fragarioides L. (5%), Saussurea amurensis
Turcz. ex DC. (3%), Lysimachia vulgaris L. (3%),
Geranium vlassovianum DC. (2%), Vicia cracca
var. pulchra (Druce) P.D. Sell 2%), Polemonium
chinense var. hirticaulum G.H. Liu et Ma (2%),
Clematis fusca Turcz. (2%), Allium maximowiczii
Regel (1%), Dianthus chinensis var. serpens Y.N. Lee
(1%). Tpetnii noawbapyc npencrasieH: Viola patrinii
(2%), Angelica maximowiczii Benth. ex Maxim. (2%),
Fimbripetalum radians (2%), Potentilla freyniana (1%).
Emwnuano 31eck Berpevanuck: Ligularia fischeri
C IPOEKTUBHBIM MOKpLITUEM <1%. TpaBsiHOI sIpyC
MOJUAOMMHAHTHBIN, ¢ OOLIMM HPOEKTUBHBIM I10-
kpbitrieM 100%.
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B manHoMm ¢urtoneHose L. callosum oTrMmedeHa
BO BTOPOM TOIbSIpyce B KonuuecTBe 12 ocobeid,
MpU O0IIEM MPOEKTUBHOM ITOKPHITUM 1%. DKO-
JIOTUYecKas IIOTHOCTD (3K3/M?) cocTaBuiia OOHY
ocobb Ha 1 M2. PacTeHus Haxoquiauch B pase Oy-
TOHU3ALUU U LIBeTeHUs1. Y1CcI0 UBETYIIMX 0CcO0ei
BBIIIIE, YeM B OKPECTHOCTSX ceaa HeBenbckoe. Tak,
Ha OIHOI 0COOM OTMEYEHO TpHU 1LIBETKa, Y ABYX
ocobeil — mo aBa, y Tpex ocodeii — Mo ogHOMY Oy-
TOHY U LIBETKY, Y ABYX 0CO0€eil — 1o ogHOMY Oy-
TOHY, ¥ Y YEThIPEX 0cOOeif — IT0 OJHOMY IIBETKY.
HuameTp uBeTKoB — OT 1.0 no 2.8 cM. PacTteHus
HaXOOUWJIKMCh B XOPOIIeM COCTOSIHUU, ITOBPEXKIe-
HUI TUCTheB, OYTOHOB U IIBETKOB HE OTMEYCHO.
MopdomeTprueckue Tokasatenan L. callosum: BBI-
cota — oT 68 1o 106 cM, minHa aucTheB — OT 3.0
10 9.0 cm, mupuHa — ot 0.3 mo 0.7 cM (cm. Tabm. 1).

AHanus Ta6a. 1 mokasall, YTO B OKPECTHOCTSIX
c. ApryHckoe HeHononyasauus L. callosum npen-
cTaByieHa 12 oco6saMU, T. €. €€ YUCICHHOCTD MOYTU
B IBa pa3sa IpeBbIlIaeT Monyjasaiuio B ¢c. HeBesb-
ckoe (7 ocobeii) Mpu OAMHAKOBOI KOOI MYECKOM
MJIOTHOCTU — OfHA 0c06b/M2. OCOOM JTUIUK MO30-
JIUCTOM B 00eMX LEHONMONYISIIUIX HAXOIUIUCH
B cTaguu OyTOHU3aLUMU U uBeTeHUs1. Yucao 6yTo-
HOB U LIBETKOB Ha OgHOI ocobom Lilium callosum
B cenax HeBenbckoe M ApryHCKoe ObIJIO0 OOQUHAKO-
BBIM M TIPEICTABIIEHO OMHUM OYTOHOM M OT OTHOTO
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IO TpeX IBETKOB, MpH AuaMeTpe 1BeTka oT 1.0
1o 2.8 cM. BricoTa mo6eroB B ¢. HeBenbckoe ObLTa
HeMHoTro 6osbire (78—116 ¢cM) Mo cCpaBHEHUIO
C BBICOTOM pacTeHui B ¢. ApryHckoe (68—106 cm)
U Aaxe IpeBbIIIajo pa3Mepbl, IPUBOAUMBIE
B JIUTEpAType, IIe B3POCIbIE 0OCOOM TOCTUTAIOT
mo 100 cm BeIcoTO# (Barkalov, 1987; Schlotgauer,
Melnikova, 1990). InvHa ¥ IIUpUHA JTUCTbEB JIU-
JIMY MO30JIUCTOM B U3YYEHHBIX LIEHOIIOMYISILIASIX
OBLIM IPUMEPHO OAMHAKOBBIE, COCTABJISIIN COOT-
BeTcTBeHHO OT 3.0 10 9.0 cM 1 o1 0.3 10 0.8 cM™m, uTO
COOTBETCTBYET JIUTEPATypHbIM JaHHBIM (Barkalov,
1987; Schlotgauer, Melnikova, 1990).

M3ydeHne OHTOreHETUYECKOM CTPYKTYPhI ITOKAa-
3aJI0, YTO B LIEHOMNOMYIS MU abCOMI0THO npeobiia-
JIal0T TeHepaTUBHBIE 0COOM, UYTO CBUIETEIbCTBYET
0 €€ BO3pacTHOI1 3penocTu. JJaHHast IIEeHOIIOMYIsI-
uus L. callosum MoXeT OBITh OXapaKTepH30OBaHa
KaK HOopMaJibHasl, HETIOJTHOYJICHHAsI.

KwuznenHocts i1 L. callosum onteHnBaeTcs Kak
YAOBJIETBOPUTEIbHASI, B3POCIbIe 0COOU JOCTHU-
raloT HOpMaJIbHbBIX AJISI JAHHOTO BUJIa pa3MEpPOB,
HabiogaeMble pacTeHMsT HaXOAMUJIMCh B CTagUN
OYyTOHM3AaIlMW WU IIBETEHUWS, BIOCIEICTBUN
TJIOAOHOIIIEHUS.

ITo xnaccudukanuu JI.b. 3ayronbHoBoii (Zau-
golnova, 1994) nyist TyKOBUYHBIX paCTEHUI xapak-
TEPEH JIEBOCTOPOHHUMN U LIECHTPUPOBAHHBIN TUIIbI
OHTOT'€HETUIECKOIO CIICKTpa. BhISIBJICHHBIN OHTO-
reHeTUYSCKHUM crieKTp L. callosum 1neHTpUpOBaH-
HBIM, MAKCUMYM MPUXOAMUTCS HAa 0COOM reHepa-
TUBHOTO BO3PAacTHOTO COCTOSIHUS, Hauboliee
MIPOIOIKUTEIBHOIO B OHTOI'€HE3€.

ITo nanubiM O.A. MyxuHoi (Mukhina, 2012),
y L. callosum B mpupoae npeobiamaeT cCeMEHHOE
pa3sMHOXCHUE, a MJIONOHOIIeHWEe U CeMEHHAas
MPOAYKTUBHOCTH 3aBUCHUT OT YCJIOBUM B IIEpU-
ol BeTeHUs U popMmupoBaHus cemsH. Ilocie
noxapa Ha octpoBe TaiiBanb (Chen et al., 2017)
OBLJIO BBISICHEHO, YTO OJHUM U3 OTpaHUYECHUI pe-
MMPOAYKTUBHOI MOTEHIIMHU 3TOr0 BUIA SIBJISICTCS
HECMOCOOHOCTh MPOMU3BECTU TOCTATOYHOE KOJIHU-
YeCTBO CEMSH B €CTECTBEHHOI cpele oOMTaHMS.
B xyabpType Xe Bcxoabl HaOMI0O4AJdUCh B TOI I10-
ceBa ceMsaH (Artamonov, 1989). B o6eux uccie-
JOBAHHBIX HaMU LeHomonyasiuusax L. callosum
MMPOPOCTKHU U IOBEHUJIbHBIE OCOOM HE OBIIU OOHa-
PY>XE€HBbI, YTO BbI3bIBAET COMHEHNE B PETYJISIPHO-
cTU ¥ 3 PEKTUBHOCTU CEMEHHOTO pPa3MHOXEHU S
B JAHHBIX YCIOBUAX. BO3MOXHEIMY IpUYMHAMHA

MOTOPBIKMHA

OTCYTCTBUA CEMEHHOTIO BO30OHOBJIEHUS SIBJISI-
JIUCh He6J’[aF01’[pI/IHTHBIC INOTrOgHbIC YCJIOBUA B II€-
puona NBETCHUA, HAJTNYHNUC BbICOKOI'O IMTPOCKTUB-
HOTO INIOKPLITHUA TPAaBAHOTIO sApycCa B (I)I/ITOI_[CHOBaX,
KOTOPOE€ HE MMO3BOJINJIO Pa3BUBATbHCA ITPOPOCTKAM
1 IOBCHUJIbHBIM paCTCHUAM.

JIumuTupyromuMu GakTopaMu IJISI COCTOSTHUS
0co0eii B LICHOMOMYJISILIMSIX SIBASIOTCS: HapyIlIeHHE
€CTECTBEHHBIX MECT IIPOMU3PACTAHUS B PE3yJIbTaTe
XO3S1CTBEHHOI'O OCBOEHUSI TEPPUTOPUU — pac-
MalKy 3eMeJib, BEITIaca CKOTa, ITaJIoB, CEHOKO-
LIeHUsI, COOpOB OYKETOB U BhIKANBIBAaHU S JTYKO-
BUII BOJIM3U HaceJeHHBIX MYHKTOB (Sapozhnikova,
1997). B cBs13u ¢ 3TUM €IMHCTBEHHOI (P heKTUB-
HOIi Mepoil ceifuac SABJISIE€TCS KYJbTUBUPOBAHUE
Lilium callosum B 6oTaHn4YeckKuX cagax Bmaguso-
ctoka, Cankrt-IletepOypra, bapHayna, a Tak:xke
Ha I'opHoTaexHoit cranuuu B IIpumopse (Redkie...,
1983; Schlotgauer, Melnikova, 1990).

SAKJIIOYEHHNE

WN3yueHnHble ueHononyasuuu Lilium callosum
IIPUYPOUYCHHI K JOJIMHE P. YCCYpU B OKPECTHOCTSIX
cen Hesenbckoe n ApryHckoe XabapoBCKOro Kpas,
rae oOMTalOT Ha OCOKOBO-Pa3HOTPABHOM U BEHM-
KOBO-Pa3HOTPABHOM JIyTraxX ¢ y4acTUeM KyCTapHM-
KOBOTO sIpyca.

Bo300HOBIeHME MONYASUUI AUAUNA MO3OJIU-
CTOIl B OKPECTHOCTSX cell HeBenbckoe M ApryH-
CKO€, BEpOSITHO, IPOMCXOAUT BETeTaTUBHBIM ITY-
TeM — IIOCPEICTBOM JIYKOBMII, TAK KaK CEMEHHOE
BOCIIpOM3BeIeHIE HAMU HE OTMEUYECHO.

Mephl oXpaHBI IIPeayCMaTPpUBaIOT KOHTPOJIUPO-
BaHME COCTOSTHUS M3BECTHBIX MOMYJISIIIMIA; opra-
HU3alIMM 3aKa3HUKOB B MECTaX BHISIBICHUS Lilium
callosum 1 KyTbTUBUPOBAHUIO B OOTAHUUYECKUX
canax.

BIIATOOAPHOCTHA

ABTOp BBIpakaeT 6iarogapHoctb M.B. Kproko-
BOI 32 yyacTue U MOMOILb B MOJIEBbIX padoTax.

PabGora BhITTOJIHEHA B paMKax peaju3aluu ro-
CYyIapCTBEHHOI'O 3aJaHUS COTrJacHO TeMaTu4de-
CKOMY MJIaHy MMHCTUTYTa BOOHBIX U 9KOJOTHYe-
ckux npoonem IBO PAH (Ne roc. perucrpauuu
121021500060-4), rema “JAuHaMMUKa MPUPOIHBIX
W TIPUPOITHO-XO3SIMCTBEHHBIX CUCTEM B YCIOBUSIX
ocBoeHus Ilpuamypsst u [lpuoxores” (2021-2025).
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MOTOPBIKMHA

STATE OF CENOPOPULATIONS OF LILIUM CALLOSUM (LILIACEAE)
IN THE KHABAROVSK TERRITORY

T.N. Motorykina® *

aInstitute of Water and Ecology Problems of the Far Eastern Branch of RAS
Dikopoltseva Str., 56, Khabarovsk, 680021, Russia
#e-mail: tanya-motorykina@yandex.ru

The article provides information on the state of cenopopulations of a rare species Lilium callosum in
the vicinity of the villages of Nevelskoye and Argunskoye (Khabarovsk Territory). The characteristics
of the phytocenoses in which the cenopopulations occur are given. Data are provided on the number of
individuals in the cenopopulations, ecological density (individuals/m?), ontogenetic structure, vitality,
as well as morphometric parameters of individuals to assess their condition. The measures for the
protection of Lilium callosum are proposed, its cultivation in botanical gardens being considered the

most effective one.

Keywords: Lilium callosum, rare species, cenopopulation, vitality, vegetative propagation, phytocenosis,

protection measures
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VII Becepoccuiickas HayuyHast KOH(pEpeHIIUS ¢ MEXAyHaApOAHBIM yyacTueM “Bomopocnu: mpoGieMbl
TaKCOHOMMWU U 9KOJIOTU U, UCTIOJIb30BAHUE B MOHUTOPUHTE U OMOTEXHOJOTMK~ TTpoxoauia B I. Bnaau-
BocToK (ITpuMopckumit kpaii) ¢ 16 o 20 ceHTs6pst 2024 1. OpraHu3atopaMu KOH(MEePEeHIINY BBICTYITH-
 PenepadbHBIN HAYIHBIN IICHTP OMOpa3HooOpa3ns HazeMHoM 6uoTel BoctouHoit A3uu IBO PAH
1 HantmoHanbHbBIM HayYHBIH LIEHTP MOpcKoiil ouonoruu uM. A. B. ZKupmyHnckoro [IBO PAH. Hayunas
nporpaMMa KoH@epeH1 1y ObljIa TpeacTaBjieHa CIeNYIOIMUMU CEKIIUSIMU: 1) TAKCOHOMMUS U CUCTE-
MaTuKa IIMaHOO0aKTepUii 1 BOAOPOCIIEid, TeHeTHYeCKasl CTPYKTypa NONYyJISIIIUA U BUNOB, SKMU3HEHHBII
LIUKJI U 0COOEHHOCTU BOCTIPOU3BEACHUS; 2) OMOXUMUS, (GDU3UOJOTUSI U OMOTEXHOJOTUS; 3) pa3Ho-
obpasue u reorpadusi; 4) sKoJIorus, CTPYKTypa U GyHKIIMOHUPOBAHKUE COOOILECTB, UCITOJb30BaHNE
B OLIEHKE KauyecTBa CPeAbl; 5) Majeoanbrojiorus u onoctpaturpadus.

Karoueguie croea: Bogopociau u imaHobakTepuu, Becepoccuiickass HaydyHast KOHMDEPEHIIMS ¢ MEXIY-
HapOIHBIM yyacTueM, BaamuBocTok

DOI: 10.31857/S0006813625010078, EDN: EMBOLL

C 16 no 20 centsa6ps 2024 r. B MenepaibHOM Ha-
YYHOM IIEHTpe OMopa3HooOpa3rsi Ha3eMHOU 6uo-
Tbl BoctouHoit Asuu JIBO PAH (BnaaguBocToK)
1 Ha 6a3e Mopckoii OMOJIOTUYECKO CTaHIIUK
“BocTok” HanmoHaabHOrO HaAy4YHOro LEHTpa MOp-
ckoii ononoruu um. A.B. ZKupmyHckoro IBO PAH
(IMTpumopckmit kpaii) cocrosinack VII Beepoccuii-
cKasl Hay4yHasi KOH(pepeH s ¢ MEXAYHAPOIHBIM
yyactueM “Bogopocau: npobieMbl TAKCOHOMUU
1 3KOJIOTMM, MCIIOJIb30BaHUE B MOHUTOPUHTE
1 OMOTEXHOJIOTMM”, KOTOpas Obljia OpraHu30BaHa
KonektuBaMu coTpyaHukos ®HII buopasHo-
obpasug JIBO PAH (BmamuBoctok) m HHIIMb
ABO PAH (Bnagusoctok). KoHpepeHius rnposeae-
Ha Ha ocHoBaHuU peiieHus1 VI Becepoccuiickoit Ha-
YYHOM KOHDEPEHIINH ¢ MEXAYHAPOTHBIM yIaCTHEM
“Bomopocau: mpobjeMbl TAKCOHOMUU, SKOJIOTUUN
1 UCTOJIb30BAHUSI B MOHUTOPUHTE”, COCTOSIBIIEICS
B Mockse B 2022 r. OpraHn3aiimoOHHBIN KOMUTET

KoH(pepeHU MU Bo3riaaBuau nupektop @HII buo-
pasHoobpa3us IBO PAH, un.-kopp. PAH, 1.6.H.
A.A. ToHYapoB U 3aMeCTUTENb IUPEKTOpA IO Ha-
yunoit padbore HHIIMB IBO PAH, 3aBenytommit
JnabopaTopueil MOPCKOM MUKPOOMOTHI, BeAYyIINA
Hay4HbIN cOTpyaHUK, K.0.H., T.}O. OpnoBa.

KoHpepeHnss npoBOaAMTCSI OOAUH pa3 B ABa
roga ¢ 2006 r. 1 Mo3BOJAET cOOPaTh CIELUATIH-
CTOB IO IIMaHOOAKTEepUSIM M BOZOPOCISIM KaK
u3 Poccuu, Tak u 3apy0exXHbIX cTpaH. [71aBHad ee
LeJb — 00CYyXXJAeHUEe COBPEMEHHOTO COCTOSIHUS
HUCCJIeIOBaHUM B 00JIJaCTM TAKCOHOMMU U CUCTE-
MAaTUKH, TEHETUYECKON CTPYKTYPhl NOMYJISLNNA
U BUOOB, PENPOAYKTUBHOU OMOJOTrMU, OMOXU-
MUU U PU3UOJOTUH, pa3HOOOpa3us, reorpadpuu
1 9KOJIOTUH, MTAJICOHTOJOTUH PAa3INYHBIX TPy
LIMaHOOAKTEPUI U BOJOPOCIIEii, a TaKKe BO3MOX-
HOCTH MX UCMOJb30BAHUS B IPUKJIAIHBIX UCCIIE-
JTOBAaHUSIX: OMOMOHUTOPUHTE, OMOTEXHOJIOTUH,
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ouocTtparurpaduu 1 T. 1. BaXHBIM MOMEHTOM
KOH(EpEHIINU ABISIeTCS JMYHOE OOlIIeHEe, OOMEH
OIIBITOM M YKpeIUIEHNE COOOIIeCTBa CIIeIIMaIICTOB
B pa3HbIX 00JacTsaX ajabrojoruu. Kpome toro, me-
ponpusTue CTUMYJIUPYET HAYUYHYIO0 aKTUBHOCTh
CTYAEHTOB, aCIIMPaHTOB U MOJIOJBIX YUECHBIX.

B pabore koH(pepeHIMM TpuHSI ydacTue 81 de-
JIoBeK M3 51 HAy4YHOro yupexaeHus Tpex CTpaH:
Poccus (76), benapyco (oguH), UpaH (4eThipe).
B uncne ygactHukoB ObLIN 15 1OKTOPOB, 59 KaHIM-
JatoB HayK U 4 PhD, 27 MofoabIX y4eHbIX (M3 HUX
IISTh aCIIMPAaHTOB U YeThIpe CTyneHTa). PesynbraThl
dyHIaMeHTaIbHBIX W TPUKJIAAHBIX UCCIETOBAaHUI
B 00J1aCTH aJbIOJIOTUM OBLIN OTPaXEHBI B IISITH
MJIEHApHBIX (M3 HUX — ONMH OHJIaliH-IOKJal),
83 ceKIMOHHBIX (M3 HUX — 21 OHJIaWH-IOKJIaMI)
u 24 cteHIOBBIX coobmmeHus x. Hayunas mporpamma
KOH(depeHInY OblIa IMPEeACTaBIeHA CIETYIOIIUMU
CeKLIMSAMMU: 1) TAKCOHOMMUS M CUCTEMaTHUKa [IMaHO-
OakTepuii M BOIOpOCEl, TeHeTUYeCKas CTPYKTypa
MIONYJISIIMIA ¥ BUAOB, XKM3HEHHBIN [IUKJ U OCOOCH-
HocTHu Bocripou3sBeaeHus (14 noknanos); 2) OMoxu-
MUs, GU3NOJIOTUS U OMOTeXHOJIorUs (24 nokana);
3) pa3HoobOpa3ue u reorpacdusa (17 mokmaamos);
4) sKoJiorusl, CTPYKTypa U PYHKIIMOHUPOBAHUE CO-
00I1IeCTB, UCITOJIb30BaHNUE B OLICHKE KauyeCTBa Cpe-
bl (21 noknan); 5) najeoaibroJorus U OuocTpaTu-
rpadus (1Ba DOKIaaa).

B pamkax KoHbepeHUI MU ObIJIM NPOBEACHBI 1Ba
TeMaTUYeCKUX KPYIJBIX CTOJA, IEePBHIil U3 KOTO-
pbIX — “MecTo aabroJoruu B CUCTEME OUOJIOTH-
yecKoro oopaszoBaHus: IIpenomaBaHue TeHETUKU
C UCIIOJIb30BaHUEM PE3yJbTAaTOB MCCIEIOBAHUS
Bompopociein” (A.C. YUynaes, 'BOY COII Ne 91
Cankr-Ilerep6ypra). Ha Hem nmpucyTcTBy0OIINE
obcyauau npoobJieMbl TIpenojaBaHUs aJlblOJIOTUN
B IIKOJIaX 1 By3ax. C coxXaJleHrueM ObLII0 OTMEYEHO,
YTO Ha 3TOT NpeaMeT, KakK U Ha O0TAaHUKY B LIEJIOM,
B YYEOHBIX IporpaMMaXx OTBOIUTCS HEOOJBIIOE
KOJINYECTBO YacoB. B KauecTBe 4aCTUYHOIO pe-
LIEHUS 3TOM MPOOJIEMBI MOXHO PEKOMEHIOBATh
yBeJIMYEHHUE YaCOB CaMOCTOSTEJIbHON pabOTHI
oOyyamIlInXxcs Mo yKa3zaHHbBIM IIpeaMeTaM, a Tak-
JKe M3IaHNE COBPEMEHHBIX OIIpeAe/InTeNe 1ra-
HOOAKTepUil U BOOOPOCJE U HOBBIX YUEOHUKOB,
BKJIIOUAIOIINX B ce0sI pa3mesbl TAKCOHOMUU U CH-
CTeMaTUKU 3TUX OPraHU3MOB.

Bropoit kpyrnstit cton “MexayHapomHast MHU-
LIMaTHUBa MO MUKPOOUOJIOTMUECKO TPaMOTHOCTU
(IMiLI) — oyThs K yCTOMYMBOMY 0J1aTOIIOIYIHNIO
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yesiopeyectBa” (A.Jl. Tempaneesa, BKM, UB®OM
PAH, ®UII ITHILI BN PAH), GBI ITOCBSIIIEH CIIO-
cobaM MOBBIIIEHUSI MUKPOOUOJIOTUYECKON Tpa-
MOTHOCTH, B IIEPBYIO odyepenb, v aeTeil. Jlokian-
YMKOM OBLIY ITPEeACTaBCHbBl MOAPOOHbIE JaHHbBIE
0 crocobax o0y4eHUs, a TaKxXe ObIJIO 03BYYEHO
MpeAoXeHne NPUCOSAUHUTHCS K TaHHON MEXIy-
HapOIHON MHUIIMATHUBE.

CormacHO peKOMEHIAIMsIM KOJUIET, 3aUKCH-
pPOBAaHHBIM B PE30JIIOIMU IIpeabIayIIeii KoHpe-
peHLuu, Obla 00CyXKIeHa IpobjaeMa BUjaa y LU-
aHoOakTepuii u Bogopocieid. B uactTHocTH, ObLIU
3acayluaHbl mieHapHbiil nokaan H.A. JlaBunoBu-
ya (KHC — I13 PAH — ¢unuan ®ULl UuBIOM
PAH) “KoHuenuus Buaa y AMaTOMOBBIX BOJOPO-
cieil” u cekuMoHHBIN qokaan A. . TempaneeBoit
(BKM, UB®M PAH, ®UII ITHUBU PAH) “Iloxa-
XOIBI K ACTMMUTALINY BUAOB BOAOPOCIIEIi: BEIOOD
HJHK-MapkepoB, yCTaHOBJIEHUE MOJIEKYJISIPHBIX
IOPOToB U OllcHKa 3D (PEeKTUBHOCTU MaTeMaTHye-
cKux aaroputmoB”. Oba nokaaga BbI3Bajld UHTE-
pec 1 BOIIPOCHI y CIIyIIaTeIICH.

AHanu3upys MpeacTaBieHHbIE TOKJIAIbl, XOTe-
JIOCh OBl OTMETUTDH X BBICOKMI YPOBEHb U Pa3HO-
HalpaBJIieHHOCTh. B yacTHOCTH, ObLIY IpeacTaB-
JIEHBI TOKJIabl, TIOCBSIIEHHbIE OIMCAHUIO HOBBIX
WU MOTEHIIMAaJIbHO HOBBIX TAKCOHOB C MCHOJIb-
30BaHMEM MHTETPAaTMBHOIO MOAXOAa: HOBBII B
Coelastrella Chodat, Chlorophyta (B.}O. Hukynun
¢ coaBtopamu, ®HII buopasznoobpasus JBO
PAH), Heterochlamydomonas uralensis Novakovskaya,
Boldina, Shadrin & Patova, Chlorophyta (M1.B. Ho-
BakoBckas ¢ coaBTopamu, Ub ®UIl Komn HII
YpO PAH), Stauroneis edaphica Bagmet, Abdullin,
A. Nikulin, V. Nikulin & Gontcharov u S. urbani
Bagmet, Abdullin, A. Nikulin, V. Nikulin & Gon-
tcharov, Bacillariophyceae (LLI.P. AooyiiauH ¢ co-
asropamu, ®HILI buopasnoo6pasuss J1BO PAH).
HMHTepec BhI3BalU OOKJIaIbl 10 TaKCOHOMHUM
U CUCTEeMaTUKe JUATOMOBBIX BOJOPOCJEH, ITOCBI-
IeHHbIe (PUJIOTEHETUUYECKOMY TOJIOXKEHU IO
Actinella punctata Lewis (A.M. I'nylieHKo ¢ coaBTO-
pamu, MOP PAH), cTpoeHuo mopoBOro arnrapa-
Ta y HEKOTOphIX nuaToMeii mopsiaka Cymbellales
(A.B. Muponos ¢ coaBropamu, M®P PAH), cucre-
martuke poaa Planothidium Round & Bukhtiyarova
(H.A. Uenmuxk ¢ coapropamu, UOP PAH, MI'Y),
CHCTEeMAaTHKe, pacIIPOCTPAHEHUIO U KPUIITUIECKO-
My pa3HooOpa3uio Gandhia Kulikovskiy & al.
(A.A. FOpmanoB ¢ coaBTtopamu, MOP PAH),
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a TakxXe ITOJIOBOMY BOCHpou3BeneHno Nitzschia
cf. navis-varingica Lundholm & Moestrup (O.W. Jla-
BuaoBuyd ¢ coaBTopamu, KHC — I13 PAH — ¢u-
muan OUILl UuBbIOM PAH) u onpeaeneHuto Bu-
JOBBIX TPAaHUI] TIpeacTaBuTeNeil pona Entomoneis
Ehrenberg Ha ocHOBe penpOAYKTHUBHON OMOJIO-
MU 1 MoJeKynasapHbIX MapkepoB (FO.A. IMonmy-
Haii ¢ coaBropamu, KHC — I13 PAH — ¢punuan
OUIL MublOM PAH). Takxe OblIM MpencTaB-
JIEHBI pabOTHI 110 CUCTEMaTHUKe U pa3HOOOpa3uIo
30JIOTUCTBIX BOIOpPOCJEi, B YaCTHOCTHU, poaaM
Chrysastrella Chodat (JI.A. KanycTtuH ¢ coaBTOpa-
mu, UOP PAH) u Synura Ehrenberg (U.H. Ctep-
nsarosa ¢ coapropamu, Ub ®UILL Komu HII YpO
PAH). M.A. CunertoBa ¢ coaBtopamu (MDP
PAH) npoananu3upoBalu cKpbiTO€ pa3HOOOpa-
3ue HMaHobakTepuii ¢ MopdoTuiioM ‘Leptolyngbya
Anagnostidis & Komarek’, m3o1mpoBaHHBIX U3 CO-
JIEHBIX U comoBbIX 03ep. E.M. Kesis ¢ coaBTopamMu
(MDP PAH) npeacraBuiu naHHBIE TI0 U3YUYEHUIO
r€HETMYECKOro pa3Hoo0pa3usi MUKPOBOAOPOCIE
C MCMOJIb30BaHNEM MeTa0apKOAMHIAa KaK OCHOBBI
MIPUMEHEHHM S IJIST SKOJOIMIECKOro MOHUTOPUHTA
MOBEPXHOCTHBIX BOA MOCKBBI.

3HaYUTEIbHOE YHMCJIO MOKJIAI0B OBIJIO ITOCBSI-
LIEHO OMOXUMMUHU, (DU3UOJOTUU U OMOTEXHOJOTUU
LIMaHOOAKTEpU U BOAOpPOCTEi, UTO OTpaxKaeT
pa3BUTHUE OTEUECTBEHHOM aJlbIrOJIOTMM HE TOJIHKO
B TEOPETUYECKOM, HO U B IIPAKTUIECKOM IIJIaHE.
MHuTepec Boi3Banau niaeHapHbl goknan P.I. Te-
Bopru3sa ¢ coaBtopamu (PULI MaBIOM PAH)
“KynpTUBUpOBaHUE MUKPOBOMOPOCIEH B MpPO-
MBILIJIEHHBIX MaciiTabax. CoBpeMeHHBI OITBIT,
npoOJIeMBl U TEPCHEeKTUBHEI”, CEKIIMOHHBIE JO-
kmanel JI.A. IN'a6bpuengua ¢ coasropamu (MOP
PAH) “buoTtexHoa0r1s MUKPOBOAOPOCIIEii: oTpa-
00TKa peXMMOB MacCOBOI0 KYyJbTUBUPOBAHUS”,
M.C. Kynukosckoro u M.B. Ky3nenosoit (MDP
PAH) “Pa3znoo0Opa3ue u nmepCcreKTUBBl UCIIONb-
30BaHUSI MUKPOBOJOPOCIEH W ITMaHOOaKTepuii”,
E.N. MansneBa ¢ coaBropamu (M®P PAH) “Uc-
noJib30BaHUe AeduuuTa azota U pocdopa aisa
CTUMYJISILIMY HAKOIUIEHU S JIMTIUIOB Y MUKPOBOAO-
pocneii”. OTaeabHbIE JOKJIAIbl 3TOM CEKIIMU ObLIN
IMOCBSIIIEHBI HEKOTOPHIM acneKTaM OMOXMMUM,
GU3UOTOTUMN U OUMOTEXHOJOTUU LIMaHOOaKTepu it
U Bogopocieii. YacTh 3TUX UCCIeIOBAaHUMN MOXET
UMETh NMPUKJIAJHOE 3HAUYCHHE B CEJIbCKOM X031~
ctBe. Tak, H.B. CyxanoBa ¢ coaBropamu (BbI'TTY)
IIPOaHAJIM3UPOBATIN POCTOCTUMYINPYIOLINE CBOM-
CTBa MUKPOCKOIIMYSCKUX 3€JICHBIX BOIOPOCIIEit;

ABIYJIJINH u np.

IO.M. bauypa n A.A. HoBukoBa (I'omenbckuii
rocyaapCcTBeHHEBI yHUBepcuTeT nM. PpaHincka
CKOpUHBI) OLEHUIU (PUTOCTUMYIUPYIOLIE CBOM-
ctBa Vischeria-coaepxalux ajbrolaHobakTe-
pUabHBIX KOMITJIEKCOB. Tak:ke He0OOXOOIUMO OT-
METUTb NPUKJIAaIHbIC UCCASI0BaHM S, CBSI3aHHBIE
¢ MemuunHOI. Ha 3Ty Temy nmpo3Bydaau TOKJIadbl
A.II. JIsikoBa ¢ coaBropamu (HUMUKDJI-dpunuan
NUIul' CO PAH) “MuxkpoBogopociu U LUaHO-
OakTepuu: ouojorndyeckue 3ppeKTh Ha coMaTu-
yecKMue KJIeTKHU XMBOTHBIX, aHTUMUKPOOHBI I
noteHuuan” u S. Banazadeh ¢ coaBropamm (YHU-
BepcuteT Tapouat Moaapec) “BansiHue KyabTypbl
Spirulina platensis, oboraieHHOMN CyJIbhaToM Xeje-
3a, Ha TKaHU TedyeHUu Kpbic auHuu Wistar”. Ilep-
CIIEKTUBHBIM Pa3ie]IoM OMOTEXHOJIOT MU SIBISIOTCS
3KOTEXHOJIOTUH, IO KOTOPHIM OBbLIM IIPEACTaBICHBI
ToKJaabl “AnjieonaTUYeCKUe B3aUMOICUCTBUS
MaHOOaKTepuil U MUILIEINATbHBIX TPUOOB KakK
OCHOBa 5KOOPHEHTHPOBAHHBIX pelIeHniT mpooIe-
MBI IMaHOOAKTEepUaJIbHBIX “IIBETEHUI” BOJOEMOB”
(M.J1. Ky3ukoBa ¢ coaBropamu, CI16., UL PAH)
n “buopeMenuanus KapbepHbIX CTOYHBIX BOJI
C UCIIOJIb30BAaHMEM aBTOXTOHHBIX U aJJIOXTOHHBIX
mTaMMoB MUKpoBomopocieit” (A.E. ConoBueH-
ko, MI'Y). Kpome Toro, B JaHHOI CeKIIUU UHTE-
pec BBI3BaM IOKaaabl “MeTaboJoOMHBIN MTOUCK
MMOTEeHIIMAJIbHBIX METUAaTOPOB aJIbIr0-0aKTepHrab-
HBIX B3aMMOACHCTBUM B 1a00paTOPHEIX KYJIbTY-
pax KapoTHHOTeHHOIl MuKpoBogopociau Halo-
chlorella rubescens P.J.L. Dangeard” (A.A. 3ajiueBa
¢ coaBTropamu, MI'Y), “IIpoMbilieHHast KYJIbTY-
pa nuatroMoBoii Bomopocau Nanofrustulum shiloi
(J.J. Lee, Reimer & McEnery) Round, Hallsteinsen
& Paasche B aByxcTymeH4YyaToM XxeMocTarte”
(C.H. Xenesnosa, P.I". I'eBoprusz, ®U1l UHBIOM
PAH), “MonexynsipHble 1 KJI€TOUHBIE MEXaHU3MBI
amantauuu Ulnaria acus K yCJIOBUSIM Cpeabl oOUTa-
Hua” (8.M. Cynmaxkosa, E.JI. bemomrsunu, IMH
CO PAH), “buoxumuueckasi U aHTUOKCUAAHTHAas
xapaktepuctuka Chlorococcum oleofaciens B ycno-
BUSX nMuTaTeabHoro crpecca” (M.A. ManbleBa
¢ coaBTopamu, Meal'V).

JoknaguukaMy NpeacTaBieHbl JaHHBIEC IO aHa-
JIM3Y pa3HooOpa3us HuaHoOaKTepuii 1 BOOOPOC-
JIell pa3JIMYHBIX MECTOOOUTAaHMUM M Pa3HOTO pac-
npoctpaHeHusa. A.A. ToHYapoB ¢ coaBTOpaMu
(PHI buopasnoobpasus ABO PAH) nzyuniau
buopa3HooOpa3ue U OUMOTEXHOJIOTUYECKUI TO-
TEHIIMAaJ 3TUX OPTaHM3MOB B IIOYBaX 30HBI YMe-
peHHOT0 MyccoHHOro KianMarta JdanpHero BocToka
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Poccuu. FO.I1. T'anmaussHI ¢ coaBTopamu (JIMH
CO PAH) npoaHanu3upoBaJd TUHAMUKY COO0-
mecTB PUTO- U OGakTepnormaaHkToHa KOxHOTO
Baiikana n UpKyTcKOro BogoXpaHUJIUINA B TIEpH-
o OTKpBITOM Boakl B 2023 I. TT0 JTaHHBEIM MeTabap-
kopupoBaHus. E.C. I'yceB ¢ coaBTopamu (UIIDD
PAH) uccnenoBanu pazHoobpa3ue Ha3eMHbIX BO-
Jopocieit 1 1MaHoOaKTepuii TPOIMMUUYECKUX JIECOB.
M.B. bamenxaena ¢ coapropamu (JIUH CO PAH)
MpeACcTaBUJIM JaHHBIE IO MOIJEAHBIM COOOIIe-
cTBaM (UTOMIAHKTOHA o3epa baiikan o fTaHHBIM
MUKpocKonuu u MmetabapkonupoBaHus. E.M. Illa-
paruHa ¢ coaBTopamu (HHI'Y) npoBenu ananu3s
TaKCOHOMMYECKOr0 COCTaBa YHUKAJbHBIX Kap-
cToBBIX 03ep Huxkeropoackoit o61acTtu ¢ mpume-
HEHUEM pa3IMYHBIX 0oaXomoB. Tak:ke ObLIM IIpel-
CTaBJIEHBI JOKJAAbI 10 Pa3HOOOPa3UI0 OTAEIbHBIX
rpynn LyMaHoOakTepuii U Bomopocieii: “XapoBbie
Bogopocau (Charophyceae, Characeae) 1oro-Boc-
ToKa BoctouHo-EBponeiickoii paBHuHb1” (P.E. Po-
MmaHoB ¢ coaBTopamu, bBUH PAH), “buopasnoo-
Opasue M 3KOJIOTUs YeIIyHIaThIX XpU30(PUTOBBIX
(Chrysophyceae) ceBepabIx BogoemMoB” (A.1O. bec-
cynoBa, JIMH CO PAH), “Pa3zHoob6pa3ue uuaHo-
OpOoKapuoT MpUOpeKHOM 30HbI ocTpoBa l'orinaHn
(®unckuit 3anuB, bantuiickoe mope)” (K.K. I'o-
puH ¢ coaBTopamu, PI'TTY), “Coccolithophyceae
B aJIbrogJjiope BogoeMoB cTenHoIt 30HbI KOXHOro
Ypana” (M.E. Uraarenko, T.H. AAuenko-Cremna-
HoBa, UKBC YpO PAH), “PazHoo0bpa3ue, 6uore-
orpadus 1 3KOJIOTHS IIPECHOBOIHBIX KPUIITOMO-
Han” (H.A. MapTteiHeHKo ¢ coaBTopamu, UTIDD
PAH), “K cnucky HOBBIX HaXOAOK MOYBEHHBIX
1 a3podUTHBIX IIMAHOOAKTEPU M BOZOPOCIEl
Ha Tepputopuu Poccum u JdanbHero BocToka”
(A.YO. Hukyaun ¢ coaBropamu, ®HIL buopas-
HooOpasusg JIBO PAH), “I'eHeTnyeckoe pa3HO-
oOpasue rano¢puIbHBIX MUKPOBOIOPOCTECH pona
Dunaliella, BbigeleHHBIX U3 Pa3JIUYHBIX reorpa-
¢unueckux ncroaHukoB” (E.A. CenuBaHoBa ¢ cO-
aBropamu, MKBC ¥YpO PAH, LUKII “Ilepcuc-
TEHU XS MUKpoopraHu3smMoB”), “HoBble HaX0aKu
BUIOB pona Micractinium 13 MUPOKIACTUYECKUX
oTiaoxeHuin nmoayoctpoBa Kamuarka” (P.3. Cy-
meHko ¢ coaBTopamu, ®HILI buopasHoobpasus
ABO PAH), “MonekylisspHoe pa3HooOpa3ue aua-
TOMOBEBIX Bogopociei BogoemoB Kabapnuno-bain-
kapckoii pecnnyonuku” (M.FO. Kyxapyk ¢ coaB-
topamu, CKDY) n “TpeHTenonuneBbie BOTOPOCTHN
Tponuyeckux jecoB BeetHama” (FO.A. IlogyHait
¢ coaBTopamu, Kapagmarckass HaydyHasl CTaHIIUS
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um. T.N. BsazeMcKoro — npupoaHblii 3a10BeJHUK
PAH, ®UILl UuBIOM PAH).

YacTh n10KJ1aa0B OblIa MOCBsIEHA UCIIOIb30Ba-
HUIO IMaHOOAKTEepUil 1 BOIOPOCIIE B OLIEHKE Ka-
yecTBa cpefpl. DTo, Hanmpumep, “IIpecHOBOgHBIE
anbroueHo3sl EBpo-ApkTuuyeckoro bapeHliieBa
peruoHa B onleHKe KadecTBa cpensl” (.b. Jdenu-
coB ¢ coaBTopamu, UTITIDC KHII PAH), “Iua-
TOMOBEIE BOOOPOCJIHM B OLIEHKE COCTOSIHUS II0YB
paiioHOB HEe(TENPOMBICIOB: BKJIaa KUPOBCKON
IIKOJBI ajnbrojaorop” (M.®. Jopoxosa, MI'Y),
“OueHKa MeTallJINYeCcKOTO 3arpsI3HEeHUS TpU-
OpeXHBIX MOPCKHUX dKocucTeM KamMyaTku ¢ 1o-
MoIIbio Buga-MmoHuTOopa Fucus distichus (Fucales,
Phaeophyceae)” (JI.A. Ilozonoruna, A.B. Knu-
moBa, MBuC JIBO PAH, AHaiuTU4YEeCKMUI LIEHTD,
Kamuarl'TV, HOLl BI1) n np. beiniu npencras-
JIeHbI pabOoThI MO PKOJOTUU 3KocucteM: “CTpyk-
Typa BeCeHHero (puToIlJIaHKTOHa o3epa baiikan
MO JaHHBIM MUKPOCKONUU U MeTabapKoauHra”
(M.C. Muxaiinos ¢ coaBropamu, JTMH CO PAH),
“CTpyKTYpHO-(pYHKIIMOHAJIbHBIE XapaKTePUCTUKU
(¢uTtonnaHkToHa o3ep BamaaMckoro apxunenara”
(E.1O. Bosikuna, CIIoI'Y, HULIDb — CIIbOUI]
PAH), “CpaBHUTEIbHBINA METATEHOMHBIN U KYJIb-
TYPOMHBIM aHAJIN3 aHTAPKTUYECKUX IIMaHOOaKTe-
puii B BOTHBIX ¥ TTOYBEHHBIX MUKPOOMOMaXx oa3uca
Xonwmer Jlapcemann” (H.B. Beaxmuko ¢ coaBTOpa-
mu, CIIoI'Y).

YyacTHUKM 00paTUJId BHUMaHUE, YTO HaIlpaB-
JICHUS aJblrOJIOTMM, Kacaloluecss U3y4YeHUs: Mop-
CKHX BOIOPOCIEH-MaKpOo(hUTOB, MaJIe0aIblrOJI0TH-
yeckue 1 ouoctpaturpaduyeckue uccieroBaHus
OBLIM IIpPEACTaBICHBI HE3HAUYUTEIbHBIM YHCJIOM
coobmeHuii. B ¢BsI31 ¢ 3TUM OBLIIO TIPENIOKEHO
CIIEIIMAaINCTaM B TaHHBIX 00JIaCTSIX aKTMBHEE yYa-
CTBOBATh B paboTe KOH(PEPEeHIINH B OyIyIIIeM.

ITonBoast UTOrM MEPONPUATHUS, YYACTHUKU OT-
METHUJIU, YTO €ro LieJib JOCTUTHYTA, a IIporpaMmma
BbinojiHeHa. OCHOBHBIE BOIPOCHI, 0OCYXASHHbIE
Ha KOH(MepeHLIUU, TPaAUILIMOHHO OTPaxaloT CO-
CTOSIHME Te€X HaIlpaBJICHU aJbroJoruu, KOTopkhle,
IJ1aBHBIM 006pa3zoM, pa3pabaThiBalOTCSI HAyYHBIM
CcOo00IIeCTBOM aJibroyioroB Poccuu m cooTBeTCT-
BYIOT COBPEMEHHBIM TEHACHLMSIM MUPOBOIT HAYKU:
9TO OIOCTUXEHHUS B 00J1aCTU CUCTeMaTUKHU, TaKCO-
HOMUU, QIOPUCTUKU, MOJEKYJSIPHO-TeHETHUYE-
CKVX MCCJIETIOBAaHN I, OMOXMMUM, peNIpOAYKTUBHOM
OMoJIOruu, dKOJOoruu, ouoctpaturpadum, Ouo-
WHIWKALIMU U OMOTEXHOJIOTMU LIMaHOOAKTepUid
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u Bopopocieii. [Tpomonxkaercs padbora B obaacTu
WHBEHTAapU3alIH aabrodIop OTASIbHBIX PETHOHOB
Poccriu 1 HEKOTOPBIX CTpaH MUDA.

ITo 3aBepiueHMIO pabOTHI ObLJIa MPUHSTA PE30-
JIIOIUS O IPOTOJIKEHUU TpaaUuIlNU IIPOBEACHU S
KOHGepeHIIn Kaxable nBa roga. Ciaeayouiyio,
VIII Becepoccuiickyio HaydyHy0 KOH(MEPEHIINIO, 3a-
IUJIAaHMPOBAHO MPOBECTU B ceHTs10pe 2026 1. Ha Ga3e
JImmuOIOTMYEeCcKOTO MHCTUTYTa CHOMPCKOTO OTHAC-
neHus Poccuiickoit akagemMnu HayK B I. UpKyTcKe.

YyacTHUKY KOH(GEPEHIIMN OTMETUIN BEICOKUI
ypoBeHb opranu3anuu VII Becepoccuiickoit Hayu-
HOM KOH(MepeHU U U BbIpa3uJu 0JarogapHOCTb

ABIYJIJINH u np.

oprkomurtety, agMuHucrpauusm @HIL buopasHo-
o6pasusa JIBO PAH, HHIIMbB J1IBO PAH u MBC
“Boctox” HHIIMbB JIBO PAH 3a co3naHue 61a-
TOMIPUSATHBIX YCIOBUI AJisl pabOThl U OOILLIEHUS
C KOJIJIETaMU.

3anucy TOKJIaa0B JOCTYITHBI Ha KaHajle OTBET-
CTBEHHOTro cekpeTapst KoHgpepeHuuu “NikulinVYu”
oHnaliH-xocTuHra Rutube (https://rutube.ru/
channel/45136922). Ilo utoram KoH(pepeHLIUU
MMOArOTOBJIEH COOPHUK MaTepuasioB JOKJIAIOB,
OITyOJIMKOBAaHHBIX B aBTOPCKOM pegakmuu. Daitn
cOOpHUMKaA pa3MellleH Ha caliTe KOH(pepeHIIUHU
(https://pages.biosoil.ru/algae2024/).

VII ALL-RUSSIAN SCIENTIFIC CONFERENCE
WITH INTERNATIONAL PARTICIPATION
“ALGAE: ISSUES ON TAXONOMY AND ECOLOGY,
MONITORING AND BIOTECHNOLOGY APPROACHES”

Sh. R. Abdullin® #, V. Yu. Nikulin?, A. Yu. Nikulin®,
R.Z. Sushchenko?, A.A. Gontcharov”

9Federal Scientific Center of the East Asia Terrestrial Biodiversity, Far Eastern Branch of RAS
100-letiya Vladivostoka Ave., 159, Viadivostok, 690022, Russia
#e-mail: crplant@mail.ru

The VII All-Russian Scientific Conference with international participation “Algae: Issues on taxonomy
and ecology, monitoring and biotechnology approaches” was held in Vladivostok and Primorye
Territory from 16 to 20 September 2024. It was organized by the Federal Scientific Center of the East
Asia Terrestrial Biodiversity FEB RAS and the A.V. Zhirmunsky National Scientific Center of Marine
Biology FEB RAS. The conference was attended by 81 participants from 51 scientific institutions in
three countries: Russia (76 participants), Belarus (one), and Iran (four). There were 15 Drs Sci., 63 PhDs,
and 27 young scientists (including five postgraduates and four students) among the participants. The
results of fundamental and applied research in the field of phycology were reflected in five reports,
including one online, during the plenary session, 83 reports, including 21 online ones, during section
sessions, and 24 poster presentations. The scientific program of the conference was represented by the
following sections: 1) taxonomy and systematics of cyanobacteria and algae, the genetic structure of
populations and species, life cycle, and reproduction features (14 reports); 2) biochemistry, physiology,
and biotechnology (24 reports); 3) diversity and geography (17 reports); 4) ecology, community
structure and functioning, use in environmental quality assessment (21 reports); 5) palacoalgology and
biostratigraphy (two reports).

Keywords: algae and cyanobacteria, All-Russian Scientific Conference with international participation,
Vladivostok
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