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PaccmoTpeHns! ciiyyau o0pa3oBaHUs TITyOOKO pacCeYeHHBIX U COCTaBHBIX JJUCTHEB B OCHOBAHUM BETOUYEK Y
MXOB, OIlpe/ie/ieHa UX TOMOJIOTHSI B Pa3HbIX IPYIINax U BO3MOXHBIE MPUUMHBI X (popMupoBaHusi. PaHee
JIAaHHBIE CTPYKTYPhI TPAKTOBAJIUCh Pa3HBIMU aBTOpPAaMU HEOAHO3HAYHO, B OOJBIIMHCTBE CJIydyaeB sl UX
OMYCaHUs UCITOJIb30BaJICSI TEPMUH MceBnonapad UMK, KOTOPHIi, KaK MOKa3aHO, IPUMEHSIJICS U K LIEJIbIM
JIUCTBSIM, Y K OTAEJIbHBIM UX YacTsIM. Cpenu TUTIOB CTPOEHUSI, YKIIOHSIIOIIMXCSI OT OCHOBHOTO, 0C000€ IO~
JloxkeHue 3aHuMaeT Hampeella-BapuaHT, IpU KOTOPOM 00pa3oBaHUe IIyOOKO pacCeYeHHBIX U COCTaBHBIX
JIMCTBEB CBSI3aHO C 3a/IEP>XKKOM pa3BUTHSI BETOUEK; CEMENCTBA ISl KOTOPBIX OH XapaKTepeH, 3aHUMaloT Oa-
3aJIbHOE TOJIOKEeHUE B (DUIIOTEHETUUECKOM JiepeBe DOKOTUIOAHBIX MXOB. Leucodon-BapuaHT He SIBIISIETCS
cnielUYecKUM ISl KaKoi-1nbo (pujioreHeTHYecK O4epueHHON TPyMIibl; OH BOZHUKAI B Pa3HbIX Ce-
MENCTBax, B KOTOPBIX Pa3pbIBbl JUCTHEB HA O MOXHO OOBSICHUTH 60Jiee CUJIbHBIM PACTSIXKEHUEM CTeOIs.
Hypnum-BapuaHT TakXe He CBsI3aH C OTIEJbHBIMU (DMIIOTEHETUYECKUMU JIMHUSIMU, HO SIBJISIETCS] TIPUMeE-

poM OoJiee ri1yOoKO 3allleaIIeill crieaIn3aii.

Karouesoie cao6a: GOKOIUIONHBIE MXU, pa3BUTHE BETOUYEK, pa3BUTHE JIUCTHEB, (DUTOTSHUSI.

BBEAEHUE

Mxu, uian IMcTocTeOeIbHbIE MXM, HACYUTHIBAIOT
B COBpeMeHHOH dyope 0koJio 10 TeICSY BUIOB ¥ IPU
3TOM BCE€ OHM, 3a WCKJIIOYEHMEM OJHOTO poja
Takakia, nMeIOT, KaK Bcerga CYMTaJIOCh, TOJIbKO
HeJIbHBIE TIPOCThIC MUCThA. Takakia, mMmeromiast JIMCT
paccedyeHHBbIN MOYTH OO OCHOBaHUS Ha 4 JIMHEHHbBIC
JIOJTU, IPEJICTABIISIET COOOU 0a3aTbHYIO BETBb 9BOJIIO-
M MXOB; paHee €€ OTHOCWJIN K IeYeHOYHUKAM VI
BBIJICJISLUT B OTAEABHBINA OTHEN, YTO JAEIal0T U HEKO-
Topble coBpeMeHHbie aBTopbl (PuinH, 2009); B naH-
HOM CTaThe OHA paccMaTpuBaThbcs He OymeT. Takum
obpa3oM, B OTJIMYME OT JINCTOCTEOCTBbHBIX MEUeHOY -
HUKOB, BTOPOU OOJIBIIION TPYMITHI BBICIIIUX PACTEHUN
¢ IIpeo0JIajaHeM B XXKM3HEHHOM LIMKJIe rameToduTa,
XapaKTepU3YIOIIEHCSI OrpOMHBIM pa3HOOOpa3ueM
(hopM JIMCTHEB, CYUTAETCS, YTO Y MXOB HAOIIOIAETCS
HeoObIYaiiHOe eAMHO00pa3ne UX CTPOCHUSI.

HenocpencrBeHHO NTpeAMeTOM HacTosiiieid pabo-
Thl SIBJISIFOTCS JIUCTOBUAHbBIE 0Opa30BaHUsI B OCHOBA-
HUM BETOYEK OOKOIJIOAHBIX MXOB, OOBIYHO UMEHYE-
Mble TiceBaonapadwuIMsIMu. 9Ta Mopdosorudeckast
CTPYKTypa Tiojlydyajla pa3dHble TPAKTOBKM Y Pa3HbIX
aBTOPOB U onpeesieHre €€ TOMOJIOTUH 10 CUX TTOp He
UMeEET OOIIETTPU3HAHHOTO pelleHus. TepMuH “TiceB-
nmomapadwmu”’ ObUl IIpemioxeH BapHcTopdom
(Warnstorf, 1906) mj1st TMCTONMOZOOHBIX CTPYKTYP BO-

KpYT 3a4aTKa BeTouku y Rhynchostegium (Brachythe-
ciaceae). OmHaKO corjaacHO NMEepBOMY KPYITHOMY 00-
30py CTpoeHus IceBaonapaduiiveB Ha OOJbIIOH
BbIOOpKe ceMelicTB MxoB (Ireland, 1971) Bce cemeii-
ctBo Brachytheciaceae He nmeeT nceBmonapaduLIA-
€B; CTPYKTYPbI XK€ TaK UMEHOBaBIIIHMECS ObLIIA UHTEP-
MpPEeTUPOBAaHbI KaK MEPBbie BETOUHbIE, WU “Yelllye-
BuaHble JUCcThbs”. Tlocaemyromas kiaccudukaims,
npemioxeHHas: Akusimoii (Akiyama, 1990) onucsbi-
BaJia OTJIeJIbHbIE TUIIbI CTPOSHUSI B TEpPMUHAX MTPOKC-
XOXIIEHUS: U3 TKaHeil BETOYKM WJIW U3 BNUIepMUca
crebsst. laHHas Touka 3peHusi ObLla MOABEpPrHyTa
kputuke MrHatoBeiM u XeaeHacom (Ignatov, He-
denas, 2007), TOCKOJbKY 3a4aTOK BETOYKHU U TTOBEPX-
HOCTB CTE0JIsI, B CYIIHOCTHU, MUMEIOT OOIIee ITPOUC-
XOXKIEHME, 4TO OBLIO IMoKa3aHo elne Jleiitre6om (Le-
itgeb, 1868) m Miromnepom (Miiller, 1898) u
CyIIeCTBEHHO KOHKpetusupoBaHo Ppeem (Frey,
1971) u beptee (Berthier, 1971). YuutbiBasi Bax-
HOCTb, B TTOCJIeIHEE BpeMsI BCe BO3paCTaIOILyI0, TIPU-
3HAKOB JaHHbBIX CTPYKTYp IS LieJieil MaKkpocrucTeMa-
Tuku (cMm., Hamp., Ignatov et al., 2007), UruaTtoB u
XeneHaC MpeaoXUIu BooOIlle OTKa3aTbCsl OT Tep-
MHHa nceBaonapa@uiinii, a ONnuchiBaTh CTPOEHUE
JINCTOMOMOOHBIX CTPYKTYP B OCHOBAaHUM BETOYKM C
MaKcuMaJibHON nmoapoOHocThio. [ToHnMaHue roMo-
JIOTUM JAHHBIX CTPYKTYp, TEM HE MEHEE, PACKPBITO
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176 NTHATOB, CIITUPHA

He ObUIO, U TEPMUHOJOTUS [JISI TAKOTO OIMMCAHUS
oKaszajlach Hepa3paboTaHHOIA.

B Hammx npeapiaynmx padoTax ObLIM TpoaHaI-
3UPOBAHBI YEThIpPE CJIydasl, YKIOHSIOIIUXCS OT Hau-
0oJiee pacIpoCTpaHEeHHbBIX TUITOB pa3BuTus (Spirina,
Ignatov, 2005, 2008, 2010, 2011). 3mech MBI mOCTapa-
JIMCh CYMMMPOBATh 3TU PE3YJIBTaThl, 00CYIUTH TOMO-
JIOTUIO HaOJIoJaeMbIX CTPYKTYpP M MX 3a4aTKOB, a
TakXe JaTh MX 0030p, BKIIIOYWB JIOTMOJTHUTENbHbBIE
JIaHHbIE, TTOJIydeHHbIe Ha OOJIbILION BBIOOPKE POIOB
OOKOIUIOIHBIX MXOB.

MATEPUAJIBI U METO/bI

W3-3a Menkux pa3MepoB U BeCbMa CUJIbHO BHEIII-
HE OTJUYAIONIMXCI KAPTUH CTPOCHUS 3a4aTKOB BETO-
YyeK MXOB, OHU J0 TIOCJIEIHET0 BPEeMEHU OCTalOTCS
BeCbMa TIJI0XO ONMCAHHBIMU. YCYTyOJIsieT 1eJ10 TakKe
X pacrnoJjioXKeHrE Ha OOKOBBIX MTOBEPXHOCTSIX CTEO-
JIsl, KOTOPBI, KaK MPaBUIO, HECKOJBKO YILIOIIEH B
JIOP30BEHTPAJIbHOM HaIlpaBJIeHUW U HE IMO3BOJSET
MPY CTAaHIAPTHOM U3TOTOBJIEHUY NTpenapara yBUAEThb
Mouky cBepxy. [loaTomy usydyeHue MPOBOAUIOCH C
MOMOIIbI0 KOMOMHUPOBAHHOTO TpuMeHeHust COM
U CBETOBOW MUKPOCKOIUMU (CIMUCOK U3YYEHHBIX PO-
JIOB B MOAITUCH K puc. 3). /11 HECKOJIBKMX KJTIOUEBBIX
00bekToB (ponbl Amblystegium, Brachythecium, Calli-
ergon, Fontinalis, Hypnum, Leucodon, Thamnobryum)
M3y4yeHUE MPOBOAMIOCH HA CEPUSIX aHATOMUUYECKUX
Cpe30B.

s COM (LEO-430) npuMeHsiii IBa crocoda
MOATOTOBKM MaTepuajna. B mepBoM ciydae chIpoit
MaTepuajl IoMelllad HEITOCPEeACTBEHHO Ha 3aMopa-
xkuBarouuii INensre-cronuk u usydanu npu —30°C
MpU HU3KOM Bakyyme. Bo BTOpoMm cirydae moGeru
dukcupoBanu B 4%-M rimoTapanbicruic B TeUeHUE
HEJIEJIU, 3aTEM BBIIEPXKUBAIU B 1%-M BOIHOM pac-
tBope OsO, B TeueHUe 6 4acoB, najiee IMPOMBIBAIU
BOJIOI Y AETUAPUPOBAIIA B CEPUSIX CITUPTOB U alleTO-
Ha. BhICymIMBaJiM METOAOM KPUTHYECKOM TOYKU U
HAITBIISUIN 30JI0TOM. J1JTsl 3a9aTKOB BETOUEK OITHACHI-
BaJIi BHELIHUI BUJI, OTMEYAIN MOJOXKEHUE OTHOCU-
TeJIbHO YPOBHSI IOBEPXHOCTU MAaTEPUHCKOIO CTEOJIS,
HaJIM4re IepHoIa ITOKOsI, MPUCYTCTBUE ITPOKCH-
MaJbHBIX BETOYHBIX JIMCThEB, WX PACIIOJIOXKEHUE,
dopmy, mepexoa K HOpMaabHBIM BETOUHBIM JIUCThSIM.

J1s aHaTOMUYECKUX CPE30B pa3MOUEeHHbIE B BOJIE
BEpPXHUE YaCTU MOOEroB C yNaJ€HHBIMU JIMCThSIMU
dukcupoBaiu B 2.5%-M mIoTapaibieruae B TeYeHUE
Hemesn. 3aTeM MaTepHall IToMeInanu B 1 %-it BOmHBIH
pactBop OsO, Ha 10 yacoB, Janee MPOMBIBAIU, Jie-
ruapupoBasiv B cepuu ciupTtoB (30° u 50°) u BeIIEp-
XKuBam B 2%-M pacTBope ypaHWIarerata Ha 70°
crmipTe B TeuyeHue 10 yacos. Marepuan mpoMbIBaJId U
MPOBOAMIN dYepe3 chupThl (96° M aGCOMIOTHBII),
CMecCh CIUpTa U alleTOHA, YUCTHIA alleTOH U CMecH
aleToHa U apajJIuTOBOM CMOJIbl. 3aTeM 3aluBaiv B
apaJiIUTOBYIO CMOJTY COTJIACHO MPOTOKOJIY IMPOU3BO-

muTens u nojmMmepnzoBan 1mpu +100°C B TeueHMe
3-xyacoB. C 1moMoI1b10 MUKPOTOMA MOJydaaud CeprUm
MPOAOJIbHBIX, TTOMIEPEYHBIX U KOCBIX CPE30B TOIIU-
HOM 2 pm, KOTOpbIe pa3Mellayii Ha TMpPeIMETHBIX
cTeKJ1ax v hoTorpacdupoBaiv MO CBETOBBIM MUKPO-
CKOTIOM.

PE3YJIBTATBI

OCHOBHOIf THI CTPOEHMSI 324YaTKA BEeTOYKM. M3y-
YeHHbIE BapUaHTHI Pa3BUTHUsI OOKOBHIX BETOYEK B
pa3HbBIX rpyInax 00KOIUIOAHBIX MXOB IMTOKa3alu, 4YTO
paHHMe cTaauu (OPMHUPOBAHUS 3adaTKa CIEAYIOT
ogHoOMY obuiemy IutaHy (puc. 1A), omucaHHOMY IS
psga rpymnn mxoB beptee (Berthier, 1971). Ununu-
aJibHasl KJIETKa BETOUKU OTAESJSIETCSI OT OJHOM U3 TT0-
JIOBUH OCHOBaHUS (hOPMUPYIOLIETOCS JIMCTA U B pe-
3yabTaTe TpeX ASJICHUH 1o, yIiioM oKoJsto 120° craHo-
BUTCSI 3a4aTKOM BETOYKHU, C allMKaJbHOW KJIETKOM,
OKpYXEHHOI1 TpeMsI MepopuTamu. OTimuns HaOII0-
JIAIOTCS TOJBKO B HAIIPABJIEHHOCTH CHHpPaN, KOTO-
past MOXeT OBITh KakK JIEBOM (4allie), Tak v rmpaBoii. Bo
BCEX poJiaX, UCCIIENOBAaHHBIX Ha CEPUSIX aHATOMUYE-
CKHX CPE30B, IIEPBhIE ACJICHIS MHULINATBHOM KIIETKA
BETOUYKM MPOXOIUIN eAUHOOOpa3Ho (puc. 2: 7).

B GonplmmHCTBE M3ydeHHBIX POAOB, a UMEHHO B
90 u3 128 (cM. H1IKe), HauboJiee HapyXKHbBII BETOU-
HBIi1 JINCT HAXOAUTCS B IOJI0XKEeHUH “4 dyaca” uudep-
OsaTta, a BTopoii — B moJyioxkeHuu “11 gacoB” (puc. 1:
1;2: 1). OTmMeTuM cpasy, 4To Ha rmoderax 0OTHOTO U TO-
I'0 e BUJA JIUCThSI BETOYKN MOTYT PacmoJjiaraTbCcs 1o
JIEBO3aKpYYe€HHOI WJIM TIpaBO3aKpydYeHHOI crnupa-
JIM, 4YTO BBIpaxkaeTcsi B CYILIECTBOBAaHUM JBYX 3€p-
KaJIbHO CUMMETPUYHBIX BApUAaHTOB, 00a 13 KOTOPbIX,
OIHAaKO, OymyT MMeHoOBaThcs 31ech “4—1149acoB”
(xoTs1 BTOpOI (paKTUYECKM BBITJSIAUT KakK “8—
1 yac”). YuursiBasi, 4To “4-4acoBoe” TOJIOKEHUE CO-
OTBETCTBYET HAIIPaBJICHUIO MEPBOrO ACICHMS MHU-
LIMAJIbHOM KJIETKU BETOUKHU, Mbl OyleM Ha3bIBaTh
JaHHEBI BApMaHT OCHOBHBIM, 2 OCHOBHBIM ITOJIOXE-
HHEM IIEPBOIO JIMCTA CUMTaTh “4-yacoBoe” (puc. 1:
1A). 3yyeHue aHaTOMUU OTIEJIbHBIX MMPENCTABUTE-
Jiell MoKa3blBaeT MPaBOMEPHOCTb AKCTPaNosILuu,
Ipu KOTOPOM JIMCT B “4-yacoBOM” TIOJIOXKEHUM
MOXHO CYMTaTh MOpP(POJOTUUECKN MepBhIM. BTOpoit
JUCT (hopMUpYeTCsT U3 KJIETKM, U3HAYAIBbHO pacro-
JIOXXEHHOM IO OTHOIIIEHUIO K KJIETKE, JaoIleil mep-
BBIiA TUCT, o yriaoM okoso 120° (puc. 1: 1B). OxgHa-
KO yKe B ITpoliecce paHHETo pa3BUTHUS U PACTSIKEHUST
3a4aTKa BETOYKHM, 3a9aTOK BTOPOI'O JIUCTA CMEIIAETCs
M OOBIYHO OKAa3bIBA€TCS OTCTOSIIMM Ha OOJIBIIWIA
yroJ (yacto npeBbimatommii 180°) or riepBoro, u B
UTOre HAaXOIUTCS B mojioxkeHuun “11 gacoB” (puc. 1:
1C), XOTs1 MOXHO TT0100paTh IMpUMEpPHI 1 “8”, “9” u
“10 yacoB”.

Brachythecium-tTin cTpoeHusi 3aYaTKa BeTOYKH.
KpoMe oCHOBHOTO THTIA, OIMMCAHHOTO BBIIIIE, CPEIHN
OOKOILIOMAHBIX MXOB BCTPEYAIOTCSI IPYIIIbI, Y KOTO-
pBIX TIepBble HOPMAaJbHO pPa3BUTHIE, T.€. HanboJjee
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Puc. 1. Cxema Han6GoJiee paclipoCTpaHEHHBIX TUITOB 3a4aTKOB BETOUEK U BAPUAHTOB MPe0Opa30BaHUsI MEPBbIX BETOYHBIX JIM-
cTheB. 1 — OCHOBHO TUIT pa3BuTUs BeToukr; 1A—1C — sransl pazButust (F1—F4 — nmopsiakoBbiii HOMep CTe0JIEBBIX JINCTHEB);
2 — Brachytheciaceae (Brachythecium-tun ¢ LieIbHBIMM JTUCTbsAIMU); 3 — Leucodontaceae (Brachythecium-Tvn ¢ pacceueHHbIM
3 nmuctom); 4 — Fontinalaceae (aTambl penyKIim OT OCHOBHOTO K Brachythecium-Tumy; peayliupyeMbie JINCThS 9acTO COCTaB-
Hble); 5 — Hypnum cupressiforme (Hypnum-BapuaHT paccedeHUsI TIEPBBIX BETOYHBIX IUCThEB); 6 — Thamnobryum (Hypnum-Ba-
PHMAHT paccevyeHusl MepBbIX BETOUHbBIX JIUCTHEB 10 YPOBHSI COCTABHBIX JIUCTbEB); 7 — Bryum-Tun pa3BuTus BeTouku ¢ Hampeel-
la-BapraHTOM TTePBBIX BETOYHBIX JIMCThEB: 7A — (DpOHTATBHBII BUJI 3a4aTKa U €r0 BUII Ha TTPOI0JIbHOM cpese; 7B — HauaabHbIe
CTaJiuy BBIXOJA 3a4aTKa BETOUKU M3 MOKOSIIETOCsI COCTOSTHUS (pa3Hblie BapuaHThl); 7C — mocjeayoniast CTaausi, ¢ Ha4ajJoM

Pa3BUTHUSI LIMPOKUX BETOYHBIX JIMCThEB (Cp. puc. 2: 18).

Hapy>XHbIe BETOUYHBIE JINCThSI PACIIOiaraloTcs B I10-
JIOKEHUM OTJIMYHOM OT OCHOBHOTO, “4-yacoBoro”
(puc. 1: 1). Tak y npencraButeneit Brachytheciaceae,
Meteoriaceae, Leucodontaceae, a Takxke y pozaa
Camptochaete (Lembophyllaceae) (puc. 1: 2; 2: 2)
HanboJiee HapYKHBIIA BETOUHBII JTUCT OOpallleH Bep-
XYILIKO# BHU3. HecMOTps Ha TO, 4TO TTepBhIe AeICHUS
WHULIAIBHON KJIETKHM UAYT B TOM XK€ HalpaBJIeHUN,
YTO U y OOJILIIMHCTBA BUIOB, Ha TUCTOBOM IMJIaCTUH-
KM 3a4aTKU 1 1 2 BETOUHBIX JIUCThEB HE Pa3BUBAIOT
(cMm. mogpoOHee Spirina, Ignatov, 2005, 2010). Cxon-
HoOe MoJIoXXeHre HanboJjiee Hapy>KHOTO JIMCTA BCTpe-
yaeTcs Takke U B ceMelicTBe Fontinalaceae (puc. 1: 4)
onHako B otimuue oT Brachytheciaceae u Leucodon-
taceae, T1Ie TOJIOKeHUE HanboJee Hapy>KHOTO JIMCTa
CTPOro onpeaeeHO U MOUYTH HE UMEET UCKITIOUEHUIA,
2 OHTOTEHE3
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y Fontinalaceae 3ToT mpu3HaK BapbHUPYeT HE TOJHKO
Y pa3HbIX BUIOB, HO MHOTAA JaXe B Ipeeax OJHOIO
pacteHus (Spirina, Ignatov, 2011). Yamie Bcero Hau-
6ojice HAPYXHBIA JTUCT HAXOOUTCS B ITOJOXECHUU
“10—11 d9acoB” (COOTBETCTBYS, TaKuUM OO0Opa3zoM,
MOP(OIOTNIECKN BTOPOMY BETOUHOMY JIMCTY), pexXe
“12 yacoB” miu “4 gaca” (COOTBETCTBYS TPETbeMy U
nepBomy). [Ipu 3TOM peayKIusl MepBOTO U, pexe,
BTOPOTO BETOYHOIO JIMCTA HAGIIOMAETCS HA CTEOJISIX
XOPOIIIO Pa3BUTHIX OBICTPOPACTYILMX PACTEHUIA ¢ Aa-
JIEKO paccTaBJIEHHbIMU JUCThsIMU. CriupuHa U Mr-
HatoB (Spirina, Ignatov, 2011) BbIIBUJIM, UTO MEHb-
1asi CTereHb peAyKIMnu HaomogaeTcs: (1) y BUIOB ¢
0oJiee TYCThIM JIMCTOPACITONIOXKEHUEM, T.€. TeX, Y KO-
TOPBIX CTEOEIb MPETepIIeBacT MEHbBIIIEE PACTSKEHUE,
(2) 6113 KOHILIOB BETOYEK, II€ POCT UX 3aMEJISIeTCS;
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(3) B MecTax 0oJjiee 4acTOro BETBICHUS, TJ€ pacTsike-
HUE CTeOJIsI HEe CTOJIb cuiabHOE; (4) y 00pasIioB, Co-
OpaHHBIX JIETOM, KOTJa POCT 3HAYMTEIBHO 3aMeIsI-
erca 1 npu Temneparype +20°C npakTudecku Iipe-
KpaliaeTcsi, B To BpeMs Kak npu +13...+15°C on
makcuManieH (Glime, 1987).

Bryum-tun ctpoeHusi 3a4aTka BeTOYKH. Y 0OJIb-
IIIMHCTBA BEPXOTJIOAHBIX U OTHOCUTEIbHO HEMHOTUX
rpynIt 60KOIUIOAHBIX MXOB PEAYKIIMS TTEPBBIX BETOY-
HBIX JTMCTBCB MICT 110 IPYrOMYy TUITy Pa3BUTM:A, Ha-
3BaHHOMY Bryum-turnom Akusimoii (Akiyama, 1990),
CBSI3aHHOMY C aJIBTEPHATUBHBIM CIIOCOOOM 3allUThI

OHTOTEHE3 Tom 43 Ne3 2012



MOP®OTI'EHE3 I[TPOKCUMAJIBHBIX BETOUHbIX JIUCTBEB ¥ MXOB
Puc. 2. 3auaTku BeTouek 60KOTUIOAHBIX MXOB. 1 — Campylium stellatum (Hedw.) MOnk., o0CHOBHOU TUII 3a4aTKa BETOYKH C pac-
TOJIOKEHUEM TePBBIX MPOKCUMAaIbHBIX BETOYHBIX JINCTHEB B MoJjiockeHUM “4—11 gacoB” (cp. puc. 1: 1); 2—3 — Leucodon sci-

uroides (Hedw.) Schwagr., 3a4aToK BeTOUYKU; ITePBbIii IPOKCUMAJIbHBII JIMCT 00pallleH BEPXYIIKO KHU3Y U MOXKET ObITh LI€JIb-
HBIM (2) vwim pa3nesbHbIM Ha 0.M. y3kue nonu (3); 4 — Fontinalis neomexicana Sull. & Lesq. 3a9aTOK BETOYKM C COCTaBHBIM MEP-
BBIM BETOYHBIM JINCTOM (cp. puc. 4A); Brachelyma subulatum (P. Beauv.) Cardot — 3a4aTOK BETOUKM C PacCEUYCHHBIM IO
OCHOBaHUSI TIEPBBIM BETOUYHBIM JIUCTOM; 6—9 — Hypnum cupressiforme Hedw.: 3a4aTOK BETOUKU, OKPYKEHHbBI HUTEBUIHBIMU
JTOJIIMA PACCEYSHHBIX MOYTH 10 OCHOBAHUSI M COCTABHBIX JIUCThEB (6), U MOIepevyHbie cpe3bl pactyiieil BeTrouku (7—9); 10 —
Pterobryon densum Hornsch., 3a4aTok BeTOYKU, OKPY>KEHHBI HUTEBUIHBIMU TOJISIMU COCTaBHBIX IUCTheB; 11—12 — Thamno-
bryum alopecurum (Hedw.) Nieuwl. ex Gangulee, monepeyHble cpe3bl pacTyllleil BETOYKU C ellle eAMHBIMU 3a4aTKaMU MePBbIX
BETOUYHBIX JIMCTHEB (11) 1 ¢ cocTaBHBIM TIepBBIM BeTOYHBIM JTUCTOM (12); 13—14 — Trachyloma indicum Mitt., mpoKcuMabHast
4acTh BETOYKM, Ha KOTOpOU BUIHA Oe3mrcTHas 30Ha; 15—18 — Hampeella alaris (Dixon & Sainsbury) Sainsbury, 3auaTok BeTo4-
KU B BUE IMKU C allMKAJIbHOM KJIeTKOM Ha AHe (15) 1 mociaenoBaTeIbHbIE CpaauK paHHETO pa3BUTHsI BeTouku (16—18). Mac-
wrabHble TMHeKu 50 wm 11 Bcex pucyHKOB. Bepxyliika rmo6eros Beszie cripaBa, KpoMe cpe3oB 7—9, 11, riae oHa cepxy. Lud-
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PBI YKa3bIBAIOT Ha MOPSIAKOBBIN HOMep JucTa (cp. puc. 1).

anukaiabHOU KJeTku. IlocimenHsisi pacronaraercs
TP 3TOM He Ha TOBEPXHOCTH CTEOJIsI TN HECKOJIBKO
BBIIIIE €€, OYIydr OKPY>KeHHOM 3aIllUTHBIMM CTPYK-
TypaMu JIMCTOBOM TIpUPOABLI, a Ha JHE SIMKU
(puc. 2: 15). IlpumepaMu TaKoro TUIa 3a4aTKOB Be-
TOYeK MOTYT ciayxuth Hampeella w Trachyloma
(puc. 1:7;2: 13—18), a Takxe cemeiicTBo Plagiotheci-
aceae. 3a4aTKU JIUCThEB, 0Opa3yIoIIe CKIIOHBI SIM-
KW, TUIACTUHKY JINCTA, KakK IMPaBUiIo, HE pa3BUBAIOT
BILUIOTH JIO Havajla pa3BUTHSI BETOUKMU.

OmcaHue OCHOBHOTO, Brachythecium- v Bryum-
TUITA CTPOEHUS 3aYaTKa BETOYKHM HAHO 3[€eCh, IO-
CKOJIBKY BapWaHTbl Pa3BUTHS PACCEYEHHBIX U CO-
CTaBHBIX JINCThEB TaK WIM MHAde Oa3uMpyloTCs Ha
3TUX TpeX HanboJiee pacIpoCTPaHEHHBIX TUITAX.

Leucodon-papuaHT pa3Butusi pas3ieibHbIX, pacce-
YEeHHBIX ¥ COCTABHBIX MPOKCHMAJIbHBIX BETOYHBIX JIM-
cTheB. Y npencraButeiieit Leucodontaceae, Fontinal-
aceae, Lembophyllaceae B psiae cirygaeB HaOJIIOIal0T-
Cs TIPOKCUMaJIbHBIE BETOUHBIC JIUCThSI, pa3ieJIeHHbIe
Ha goau (puc. 1: 3; 2: 3). IIrybuHa Takoro pasuelie-
HUS, a TAaKKe IIUpUHA 1 (hopMa T0JIE MOTYT BapbU-
poBath. UHOIIa 3TU JIMCThSI pacCeUYECHbI ITOUTH 10 Ca-
MOT'O OCHOBAaHWUSI JINCTA, XOTS M B TAKUX CJIydasix Bce-
rma O4YEeBMAHO, YTO [OJW IIPUHAIIEXAT OIHOMY
rcxogHoMmy nucty. B ciygae Leucodon pasneneHHBIM
OKa3bIBaeTcsl Haubosiee HapyKHBII JIMCT, 3aHUMAal0-
11t moJjioxkeHue “12 yacoB” (1, TaKMM 00pa3oM, SIB-
JISTIOIIUACT Mop@doJoruyecku TpeTbuM). BoOausu
BEPXYIIKA HOPMAaJIbHO Pa3BUTHIX ITOOETOB KPYIHBIX
BUJIOB poaa, Takux Kak Leucodon sciuroides (Hedw.)
Schwagr., L. immersus Lindb. u L. coreensis Cardot, a
Tak>Xe Ha CTOJIOHOBUIIHBIX U UICTOHUEHHBIX MOOerax,
3TOT JIUCT LIeIbHBIN, HO Ha y9acTKaX CTeOJIsI C MAKCH-
MaJIbHBIM OUaMeTpoM, Hanubosiee Hapy>KHbIM BEeTOY-
HBIU JIMCT pa3aelieH Ha JoJu (puc. 2: 3), YMCjIo U L1 -
pPYHA KOTOPhIX HEOIMHAKOBHI JaxKe B IIpeeaax I1ooe-
ra. /111 yKkazaHHBIX TpeX BUIOB, UMEIOIINX CXOIHbIE
pa3Mephl, TuaMeTp CTeOJisl, MPeBbIIIEHNEe KOTOPOTo
COIIPOBOXIAI0OCHh IMTOCTOSTHHBIM HAJIMYMEM Pa3aeiib-
HbIX WJIM PAaCCEUYEHHBIX JIUCTheB cocTanisul 350 um,
Ha 0oJiee TOHKUX IToOerax JIMCThs BCeraa ObUIU 1IeIb-
HbIMU. Y BUAOB Leucodontaceae co Bcerga TOHKUMUA
noberamMu (auamerpoM MeHee 320 pm), Hanpumep
Leucodon pendulus Lindb. u Pterogoniadelphus mon-
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tevidensis (Mull. Hal.) M. Fleisch., pa3opBaHHBIX
HanboJjiee HapyXHBIX JINCTHEB HE HAOIIONAIOCH HU-
KOra.

PacceueHHBbIN TEPBbI TUCT BCTpEUaeTCs TaKXKe B
cemeiictBe Fontinalaceae B ponax Brachelyma v Fon-
tinalis (puc. 2: 4—5), mipuyeM B IOCJIETHEM OH IIpE/I-
CTaBJIEH B Cy4yasx, 3aHUMAIOIIUX ITPOMEKYTOUHOE
TIOJIOKECHUE MEXAY IMOJTHOM peayKLUK IIEePBOTrO M-
CTa U ero HopMaJIbHBIM pa3BuTueM. [1pu aTom Juct
MOXeT OBITh pa3lelieH Ha IOJIM B Pa3HOM CTEIeHH,
BIUIOTh JJO OCHOBAHUS U B PSIIE CIIydaeB BBHITIISACTD
KaK HECKOJIbBKO OTIACJIbHbLIX JIMCTBEB, PACITIOJIOXKEH-
HBIX B psIJI Ha cTeOJie; TIOApOOHEE O TAKUX COCTABHBIX
JINCTBSIX OyIEeT CKa3aHO HIXe, MPU PacCMOTPEHUU
Hypnum-BapuanTta. IIpo cBSI3b HaJIMUMsI pacceyeH-
HOI'0 IPOKCUMAJILHOTO BETOYHOIO JIMCTA ¢ (hakTOpa-
MU pacTsLKeHUsI cTebnst y Fontinalis MOXHO cKa3aTb
TO XK€ caMoe, YTO U TIPO CBSI3b C PEAYKIIUEH eTo Tep-
BOT'O BETOUHOTIO JINCTA, OOCY>KIABIITYIOCS BBIIIIE.

KpomMe Toro, paccedyeHHbI UM pa3aeJbHbIN ep-
BBII JIUCT KaK PEAKUNA ClIydyail BCTpeyaeTcs B Ipeae-
Jlax rpymnr, obJiafatolix MperuMyIIeCTBEHHO 1iejib-
HBIMU TIPOKCUMAaJIbHBIMU JIMCThSIMU (Hamlpumep, y
Amblystegium, Warnstorfia, Stereodon v np.).

Hypnum-BapuanT pa3BUTHS pPacCeYEeHHBIX M CO-
CTABHBIX NMPOKCHUMAJBHBIX BETOYHBIX JHUCTHEB. DTOT
BapMaHT BKJIIOYAET 3a4aTKW BETOYEK, OKPYKEHHBIC
JIMCTOBUIHBIMU CTPYKTYpaMU B YHUCJIE, TTPEBHIIIAI0-
meM Tpu (puc. 1: 5—6; puc. 2: 6, 10). OgHako U B
3TOM cJTydae TiepBbIe TeJICHUS MHUITMATBHON KIIETKH
BETOUYKM HE OTJIMYAIOTCSd OT obuiero riaHa (puc. 2:
7—8). ®opMUPOBaHUE K€ Y3KOIUHEHUHBIX CTPYKTYP
TIPOUCXOOUT Ha OoJiee TO3MHUX CTAmMSAX Pa3BUTHS
(puc. 2:9). Takum o6pa3zom, Ha Tipumepe Hypnum cu-
pressiforme Hedw. (puc. 2: 6—9), Pterobryon densum
Hornsch. (puc. 2: 10) 1 np. Mbl IMe€EM BapHaHT pa3-
JeJICHUSI JINCTA Ha OTIAebHBIE CETMEHTHI B IIPOIIecce
ero pasButusi. @opMupymolIrecss TakuM o0pa3oM
JIUCTBSI MOTYT OBITh KaK pacCeYeHHBIMU TTOYTH A0 OC-
HOBaHUSI, TaK M COCTOSIITUMU KaK OBl M3 HECKOJIBKUX
JINCTBEB, CBSI3b KOTOPBIX MEXIY COOO0I HE OUeBUIHA.
ToT (akT, 9TO OHM SIBISIOTCSI MOTOMKAMM OTHOM
KJIETKW, MOKET OBITh YCTAHOBJIEH KaK ITyTeM aHaIn3a
cepuii Cpe3oB, TaK U UX TMOJIOKEHUEM B PSII, TpUUEeM

2%
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WMEHHO B TOM ITOJIOXECHHH, TAEe Y OJM3KUX BUIOB
O0BIYHO pacroyiaraeTcsl OAWH U3 HauboJiee MPOKCU-
MaJIBHBIX BETOYHBIX JIUCThEB. [logOOHBIE JMCThS,
¢dopMupyroLIMECS HA OCHOBE €IMHOIO 3a4aTrka, HO
0o0pa3oBaHHbIE B Pa3BUTOM COCTOSIHUM JABYMSI WU
Oosiee IUIACTUHKAMM, HE UMEIOIIMMM CBSI3U Ha yPOB-

HE MMOBEPXHOCTU CcTeOJIs Y MXOB, MBI IIpeajiara€éM Ha-
3bIBaTb COCTaBHbBIMM.

IIpuMepom, Korma 4acTh COCTABHOIO JIMCTA HaU-
GoJiee yaalieHbl APYT OT APYra U CMEIEHBI TaK, YTO UX
MOJIOKEHME B OJHOM Kpyre He OYEBUIHO SIBJISICTCS
Thamnobryum (puc. 2: 12), LINPOKO TPEYroJbHbIE Ya-
Ne 3 2012
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Puc. 3. CxemaTryeckoe n3obdpaxeHne puioreHeTu4eckoro nepena 218 6okoronHbix MmxoB (Tpoutikuii u ap., 2007), moctpo-
€HHOIo Ha OCHOBE aHa/IM3a HYKJICOTUIHBIX nmocienoBaTeabHocTel nrlTS u rrnl-F BxiroueHHbIe B aHAIU3 MPeaCcTaBUTEIN
128 pomoB repevynceHbl HUXe, ¢ YKa3aHUeM TUIa CTPOSHMUST POKCUMAJIbHBIX JIUCTHEB BETOUYEK (PObI MIPEACTABIISIIOT 46 ce-
MEMCTB, Ha3BaHMSI KOTOPBIX, BO M30eXaHUe TPOMO3IKOCTU, HEe TIPUBOAATCS). Pojbl, uMeroiue Bryum-TUI CTpoeHUsl, JaHbl
MOJY>KUPHBIM KypCUBOM, U3 HUX — umMetwoliue Hampeella — BapuaHT paccedeHUs] BETOYHBIX JIMCThEB OTMEUEHBI 3Be310YKOMN
(¥); ponbl, umerowue Brachythecium-Tur CTpOEHUSI, 1aHbl TOAYEPKHYTHIM KypCUBOM, U3 HUX — uMetolue Leucodon-BapuaHt
pacceyeHMs] BETOYHbIX JIMCTbEB OTMEUEHbI 3BE304KOM (*); pOlibl, UMEIOLIMEe OCHOBHOM TUIT CTPOCHUSI, AaHBI TPOCTHIM KypCH-
BOM, U3 HUX — UMeloline Hypnum-BapuaHT pacCeueHus BETOUHBIX JIMCThEB OTMEUYEHBI 3Be3004Koi (*). [Topsimok pacmnosioxe-
HUSI Ha3BaHUIA PONTOB U UX MO/Ipa3JieSieHUe Ha OTIEeIbHBIC KJIabl (0003HaYeHBI OyKBaMU U b paMu) COOTBETCTBYET TAKOBOMY
B iepeBe.

a — Hookeria, Lopidium*, Ancistrodes™ | Hampeella*, He BKTioueHHas1 B aHaim3 Tpouikoro u np. (2007), Takke TpUHAIICXKUT
oToi1 yactu nepeBa (Buck et al., 2005)]

b — Isopterygiopsis*, Orthothecium, Platydictya™, Herzogiella, Struckia, Myurella*, Plagiothecium™, Fabronia*, Entodontopsis*,
Stereophyllum*, Lepyrodon*

¢ — Habrodon*

d — Leucodon*

e — Pterigynandrum®, Hypnum* (4actb BUnoB), Hypnum (dactb BUnoB), Eurohypnum

f — Phyllogonium, Prionodon, Pireella*

g — Brachelyma*,_Dichelyma*, Fontinalis*

1A — Rauiella, Thuidium, Leskea, Haplocladium, Abietinella, Helodium, Pseudoleskeopsis, Lindbergia, Mamillariella, Breidleria,
Stereodon p.p., Pseudocalliergon, Drepanocladus, Amblystegium, Hygroamblystegium, Palustriella, Cratoneuron, Campylidium, Hy-
grohypnum, Anacamptodon, Serpoleskea, Campylium, Leptodictyum

1B — Rhytidium, Pseudoleskeella, Ptilium, Cryphaea*, Podperaea®, Myrinia, Ochyraea, Tomentypnum, Drepanium*, Campylo-
phyllum*, Pseudohygrohypnum, Stereodon p.p., Homomallium, Pylaisia, Ectropothecium, Pleurozium, Entodon, Erythrodontium,
Trachyloma, Calliergonella, Platygyrium*, Sematophyllum™*, Gollania, Hildenbrandtiella*

2A — Pterogonium, Dolichomitra, Lembophyllum, Rigodium, Heterocladium, Isothecium, Fallaciella, Dolichomitriopsis, Platyhyp-
nidium, Okamuraea, Homalothecium, Brachythecium, Bryhnia, Camptochaete*, Ctenidium, Trachypus, Barbella, Floribundaria
2B — Calliergon, Warnstorfia, Straminergon, Loeskypnum, Iwatsukiella, Hamatocaulis, Scorpidium, Hygrohypnella, Sanionia

2C — Anomodon, Claopodium, Chaetomitrium, Conardia, Rigodiadelphus, Lescuraea, Neodolichomitra, Climacium, Pleuroziopsis,
Hylocomiastrum, Antitrichia, Loeskeobryum, Rhytidiadelphus, Rhytidiastrum, Pilotrichella, Rhytidiopsis, Thelia, Haplohymenium,
Carribaeohypnum, Mittenothamnium, Glossadelphus, Taxiphyllum, Leptopterigynandrum, Neckera, Forsstroemia, Leptodon, Het-
erocladium®, Echinodium, Porotrichodendron, Thamnobryum*.
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CTH COCTaBHOTO JIUCTa KOTOPOTO BHITJISIST PacIiono-
JKEHHBIMH CKOpee MO CIUPAJIA, U TOJIBKO M3ydeHUE
cepuil Cpe3oB Yepes 3a4aToK BETOUKHU MO3BOJISIET MO~
HATH UX npupoay (puc. 1: 6; 2: 11), KoTopas B LIeJI0OM
6b11a ycTaHoBIIeHa yxXe beptbe (Berthier, 1971).

Hampeella-BapuaHT pa3BuTHA pacCeYyeHHbIX U CO-
CTABHBIX NMPOKCUMAJBLHBIX BETOYHBIX JUCTheB. Hanu-
4ue y3KO0 JTMHEUHBIX TUCTOBUIHBIX CTPYKTYP B OCHO-
BaHUM BETOUEK, KpOMe BblllleonMcaHHOTO Hypnum-
BapuaHTa, OObIYHO BCTPEUYAETCS Yy BUIOB, UMEIOLINX
Bryum-tun ctpoeHusi 3ayaTka BeTOuykM (puc. 1: 7;
2: 15), KOTOpBIi1 HA paHHUX CTAAUSIX Pa3BUTHUS BOOO-
111€ He OKPY>KE€H KaKUMHU-J1OO0 JIMCTOBUIHBIMU O0pa-
30BaHUSIMU. JIMUCThSI HAUMHAIOT pa3BUBATh IJTACTUHKY
CUHXPOHHO C “BbIBOpauYMBaHueM”’ SIMKH, YTO BIIOJIHE
MOHSITHO, TaK KaK B TJTyOMHE SIMKW HayaTb pa3BUBaTh-
Csl OHM HE MOTYT M3-3a OTCYTCTBMSI MECTa, a MOIHSIB-
LLIMCh HAJl YPOBHEM CTeOJIs1 anMKabHasl KJIeTKa HyX-
JlaeTcs B 3allIUTe OKPYKAIOIIUMMU JIMCThSIMU.

Ipynmbl, 1J1s KOTOPBIX XapakKTepeH 3TOT CIocod
3allMTHl AlMMKAJIBHON KJIETKU 3a4aTkKa, UMEIOT B OC-
HOBaHUU Pa3BUTHIX BETOUEK YUACTOK CTEOJIsI, TOJTHO-
CThIO JIUIIEHHbBIN TUCTheB (puc. 2: 13—14). Kak npa-
BUJIO, HanboJiee TPOKCUMaJIbHbIE BETOYHbBIE JIMCThS
y TAaKUX BUJIOB OY€Hb Y3KMe (puc. 2: 18), XoTs 3TO He
SIBJISIETCST OOIIMM mpaBuJioM (puc. 2: 13—14). JIuneii-
HBIE JIMCTbs, (popMUpYIOLIECS B OCHOBAHWU BETO-
YyeK, IPY TAKOM THUIIE Pa3BUTHUSI MOTYT OBITh 1I€JIbHbBI-
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mu (uct 1 Ha puc. 2: 13), pacCeYeHHBIMM WJIN CO-
CTaBHBIMM (JIUCTbsI 2—3 Ha puc. 2: 13 u puc. 2: 14,
16—18). B MHOTOYMCIIEHHBIX IIMJIOBUIHBIX CTPYKTY-
pax, OKpYXawllIuxX aluKaJbHYIO KIJIETKY, MOXHO
YCMOTpPETh TUIUYHBIA 111 MXOB (UIIJIOTAKCUC
(120°—144° mexay coceTHUMU JUCTbSIMU), €CIU J0-
MYCTUTb, YTO HECKOJbKO COCEAHUX IIMJIOBUIHBIX
CTPYKTYD SBJISIIOTCS YaCTSIMU OJHOTO COCTaBHOTO JI-
cra (puc. 2: 16—18).

OBCYXIEHMNE

PasHooOpa3ue BapuaHTOB CTPOCHMSI 3a4aTKOB Be-
TOUEK SIBJSLIOCH MPEIMETOM OOCYXIESHUS HE pa3, HO
beptoe (Berthier, 1971) paccmaTtpuBai Julllb HEMHO-
e MojeJibHble OOBEKTHl C pa3HOM CTEIEHBIO JIe-
TaJILHOCTH, a Apyrue padotsl (Ignatov, 1999; Ignatov,
Hedenis, 2007) ucrionb3oBaiu st M3yYeHUs JIUIIb
BHEIITHEE CTPOCHME 3a4aTKOB BETOUYEK, Oe3 MpUBIIe-
YeHMUs pe3yIbTaTOB U3yUYeHMs CepUii aHATOMUUECKUX
cpe3oB. JlononHuTeabHbIe JaHHbIe CrimpruHOU 1 Ur-
HartoBa (Spirina, Ignatov, 2005, 2008, 2010, 2011)
MO3BOJIMIY pa300paTh BOIpoc 0osiee mojiHO. B oTHO-
IIIEHUW PaCcCEYEHHBIX U COCTABHBIX MPOKCUMATBHBIX
JINCTHEB B HACTOSIIEE BPEMST MOKHO CKa3aTh CIIEIy-
Ionee.

Leucodon-Bapnanr. I1pokcumanbHbIE JTMCThS Be-
TOYEK HE TaK YK pelKO OKa3bIBAIOTCS pa3aeIbHBIMU
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WJIN pacCeYeHHBIMMU, B OOJIBIIIMHCTBE CITydaeB 0e3 Ka-
KOU-TMOO PEryasipHOCTH, TaK YTO MX IPaBOMEPHO
ObL710 OBl Ha3BaTh TakKe HAJOPBaHHBIMU WJIM Pa3o-
pBaHHBIMU. CTaGUIILHO 3TOT MPU3HAK BBIACPXKUBA-
€TCS JIMIIb Y HEMHOTUX BUIOB, IPUYEM B PAJLIE CIIyya-
€B HaJuuue KOppeJisilivii pa3pblBOB JIMCThEB C TOJI-
muHo#t crednsa (Leucodontaceae) MM CTEIEHBIO
pactskeHus “Mmexpoysnuii” (Fontinalaceae) mmo3Bo-
JISIET CBSI3aTh 3TU Pa3pbIBbl C MEXaHUYECKUM BO3/Ieii -
crBueM. Hamo ckaszath, 4YTO pa3pbiBbl U HEPETYISIP-
Hasi (popMa ITepBbIX BETOYHBIX JIUCTHEB BCTPEUAIOTCS
Y MHOTUX BUJ0B OOKOTUIOJHBIX MXOB M HE pa3 TaKUM
MIPU3HAKaM ITPUITUCHIBAJIOCh TAKCOHOMMYECKAST 3HA-
YUMOCTb, HO B CUJTy 3HAYMTEJIbHOI BaprnabeIbHOCTH
U HEONpeaeJeHHOCTU OMUCAHUSI OHU HE TOJy4YuIn
IIMPOKOrO paclpocTpaHeHUs. TeM He MeHee, IS
LeJei COMOCTAaBUMOCTH MOP(MOIOTUYECKUX OIrca-
HUl TTOHMMaHWe (akTa BO3MOXHOTO pasfeieHUsI
JINCTa, KOTOPBIi 3aKIagblBacTCI KaK eIUHBINA, Ha OT-
IeabHBIE CETMEHTHI HeoOxoammo. MHTepecHO, 4TO
JIaHHBIM TUM TMOJy4YaeT HauOoJiblllee BbIpaXKEHUE B
rpyIrax, y KOTopbix Mopdosornyecku 1—2 nepBbIxX
BETOYHBIX JINCThEB PEAYLIMPOBAHEI.

Hypnum-sapuanr, mnpenctaBJIeHHBIA, B YaCTHO-
ctu, y Hypnum cupressiforme 6b11 NoapoOHO TTpoaHa-
nu3upoBaH (Spirina, Ignatov, 2008). Y3konaHLIeTHbIE
WIN IIUJIOBUIHBIE CTPYKTYPBI, OOBIYHO MMEHOBAB-
muecs nceBaonapa@uIMSIMU, XOPOIIO U3BECTHHI Y
3TOTO BUJA U UMEIOT BaXKHOE TMAarHOCTUUYECKOE 3Ha-
yeHMe. Ha cepusx aHaTOMHMYECKUX CPE30B, OMHAKO,
JIETKO BUIETH, UTO TIEpBbIe ACACHUS MHULIMATBbHOM
KJIETKU BETOUKU HE OTJIMYAIOTCS OT TAKOBBIX, XapaK-
TEePHBIX JUTS BCceX OOKOTUIOMHBIX MXOB. Jlanee B mpo-
1ecce (opMupoBaHUs 3ayaTka BETOUKM yXe Ha ca-
MBbIX PpaHHUX CTaausIX JIMCThbSl Pa3fesslloTCsl Ha OT-
JieJibHble cerMeHThI (puc. 2: 7—9). C ogHOl CTOPOHHI,
CBSI3aTh TaHHBIE Pa3pbIBBI MOKHO ¢ HEOOBIYHO pe3-
KMM yBeJIM4eHUEeM oO0beMa anuKaabHON KJIETKU Be-
TOYKM Ha paccTossHuu 20—30 um OT BepXyLUKU aru-
KaJbHOM KJIETKU cTeOisl. Havamo pocra JIMCTOBBIX
3a4aTKOB COBIAJAeT C PE3KUM PACTSKEHUEM T10 1K -
pHHE 3THUX 3a4aTKOB, YTO MOKHO paccMaTpUBaTh Kak
OIMH 13 (PaKTOPOB TOrO, YTO IIEPBBIE 2—5 MPOKCH-
MaJIbHBIX JINCTA BETOUKU OKAa3bIBAIOTCS (haKTUUECKU
COCTaBHBIMU JIMCThSIMU, pa3iejieHHbIM IO OCHOBa-
HUS Ha JIMHEHHBIE CETMEHTEI.

BwmecTe ¢ TeM, B oTsimume ot Leucodon-BapuaHTa,
Jlake Ha CWJILHO MCTOHYEHHBIX noberax Hypnum cu-
pressiforme TIiepBbIe BETOYHBIC JIUCThSI IIPOHOJIKAIOT
0CTaBaThCs TITyOOKO paccedeHHBIMU, TaK YTO B 3TOM
cllydae JaHHBINM MPU3HAK 3aKperUieH B OHTOTeHe3e.

HepaBHOMepHOE pacTsKeHMe TTOBEPXHOCTHBIX
TKaHel cTeOJIsI BOKPYT 3a4aTKa BETOYKHU JejlaeT Kap-
THHY, KOTOPas ITOJTy4aeTcsl BO B3pOCIOM COCTOSTHUM,
TPYIHO UHTEPIIPETUPYEMOIi, He MO3BOJIsSISI B OOJIb-
IIIMHCTBE CJIyyaeB OINpeNeJuTb, Kakas U3 JUHEeNHBIX
CTPYKTYp KaKOMY JINCTY TIPUHAIUICXKUT, YTO 3aTPYI-
HSIJIO YX MHTEPIIPETALIMIO CTOJIb JJIUTEILHOE BpEMSI.

Hampeella-sapnant. Ot™MeueH n1st Hookeriaceae,
Plagiotheciaceae, Ptychomniaceae, Trachylomataceae.
AnukajabHasi KJeTKa Mpu TaKOM TUIIE OpraHu3aluu
3a4aTKOB BETOUYEK HAXOJUTCS Ha JTHE SIMKHU, pacriojia-
rarouieiics B nazyxe aucta (puc. 2: 15). XapaktepHoii
0COOEHHOCTbIO MXOB, UMEIOIINX 3TOT TUII, SBJISIETCS
OTCYTCTBUE TPABWILHO MEPUCTOTO BETBJICHUS B HE-
MOCpeACTBEHHOM OJIM30CTH K BEpXYyIIKe mobera — Be-
TOUKU HAYMHAIOT Pa3BUBATLCS TOBOJBHO JAJIEKO OT
BEPXYIIKM, B TOU YacTu cTeOIsl, TIe OOBIYHO UMEIOT-
Csl pa3BUTbIE TaMETAHTUU. B 3TOM OTHOIIIEHUU UHTE-
pecHa Tapajuiesib ¢ BEPXOIUIOAHBIMUA MXaMU (Mpe-
KOBBIMM T10 OTHOIIIEHUIO K OOKOTJIOAHBIM MXaM), Y
KOTOPBIX BETBJICHNE MMEET “TTOIBEPXYIICUHBIN "~ Xa-
pakTep, KOorjaa pa3BUTHeE MOJydaroT JIUIb Te 3a4aTKu,
KOTOpbI€ HAXOAATCS HEMOCPEACTBEHHO T10 COCEICTBY
C OpraHaMu MoJIOBOro pa3MHoOXeHus1. [IpeObiBaHue
3ayaTka BETOUYKH MPOJOKUTETbHOE BPEMSsI B TOKOSI-
1IEMCSI COCTOSIHUM SIBJISIETCSI HEOThEMJIEMOI YepTOii
JaHHOro Tuma BetBiaeHus. [1pu aTom pacTeHust cTa-
KWBAlOTCs ¢ MpoOJieMOIt BbIXO/a U3 TAKOTO COCTOSI-
HUSl — SIMKa JOJIXKHA BBIBEPHYTHCS, @ MPOKCUMAJIb-
Hbl€ BETOYHbIE JIMCThSI JOJXKHbBI MOSIBUTHCS 1O WJIU,
o KpalfHe Mepe, BCKOpe ITociie “BBIBOpauYMBaHUs”’
€€ U3 3amIyO0JeHHOTO COCTOSIHUSI U TOoIbeMa Hal
YPOBHEM TTOBEPXHOCTU cTeOs1. [To BUnuMomy, 3ToT
npoliecc TTPOUCXOIUT BechbMa OBICTPO; IO KpaiHei
Mepe, Y HEKOTOPHIX pooB, Harpumep Plagiothecium,
cTaguio “BBIBOpauYMBaHMsI” HaOJIIOOATh YIAaBaJIOCh
JIMIIb B KpaliHe peaKux ciiydasix. ¥ Ipyrux poaoB
JaHHBIN TIpoLecC MOAAAETCS PEKOHCTPYKIIMHU T10 Ce-
pusM HabogaeMbix ctanuii. MHTepecHOr 0ocoOeH-
HOCTBIO TAaHHOTO TUTIA Pa3BUTUSI SIBJIsIETCSI 00pa30Ba-
HUe OE3MUCTHOM IIPOKCUMAJIbHOM 4YacTU BETOYKM.
Kitaccuyeckasi cxemMa pa3BUTUSI MXOB MOJIpa3yMeBa-
€T, YTO KaXKIbIi MepOUT, OTACTUBIINICS OT ITOCTO-
STHHO OEJISIIeCS almMKAIbHON KiIeTKU, nuddepeH-
nupyercs, mpousBos: (1) KieTky BHyTpeHHEN 4acTu
cTe0s; (2) KISTKM JINCTA U PacIIoaralolniics HIKe
€ro MoBepXHOCTHU cTebJis1. KineTku ke ocHOBaHUS Be-
TOUKU Bryum-tuna OKa3bIBalOTCS “BbIBEPHYTBIMU
HapyxXy” CKJIOHaMW BOPOHKMW U BBITJISIAST O€371MCT-
HeiMU. BepThe (Berthier, 1971) Ha npumepe Hookeria
MoKasaj, YTO CKJIOHbI BOPOHKHU TOMOJIOTUYHBI 2—
3 Kpyram JIMCThEB, pa3BUTHE MIACTUHKU Y KOTOPBIX
3aJiep>KUBAETCS U U BOBCE HE MPOUCXOAUT. B Heko-
TOPBIX CJy4asiX COBEPIIEHHO OYEBUIHO, YTO JIUCTHS,
COOTBETCTBYIOIIME MepUdEepUIecKoil YacTu SIMKU U
CaMOM HUXKHEM YaCTU BETOYKHU ITOJTHOCTBIO HE pa3BU-
Batotcs (puc. 2: 17). B apyrux ciaydasix, HaripuMmep y
Trachyloma (puc. 2: 13—14), MOXHO IOITyCTUTDH NHYIO
WHTEPIIpeTalnio OE3JTMCTHOIO OCHOBaHWE BETOUKU
KaK pa3pocCIINXCcsl OCHOBaHUM JUCThEB, TEM OoJiee,
4YTO MOJOOHBIN ciydaii usBecteH y Fontinalis (Spiri-
na, Ignatov, 2011). ToT ¢akT, 4To 6€3TUCTHOE OCHO-
BaHME BETOUYKM MOXHO CUMTaTh C(hOPMUPOBAHHBIM
OCHOBAaHUSIMU UMEHHO MOPQOJOrMYecKr TepBbIX
BETOUHBIX JIMCThEB ITOATBEPXKAAETCSI, B YaCTHOCTH,
X MpaBWIbHBIM (prjutoTakcucom (puc. 2: 13).
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B GonpIIMHCTBE citydaeB, JaHHBINA THAIT pa3BUTHS,
¢ 3amTyOJieHUMEeM alrKalbHOW KJIETKU U 3aAepP>KKOMU
ee pa3BUTHUS COMMPOBOXIAETCs 0O0pa30oBaHUEM OUYEHb
Y3KHUX, PACCEUYEHHBIX MOUYTU JO OCHOBAHUS TEPBbIX
BETOUHBIX JIMCTbEB, MOCKOJIbKY UM TpeOyeTcsl yme-
CTUTBHCSI BOKPYT HEOOJIBIIION anKaJIbHON KJIETKU Ha
JIHE BOPOHKM U 3aTeM IMPUHSTH 00Jiee pacCTaBIEHHOE
noJyioxkeHue. IlociaenHee oKa3bIBaeTCsl HEOOXOMM-
MbIM, MTOCKOJIbKY aliiKaJlbHasi 30Ha BETOUYKU 1O Mepe
€€ pa3BUTUS PE3KO YTOJIIAETCSI, YTO MOXHO BUAETH
U3 TOTO, YTO BETOYHBIE JIMCTbS CTAHOBATCS 3HAYU-
TeJIbHO 0oJiee IMPOKUMU BCKOPE IMOCJE Pa3BUTUS
BeTouku (puc. 2: 18). Ilpu 3TOM IepBBIE pa3BUTHIE
BETOYHbIE JIMCThS PE3KO KOHTPACTUPYIOT MO (hopMe 1
pacceuyeHHOCTU ¢ Tocaenyommmu (puc. 2: 18), uro
JlaBajio TOMOJHUTEIbHbIE OCHOBAHUS BBIAEJSTH Y3-
KHe JIMCTOBUAHBIE 00pa3oBaHUsI BETOYEK B OCOOYIO
CTPYKTYpY, Ha3bIBaeMyIo MceBaonapapuIIusIMu, 4To
110 HallleMy MHEHHIO, He OTlpaBAaHo.

OUIIOTEHETUYECKOE 3HAYEHUE

IIpn Takoil MHTEpIpeTalMd OCHOBHBIX THUIIOB
pa3BUTHUS NPOKCUMAaIbHBIX BETOYHBIX JIUCTHEB U Ba-
pPUAaHTOB (POPMUPOBAHUS PACCEYEHHBIX U COCTABHBIX
JIACTHEB OOHAPYKMBAETCS MX N3BECTHAS CBSI3b C PU-
JIoTeHUel OOKOTUIOAHBIX MXOB. [IJIs1 TaHHOTO aHAIM-
3a OBLJIO B3STO (PUIIOTEHETUYECKOE IepPeBO OOKO-
IUIOOHBIX MXOB 13 padoTsl Tpouiikoro u ap. (2007),
BKJTI04aoliee 218 BumoB u3 128 ponos, 46 ceMeiicTs.
W3ydyeHHEIE poabl, a TAKXKE CTPOSHHUE W PACIIOI0KE-
HUE Y HUX TEPBbIX BETOUYHBIX JUCTHEB TaHO B 00BSIC-
HEHMU K puc. 3.

Kpatko cymmupoBaTh pacrpeaeiieHue TUIOB 3a-
YaTKOB BETOUYEK M BapMaHTOB MPeoOpa30BaHUS Mep-
BBIX BETOYHBIX JINCTHEB MOXHO CJICAYIOLIMM 00pa30oM:

1) Penykiusi 1—2 Hanbosiee MIpOKCUMaJIbHBIX Be-
TOUYHBIX JIMCTBEB OOBIYHO XapaKTepM3yeT OOJblline
Tpymnmbl, TakKne Kak ceMelicTBa Brachytheciaceae u
Meteoriaceae, poaCTBEHHbIE MEXIY COOOM, HE CBSI-
3aHHbIE ¢ HUMU poacTBoM Leucodontaceae (Spirina,
Ignatov, 2010), 1 otneabHbIe poabl Lembophyllaceae
(Camptochaete). B To Xe BpeMs1, €CTh I'PYMIIbI, B KO-
TOPBIX Pa3HBI YPOBEHb PEAYKLMU MOXHO HaOJIIO-
JaThb y OJM3KUX BUIOB U JaXe B Ipeaesiax 1moderon
onHoro pacteHus (Fontinalaceae).

CieyeT OTMETUTD, YTO 3a UCKIIOYECHUEM IIOCTIe I~
HEero ceMelcTBa, BKIIIOUAIOIIETO TOJbLKO BOAHBIE BU-
Ibl, mojaBisoliee OoJbIIMHCTBO Leucodontaceae,
Meteoriaceae, Lembophyllaceae — TUIIM4YHBIE 3ITH-
¢buTHI, pacTylliie Ha CTBOJIAX IePEBbEB 1 KyCTapHU-
KOB B TPOITMYECKUX U CYOTPOIMMYECKMX paiioHaX, Jya-
CTO CTajKMBaloluecs: ¢ aeduuuroM Biaru. bojb-
IMMHCTBO BuIoOB Brachytheciaceae Ha3zeMHBbIE, HO
pacTyliye B IPEUMYILIECTBEHHO B CYXUX MECTOOOU-
TaHUSX. PeayKiins aByX NepBBIX BETOUHBIX JINCTHEB Y
HUX IIPUBOIUT K 00pa30BaHUIO HAJl 3a4aTKOM BETOY-
KU “BEpXHEro KalTiollloHa”, BEPOSITHO, UMEIOIIETO
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0oJIbIIyI0 3(hPEKTUBHOCTDL C TOUYKHW 3PEHUS 3alIUTHI
3a4aTKa BETOYKMU.

2) CocraBHBIC IIPOKCUMAJIbHbBIC JIMCThSI BETOYEK
BO3HMKAaJIM BO MHOTUX T'pyIliax OOKOIUIOAHBIX MXOB
(CM. moANUCH K pUC. 3). ATaIITUBHBIN I KOHCTPYK-
TUBHBII CMBIC]I UX OOJIbIIIEN YACTBIO HE IMOANAETCS
MHTEepHpeTallu, OJHAKO OYeBHIHAS CBSI3b C aKTHUB-
HBIM PacCTSDKEHMEM CBUIETEIILCTBYET, CKOPEE B ITOJIb-
3y TOTO, YTO BBIIEPXKATh IIPaBUJIbHYIO (DOpMY IIEPBO-
ro JUCTa MXaM U KOHCTPYKTMBHO CJIOXKHO, M HE
CJIUIIIKOM HeOOXOIMMO: 3Ta YacThb 3a4yaTKa BETOYKU
3alIuileHa 1 JINCTOM, B I1a3yxe KOTOPOro HaXOmIUTCS
nouka. TakuM oOpa3oM, paccedeHHbIC U COCTABHBIC
JmcThs Leucodon-BapraHTa HeJb3sl CYMTATh HANEK-
HBIMM MapKepaMH 3BOJIIOLIUOHHLIX JIMHM. [1o-Bu-
IVMOMY, 3TO MOXKHO OTHECTU U K Hypnum-BapuaHry,
B KOTOPOM OAWH W3 MpeactaButencid, Hypnum cu-
pressiforme, SIBASET IIpUMep OYEHb TUIIMYHOIO CO-
CTaBHOTO JIMCTA, TOrma Kak apyrue Buabl (H. saitoi
Ando, H. fujiyamae (Broth.) Paris, H. imponens Hedw.
U Op.) UMEIOT MPOCThie IPOKCHUMAILHEIC WJIN Wb
YMEPEHHO pa3aeIbHbIE TUCThSI BETOUYCK.

3) Ponwl, xapakTepusylolnuecs Bryum-TUIom
CTPOEHUSI 3a4aTKOB BETOUEK, KOTOPhIE Pa3BUBAIOTCS
C 3aJIeP>KKOI U UMEIOT, TT0-BUAUMOMY, HEOIIpeIeIeH-
HYIO YaCTb JIMCThEB HE MOIYYarolInuX Pa3BUTUSI, UME-
IOT Ha (DUJTOTEHETUYECKOM JIepeBe HanboJiee MHTE-
pecHOE TTOJIOKEHUE — OOJIBILIMHCTBO U3 HUX SIBJISIIOT-
csi GaszanbHbIMU. baszanbHasi rpama, BKJIIOUYarolast
npencraBureniein Ptychomniaceae, Hookeriaceae, Pla-
giotheciaceae, Fabroniaceae, Stereophyllaceae, Lepyr-
odontaceae u Habrodontaceae oGpa3zoBaHa nmpeumy-
1ectBeHHO ¢ Hampeella-BapuaHTom ctpoeHusl. Boi-
OMBaIOTCS U3 TOrO IIpaBWJjIa aABa pona, Trachyloma n
Sematophyllum, KOTOpble COTJIACHO JaHHBIM TTPUBO-
JUMOTO 37eCh (PUIOTeHETUYECKOTO aHain3a Haxo-
nsrcs B kiaae 1B. He paccmaTpuBast Borpoc B neTa-
JISIX, OTMETHUM, OTHAKO, UTO TAHHOE TTOJIOKEHUE DTUX
JBYX TPYIIN He Bcerma TakoBo. B psime ¢puioreHeTu-
YeCKMUX aHaJIM30B OHU OKAa3bIBAIOTCSI 3HAYUTEILHO
OJIMIKe K TpeICTaBUTEISIM 0a3ajibHOM Ipadbl, a MHO-
roa v ImpocTo B ee Ipeaenax. JJaHHBIA oOLIUi TUI
CTPOCHUSI MOXHO CUYMUTATh MCXOAHBIM ITO OTHOIIIE-
HUIO KO BCeM OOKOIIJIOAHBIM MXaM, 4TO €lIe pa3 Je-
MOHCTPHUPYET BaXXHOCTh IPU3PAKOB Pa3BUTHUS IS
YTOUHEHUSI (PUTOTEHETUUECKUX TOCTPOCHUIA.

ABTOpBI BhIpaxaloT 6arogapHocTsh A.B. baboiie
n A.C. Pgb4yeHKo 3a rroMo1ib B pabore Ha COM. Pa-
60ota otyactu noggepxaHa PODOU 10-04-00678.
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Morphogenesis of Proximal Branch Leaves in Mosses

M. S. Ignatov® and U. N. Spirina®

4Tsitsin Main Botanical Garden, Russian Academy of Sciences,
Botanicheskaya ul. 4, Moscow, 127276 Russia
e-mail: misha_ignatov@list.ru

bBiological Faculty, Tver State University, ul. Zhelyabova 33, Tver, 170100 Russia

Abstract—The formation of deeply dissected and compound leaves at the bases of branches, their homology
between different groups of mosses, and probable factors responsible for their development are considered.
Previous authors differ in the interpretation of such leaves and in most cases describe them as special mor-
phological structures named pseudoparaphyllia. It is shown, however, that this term has been applied both to
whole leaves and to separate leaf parts. Among the patterns of leaf formation deviating from the basic type, a
special place belongs to the Hampeella variant, where deeply dissected and compound leaves are formed due
to the delayed development of branch primordia. The families representing this variant occupy a basal posi-
tion in the phylogenetic tree of pleurocarpous mosses. The Leucodon variant, where splitting of leaves into
lobes is apparently explained by strong stem extension, is not specific for any definite phylogenetic group and
manifests itself in different families. The Hypnum variant is also not associated with certain phylogenetic lin-
eages, but it provides an example of more profound specialization.

Keywords: pleurocarpous mosses, branch development, leaf development, phylogeny.
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