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PaccMoTpeHa ucTopusi CTaHOBJICHUST MPEACTaBICHWM O CTPOCHUU MEPUCTOMa, OCOOEHHO-
CTSIX €r0 Pa3BUTUSI U COBPEMEHHOE COCTOSIHME 9TOro Borpoca. TepMUHOIOT s, BBEIEeHHast
JUTST OTTMUCAHUSI CTPOEHUST TIEPUCTOMA U CBsI3aHHasl ¢ (DYHKLIMOHAIbHBIMI OCOOEHHOCTSIMU
OTIEbHBIX CJIOEB KJIETOK, HYXXIAeTCSl B YTOUHEHUU, MTOCKOJIbKY BBISIBJISIIOIINECS UCKITIO-
YeHMs MOKa3bIBAIOT OOJIblIee pa3HOOOpa3rue BapuaHTOB CTPOEHUSI, YeM ObLJIO BBISIBJIEHO
paHee. PyHAaMeHTaIbHAS 3aKOHOMEPHOCTh (DOPMHUPOBAHUS JIEMEHTOB TIEpUCTOMA W3
MEePUKIMHATBHBIX KJIETOUHBIX CTEHOK TPEX COCEIHHUX CJI0eB KJIETOK B LIEJIOM OCTaeTCsl He-
M3MEHHOM, U Ha3BaHUSI CJIOEB HE TPEOYIOT NMePeMMEeHOBAHUSI, XOTsI UX ONpeaesieHue, aH-
HOE M3HAaYaJIbHO, TpebyeT KOppeKTUpPOoBKHU. OcobGo obcyknaeTcsi nmepuctoM Buxbaumia,
KOTODBIii HE CJIeAyeT CYMTAThb MEePEeXOAHbIM MeXIy HEMaTOAOHTHBIM M apTPOJOHTHBIM,
KaK 3TO OOBIYHO MPEJCTABISIETCSI B COBPEMEHHOI JiuTepaType.

Karoueswie crosa: criopodut, 3BOTIOLINS, ApTPOINOHTHBIN NepuctoM, Encalypta, Buxbaumia,
Dicranidae, Funariidae, Bryidae

DOI: 10.1134/S0006813619060085

B oTinure oT XKMBOTHBIX, PACTEHUSI BEAYT MPUKPEIUICHHBIM 00pa3 XXU3HU, TTIO3TOMY, pe-
LIeHUE TIPOOJIeM, CBSI3aHHBIX C pacceJieHneM, UMeeT JIJIsi HuX ocoboe 3HaueHue. CeMeHHbIe
pacTeHUs IUPOKO 3aeUCTBYIOT TTIEPEHOC AUACTIOP C TTOMOIIBIO JKUBOTHBIX, TOTAA KaK st
CITOPOBBIX PACTEHUIA 3TO BTOPOCTETIEHHBII METO/I pacipocTpaHeHus. Bo3aMoXHO, 300X0pust
Yy HUX TTOKa OCTaeTCsl CUJIILHO HEOOIIEHEHHOM; B YaCTHOCTHU, PAGOTHI TTOCIEIHMUX JIET BCE Ya-
1€ TPENCTaBISIIOT CEHCAIIMOHHbIE JaHHbIE O MEePeHOCe MXOB U TITUIIAMU Ha THICSYU KUJIO-
MeTpoB, U MiekonuTtatromumu (Lewis et al., 2014; Chmielewski, Eppley, 2019). Ho Bce xe
OCHOBHBIM CHOCOOOM PacIpOCTPaHEHUSI CIIOP MXOB MOXHO CUMUTaTh aHEMOXOPHUIO; TpU
5TOM UX BBICBOOOXICHME M3 KOPOOOUYEK OCYIIECTBIISETCS TO3UPOBAHHO, B OJIATOTTPUSITHBIX
YCIIOBUSIX, YTO PETYJIUPYETCS TUTPOCKOTTMUESCKUMU ABMKCHUSIMA TIEPUCTOMA — CITeIMallb-
HOTO OpraHa, CBOMCTBEHHOTO TOJbKO MXaM, COCTOSIIIETO U3 3yOIIOB, PACIOJIOKEHHBIX IO
Kpalo YCThsI KOPOOOUKM U OOJIbIIIEl YaCThIO MPUKPBIBAIOIIIMX €ro Iocjae cOpachlBaHUS KPbI-
HICYKHA.

VYTBepxkaeHne 06 NCKIIOUNTEIbHO BaXKHOW POJIM MEPUCTOMA B pacCeJIeHUU MXOB OCHOBa-
HO Ha OOIIMX COOOPaKeHUSIX 3IpaBOro CMbIC/IA, KaK U 3aKJIIOYEHHUE O TOM, YTO LIBETOK I1O-
KPBITOCEMEHHBIX UMEET OCHOBHBIM TTpeIHAa3HAYeHUEM MTPUBJIeUeHUE HaceKOMbIX. [1pu Bcex
UCKITIOUEHUSIX BPSII JIM KTO-TO BO3BMETCS C 3TUM CITOPUTH. ['0BOPSI O CTOJIb XK€ BasKHOM poJin



836 NUTHATOB

TepucTOMa Jijisl pacCCeuBaHUs CITOP MXOB, Mbl OCHOBBIBa€MCSI KAK Ha OTPOMHOM pa3HOooOpa-
31U €r0 CTPOCHUSI, TaK U Ha Mapajljieiu3Max B €ro Mpeodpa3oBaHUU B Pa3HbIX DBOJIIOLIMOH -
HBIX JIMHUSIX MIPY MOTIaJlaHU 1 BUAOB B Ipyrve YCIOBUSI cylliecTBOBaHUsI. OCOOEHHO XOPOIIo
M3BECTHHI MTapaJUIeIM3MEI IIpu Tiepexone K sanudurusmy (Huttunen et al., 2004, 2012). U,
KOHEUYHO Xe, TIEPUCTOM IJISI CUCTEeMaTUKA MXOB MMEET He MEHbIIee 3HaUeHNE, YeM 1IBETOK
IJIST CUCTEMATUKU TTOKpBhITOcCeMeHHBbIX. Kak Kitaccudukamnysi moKpbITOCEMEHHBIX OCHOBBI-
BacTCsA NMPEUMYHICCTBECHHO Ha IpU3HaKaX LBETKa CO BPEMCH HMHHCH, TakK U CUCTEMA MXOB B
pa6ote M. Tensura (Hedwig, 1801), ¢ KoTopoii 6epeT Havyaao opHIHaTbHAasT HOMEHKIIATypa
MXOB, MOIpas/essiia MXM Ha HE UMEIOIIIME MEPUCTOMa, C TIPOCThIM MEPUCTOMOM U C IBO-
HBIM MIepUCTOMOM. TakKM 06pa3oM, IIECHTPaJIbHOE TTOJIOXKEeHUE TIeprCcCTOMa B HayKe O pPa3HO-
00pa3nu MXOB — OPUOJIOTUM OYEBUIHO.

Pabort, npencraBiasiomux AeTaIbHOE N3ydeHNe IepUCcTOMa, OBLJIO OTHOCUTEIbHO HEMHO-
ro, Ipu4yeM OHHU HEC ITOJHOCTBIO COBIIaJalOT B cBoeit TCPMHUHOJIOTUU U aKLIEHTaX, YTO YCJI0XK-
HSIET 3a/1auy TaHHOTO 0030pa: ¢ OJHOI CTOPOHBI, TPEOYETCS ONMUCATh CTPOSHUE MEPUCTOMA,
C ApYroit — 1Mokas3aTh 3BOJIIOLMIO MPEACTABICHUI O €ro CTPOCHUY U UBMEHEHUE CMbICJIa OT-
NEJIbHBIX TEPMUHOB, IIPUMEHSIEMBbIX TSI ero onucaHusa. CHadajia MBI JaauM oblIiee, cpaB-
HUTEIBLHO 0000IIEeHHOE TIPENCTaBIeHNe O CTPOSHUN HanboJiee pacIipOCTPaHEHHOTO Y MXOB
apTPOJOHTHOTO MIEPHCTOMA, 3aTEM PACCMOTPUM pabOThI, HA OCHOBE KOTOPBIX C(hOPMUPOBaA-
JIOCh 3TO MpeACTaBIeHUE, Aajiee OCTAHOBUMCS Ha MOCJIEAHUX paboTax, MX pe3yibTaTax U BO-
pocax HeOOXOAUMOCTH YTOYHEHUsI TEPMUHOJIOTUM, Y, HAKOHEL, OTMETUM TPOOIeMbI, KO-
TOpbIC HE MOTYT CUMTATbCSl OKOHYATEJbHO PEIIEHHBIMU U TPEOYIOT JOTOJHUTEILHOTO U3Y-
yeHus. Ha mpoTstbkeHUM Bcero 0630pa OylneT MHOTO OTCTYTUICHUM, KacalolInXCsl pa3BUTHUS
TIpEJCTaBIeHUII O €CTeCTBEHHOI CUCTEMe MXOB, TTOCKOJIbKY MMEHHO CHUCTEMATHKU YacTo
OoJibllle TIMCAIM O TIEPUCTOME, HEeXeJIM aHaTOMbBI: HalpuMep, B KJIACCUYECKOM Y4YeOHUKeE
opuosiorun 1932 roma nox penaximeit d. BepmoopHa B rnaBe X. JIMKCOHA O CUCTEME MXOB
(Dixon, 1932) npo nepucTomMbl HalmMcaHo OOJIbIIIE, YeM B pasjesic 0 MOp(hOJIOTUU U aHATO-
mun MxoB (Wijk, 1932). IMpaktuyecku Bce TpyMIibl, 00CyX1aeMble B JaHHOM 0030pe, omnuca-

1

HBbI ¥ TIPOMJUTIOCTPUPOBAaHEI Bo “@jope MXoB cpenHeit yactu EBpomneiickoit Poccun”' u
“Mdnope mxoB Poccun”?3 (Ignatov, Ignatova, 2003; Ignatov et al., 2017, 2018a).

1. OBIINE BAKOHOMEPHOCTHU PA3ZBUTHUA ITEPUCTOMA

Pa3zButre cnopoduTa MXOB U3y4alOT Ha PACTEHUSIX Ha TMOCAEI0BATEIbHBIX CTAIUSIX pa3-
BUTHUSI, KOTOPbIE, ONHAKO, B U3BECTHOM CTENEHU MOXHO HalI0aTh B Ipeaeaax OAHOTO
IOBEHUJIBHOTO CIopoduTa Ha cepuu cpe3oB. PUCYHOK 1 mokasblBaeT TpU BapuaHTa Ipe/l-
CTaBJICHUS CTaAWi pa3BUTUS, TTO3BoJIsIIONIME cocTaBuTh 3D pekoHcrpykumio (puc. 1C) no
peanbHO HabmogaeMbIM cpe3am (puc. 1A, B).

VY3ke 1rocyie HeCKOJIbKUX JAeJIEHUI 3UTOThl altMKaJibHasl KJeTKa cropoduTa npuoopeTraer
LIMPOKO KJIMHOBUIHOE OCHOBaHUE, 3a7alollee MpaBUJIbHOE PACMOJIOXKEHUE KJIETOK B M-
cranbHOM yactu cnopoduta (puc. 1C). Ha cepusix momnepeyHbIX Cpe30B IO alriKalbHOMI
KJIETKOI crnopoduTa MOXKHO BUIETh CPE3 OKPYIJI0i (DOPMBI, TTOIeJIEHHBII CHavasa Ha JiBe, a
3aTeM Ha 4 paBHbIE KJIETKH, BBITJISIISIIIME HA TIOTIEPEYHOM Cpe3e KaK YeTBEpTH Kpyra, pasfe-
neHHoro kpectoM (puc. 1 Bl, C1—4). lanee mo mepe pa3BuTUsI (4deMy B OIIpeIeICHHOM Mepe
COOTBETCTBYIOT Cpe3bl HUXKE Y 00pa3lioB Ha Oojiee MO3AHUX CTAAUSIX Pa3BUTUS) NEPUKIIU-
HaJIbHBIE NeJIeHWS TPUBOASAT K BOCBMUKIIETOUHOMY Ha MOIMEPEYHOM cpe3e CTpoeH o (puc. 1

! Urnaros M.C., Urnarosa E.A. 2003. ®nopa mxoB cpeaHeii yactu EBporieiickoit Poccun. Tom 1. Sphagnaceae —
Hedwigiaceae. M., KMK, C. 1—608 (In Russ.).
UrnaroB M.C., Urnarosa E.A., ®enocos B.D., UBanosa E.N., Biom X.X., Mynbsoc U., Bennapek-Oxbipa X.,
Adonuna O.M., Kyp6arosa JI.E., YepnsinbeBa U.B., Yepnanuena B.51. 2017. ®diopa mxoB Poccuu. Tom 2. Oedi-
podiales — Grimmiales. M., KMK, 560 c. (In Russ. and Engl.).
Wrnaros M.C., Urnarosa E.A., ®enocos B.D., 3omotoB B.U., Kononen T., Yepusinpesa W.B., TopommnHa I'.41.,
Ty6anosa J1.41., benn H.D. 2018a. dnopa mxoB Poccun. Tom 4. Bartramiales — Aulacomniales. — MockBa, KMK.
543 c. (In Russ. and Engl.). http://www.rfbr.ru/rffi/ru/books/o_2053380
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Puc. 1. ITocnenoBaresibHbIe CTalUK pa3BUTHS criopoduTa, MOKa3aHHbIe Ha GoTorpadusix aHATOMUYECKUX CPE30B
Encalypta longicolla (A) v Funaria arctica (D) (o Ignatov et al., 2018c); pucyHkax cpe3oB Arrhenopterum heterostichum (B)
(o Blomquist, Robertson, 1941, cxematn4HO); cxeMe 00beMHOI PEKOHCTPYKIIMY pa3BUTHsI criopoduta Polytrichum juni-
perinum (C) (o Wenderoth, 1941, cxemaT4HO). A — NMPOAOJIBHBI cpe3 ¢ 0003HAYEHHEM YPOBHEIH, Ha KOTOPBIX CeTaHbI
nonepeyuHble cpe3bl A1—A6; BI—B8 — nomnepeunbie cpe3bl; B9 — mpononbHblil cpe3; cxeMaTtuuHble n3oopaxeHus Cl
anukanbHO 1 C2—C5 cybanuKaiTbHBIX KJIETOK, MTOKa3bIBalolMe ux (opmy 1 Mopsinok aeneHuit; D — nmonepeyHslii cpe3
Ha CTaIuU pa3aesieHusi 3yOLIoB MeX Iy co0oii (MexXIy KieTKaMu npeBuuHoro neprcroMHoro ciosi (ITIMC) nosiBasitoTest
nosioctu (ctpenku)). BIIC, HITC — BHyTpeHHMUIA, HapyKHBII TIEPUCTOMHBIE CJIOU COOTBETCTBEHHO.

Fig. 1. Sequentional stages of sporophyte development, shown in micrographs of serial sections of Encalypta
longicolla (A) and Funaria arctica (D) (after Ignatov et al., 2018c); serial sections of Arrhenopterum heterostichum (B)
(schematically redrawn from Blomquist, Robertson, 1941), and Polytrichum juniperinum (C) reconstruction (sche-
matically redrawn from Wenderoth, 1941). A — longitudinal section showing position of sections in A1—A6; B1—B8 —
transverse sections; B9 — longitudinal section; schemes of apical (C1), and subapical (C2—CS5) cells showing their
shape and sequence of further divisions; D — transverse section at early stage of peristome teeth formation: spaces be-
tween cells of primary peristomial layer (PPL) arrowed. BITC, TITTC, HIIC: inner, primary and outer peristomial lay-

ers (IPL, PPL and OPL) respectively.
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B3). YeTtnipe LieHTpajibHbI€ KJIETKM 3TOU CTaAMU, Ha3blBaeMble SHIOTELIMEM, TAal0T BIIOCE -
CTBUU HUXKE YPOBHS YCThsI KOPOOOUYKM CITIOPOTEHHYIO TKaHb U KOJIOHKY, a U3 YEThIpeX Mepu-
dbepuyeckux, Ha3bIBaEMbIX aM(pUTELIMEM, PAa3BUBAIOTCS: B BEpXHEI YaCTH KOPOOOUKM — Tie-
PUCTOM U KpBIILIIEUKa, a HUXE YCThsl — HApyXXHas CTEHKa CIIOPOBOTO MEIIKa, CTPYKTYPbI
BO3IYIITHOM MOJIOCTH U CTEHKA YPHOUYKU.

B ¢dopMuUpoBaHUM THUITMYHOTO apTPOIOHTHOrO TeprcToMa u3 16 3y6uoB (puc. 1 u 2),
MpeacTaBIeHHOTo MpuMepHO y 90% BUIOB MXOB, IPUHUMAIOT yJ4acThe 3 BHYTPEHHUX, MIPU-
JIETAIOIIMX K 9HIOTEUI0, KOHLIEHTPUYECKUX CJI0s1 KJIETOK, Ha3blBaeMble: BHYTPEHHMUIA Te-
puctoMmHblii cioii (BITC), nepBuunsblii mepuctoMHubiii cioit (IT1T1C) n HapyXHBIi TTIeprCcTOM-
b1t cinoii (HITC). KineTtku aTux Tpex cjioeB, Kak IpaBuio, pa3pyllialoTcs, HO HE LIEJIMKOM, a
C COXpaHEeHMEeM MEePUKIMHAIBHBIX CTEHOK, TaK uTO HapyxHasi cteHka BIIC cpacraercst c
BHyTpeHHel creHkoi TTI1C, a HapyxHas cteHka [1T1C cpacrtaercsi ¢ BHyTpeHHEH CTEHKOM
HIIC, c obpa3zoBaHmeM IBYyX KPYToOB 3JIEMEHTOB IIEPUCTOMA — SHAOCTOMA U 9K30CTOMa (e1lle
pa3 OroBOPUMCSI, YTO PeUb UAET B TAHHOM CJIy4ae O TUIIMYHOM Cllydyae pa3BUTHS JBOMHOTO
apTPOAOHTHOrO Mepuctoma). Cxema COXpaHSIOIIMXCS U pa3pylIalOIIUXC YacTeil KIETOK
STUX CJIOEB, MPEACTaBJICHHAs Ha pUC. 2, WLIIOCTPUPYET pa3BepTKy 1/8 yactu cpesa (coort-
BETCTBYSI, TAKUM 00pa3oM, AByM 13 16 3yGLIOB neprictoma). CxeMa Mo3BOJISIET BUAETh TOMO-
JIOTUYHOCTD 3y0110B mpocToro nepucrtoMa Dicranidae anemeHTamM aHI0CTOMA (BHYTPEHHETO
Kpyra JIBOWHOTO MEPUCTOMA) APYTMX MOAKIIACCOB, XOTsI 3yOlibl MpocToro neprucroma Di-
cranidae BHeNIHe CXOMHEBI ¢ 3yoramu sk3ocromMa Funariidae m Bryidaea 1 coBceM He TTOX0XKM
Ha 3JeMeHTHI uX 3HHocToMa (puc. 3). To, 4yTo 3yOuBI B pa3HbIX IPYIIIaX MXOB HE BCETIa I'o-
MOJIOTMYHBI IPYT APYry, OTMeYaau yxKe aBTopbl B XIX Beke, oOpaTuBIIME BHUMaHUE Ha TO,
YTO CJIoi, hOpMUPYIOLIUI HAPYKHBIA CIOPOBBIN MEIIOK, mpoaoskaeTcs y Dicranum B 3y-
Oell MPOCTOro mepucToMa, Toraa Kak y Bryum v Funaria 3TOT Xe clOii NMPOAOJIXKaeTcsl B
clioit, opMUpyIOmii TOHKWI TuieHYaThlii sHmocToM (Lantzius-Beninga, 1850, mut. mo
Maier, Price, 2014), cM. cxembl cripaBa Ha puc. 2. B cylHocTH TOT ke BeiBOA caenan I'. du-
smbep (Philibert, 1884a,b, ut. mo Taylor, 1962), otmMeTuBImmMii y Dicranum v 6JJU3KUX BUIOB
OTCYTCTBME Ha HApy>KHOI CTOpOHE 3yOLIOB CpeauHHOM JuHuu (puc. 3, Dicranum), KoTopasi
€CTh Y MXOB C JIBOMHBIM NIepuUcTOMOM (puc. 3, Bryum).

HecMoTps Ha cxoncTBO B pa3BUTHUM MEPUCTOMOB (puc. 1 1 2), X CTPYKTYpHOE pa3HO00-
pasue o4yeHb BeJuko (puc. 3). Cieayer TakxkKe OTMETUTb, YTO YMCJIO 3yOLIOB MepucToMa y
GOJIBIIIMHCTBA MXOB OIHO 1 TO Xe — 16. Ellle omHa o611ast 3aKOHOMEPHOCTh B CTPOEHUH TIe-
pHUCTOMAa COCTOUT B TOM, UTO Y IBOMHBIX TIEPUCTOMOB 3JIEMEHTBI HApY>XHOTO KpyTa, Win 3y0-
1IbI, €CJIM OHM HOPMAaJIbHO Pa3BUTHIE, Bceraa 060Jiee MOIIIHbIE, TMTPOCKOMMYECKHE, a 3JIEMEeH-
Thl BHYTPEHHETO Kpyra (CeTMEHTBI U PECHUYKM, OOBIUHO CUSIIME Ha 0a3abHO MeMOpaHe)
HEeXHbIe, Tpo3payHblie. [IprHAaNIEeXKHOCTh OCHOBHBIX TUIIOB CTPOEHUS TIEPUCTOMOB K TEM
WJIM UHBIM 3BOJIOLMOHHBIM JIMHUSM IOKa3aHa Ha puc. 2 U 3. Mbl BBIHYXI€Hbl B JAHHOM
cllyyae HeCKOJIbKO 3abexaThb BIIepel, MCIOAb3ysl caMble TOCAeIHUE JaHHbIe O (hUIOTeHUUN
MXOB, KaK IS TPOCTOTHI U3JIOKEHUSI, TaK U TTIOTOMY, YTO OHU He pa3 MyOJIMKOBaIMCh B 00-
3opax nociaenHux gecsatwietuii (Ignatov, Ignatova, 2003; Ignatov et al., 2017) 1, BO3MOXHO,
MMeEIOlIeecs y YuTaTelisi IpeACTaBlIeHUE O TIepucToMe ba3upyeTcs UMeHHO Ha HuX. U, Hako-
Hell, UMes OIpe/ieiIeHHOe MpeACTaBeHUue O pa3HooOpa3un o0beKTa, MPOIle OLIEHUTh BCE
MpPEBPATHOCTH Tpoliecca GOPpMUPOBAHUS JAHHOTO MPECTaABIEHUS.

2. UICTOPUA U3VUEHUA U CTAHOBJIEHUE COBPEMEHHOI'O
MMPEACTABJIIEHMA Ob OCHOBHBIX TUITAX CTPOEHUA TIEPUCTOMOB

WM. Tenur, KaK yXe OTMEUEHO BbIIle, MOJOXUI MEPUCTOM B OCHOBY Ki1accubUKaLUU
MXOB, IPUYEM CTPOCHUE MEPUCTOMA ObLIO OTPAXXKEHO UM B Ha3BaHMSIX POJOB. HAIPUMeED,
Tetraphis (c yeTblpbMs 3y0OLiaMu), Fissidens (C paciieruieHHbIMU 3youamu), u T.4. (Hedwig,
1801). B mocaenyromnux paborax CUCTEMaTUKOB MXOB TepBoii TpeTu XIX Beka Ha3BaHUSI pO-
JIOB Ha OCHOBE MPHU3HAKOB MEPUCTOMA YMHOXUJINUCH, IPUYEM HEKOTOpbIE U3 HUX, B YACTHO-
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Puc. 2. Cxema Tpex OCHOBHBIX THIIOB CTPOEHMSI apTPOAOHTHBIX MIEPUCTOMOB, XapaKTEPHBIX ISl TPEX MOIKIACCOB
kiacca Bryopsida. BIIC, TITIC, HITC — nepycTOMHBIE CJIOW: BHYTPEHHUI, TEPBUYHBII, HAPY>KHBII COOTBETCTBEH-
Ho. JIeBblit psim — pa3BepTku 1/8 cpesa pa3BuBaolerocsi ciopodura, rae MyHKTUPOM MOKa3aHbl pa3pylialonuecst
CTEHKM KJIETOK MEPUCTOMHBIX CJIOEB, a XUPHBIMU JIMHUSIMU — COXPAHSIIOLIMECs] CTEHKU, 0Opasylouiue 3yOLbl;
SKUPHBIMU CTPEJIKAMU — MECTa, Tlle COOTBETCTBYIOIIMII KPyr MEepUCTOMa paclICNieH A0 OCHOBaHUSI, TOHKUMU
CTpeJIKaMU — PAaCIIEIJIeH TOJbKO BBepxy. [IpaBee mokas3aH BUI CHAPYXXU: COOTBETCTBYIOLINX 3yOLIOB, € dJeMEH-
ThI 9K30CTOMA JaHbI KUPHBIMU JIMHUSIMU, SHIOCTOMA — TOHKUMHU JIMHUSIMU, TpaHu1lbl Ki1eToK BITC (He BUnuMblie
CHapyXu) — MyHKTUpoM. KpaiiHuii npaBblil psi: MPOAOJIbHBIE CPE3bl HUKHUX YacTeil 3yOLIOB MeprucToMa U Bep-
XYIIKA CIIOPOBOTO Melika (OTMEYeH 3BEe3I04KOIf), WuTiocTpupyiolue nponokeHue BITC B HapyXHYIO CTEHKY
CIIOPOBOTO MellKa (CxeMaTH4Hasl MepeprcoBKa YacTu wutocTpanuii Jlannuyca-benunra, mo Maier, Price, 2014)
st ponoB Bryum, Dicranum v Funaria.

Fig. 2. Scheme of three main types of arthrodontous peristomes of three subclasses of Bryopsida. BIIC, INI1C, HIIC:
inner, primary and outer peristomial layers (IPL, PPL and OPL) respectively. Left-median column shows 1/8 sector
of sporophyte transverse sections, where dash-line: cell walls decomposed during maturation; heavy lines: retaining
and incrassating cell walls; heavy arrows: places of splits to the base; thin arrows: places of splits only distally. Right-
median column shows teeth from outside (heavy lines for exostome, thin for endostome, dash lines for IPL cell bor-
ders not seen from outside). Right column of longitudinal sections through bases of adult peristomes of Funaria, Di-
cranum, and Bryum, shows that the layer forming the outer spore sac continues into inner amphithecial layer and plays
different role in peristome formation, thus “teeth” of Dicranum and “teeth” of Bryum and Funaria are not homo-

logues (schematically redrawn from Lantzius-Beninga, 1850, cited from Maier, Price, 2014).

ctu, Anomodon v Antitrichia SBHO OTpaXXaloT claOble BO3MOXHOCTHA ONTUKU TOTO BPEMEHM:
IepBOoe Ha3BaHME O3HadYaeT “‘C aHOMaJbHBIM ITepucToMoM”, mockKoubkKy B.JI. I'ykep u
T. Taiinop omMOOYHO ONPENESIVIN TTOJOKEHNE CETMEHTOB SHAOCTOMA KaK PaCIOJIOXKEHHBIX
MeXIy 3y0liaMu 9K30CTOMa, a He BO BHYTPpEHHEM Kpyre; Bo BTopoM citydae C. bpunmenb cuen
pacroJiokeHue 3yOIIOB 2K30CTOMa M CErMEHTOB 3HIOCTOMA CYMPOTUBHBIM, UTO TaKXe
HE COOTBETCTBYET lieiicTBUTEIbHOCTU. COBEpILIEHCTBOBAHUE ONITUKU U €€ JOCTYITHOCTh MPU-
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Bryidae

Dicranidae

Funariidae

Hypnales
Hookeriales

Hypopterygiales
Ptychomniales
Hypnodendrales
Aulacomniales
Hypnodendrales
Orthodontiales
Orthotrichales
Rhizogoniales
Bryales
Bartramiales
Hedwigiales
Splachnales
Dicranales
Grimmiales
Pseudodirichales
Bryoxiphiales
Scouleriales
Catoscopiales
Timmiales
Disceliales
Encalyptales
Funariales
Gigaspermales
Diphysciales
Buxbaumiales
Polytrichales
Tetraphidales
Oedipodiale
Andreaeales
Andreaeobryales
Sphagnales
Takakiales

Tetraphis pellucida

Puc. 3. ®uoreHeTnueckoe JAPE€BO MXOB, IMOKa3bIBAIOIICEC TMOJTOKEHUE TTOPAIKOB B CUCTEME U TIPUMEPBI CTPOCHUA

MEPUCTOMOB.

Fig. 3. Phylogenetic tree of mosses, showing systematic position of orders and peristome structures.

BeIM K ToMmy, 4To cepenuHa XIX Beka crtana OoraToil Ha 3amedaTeSIbHbIE OTKPBITHUS; B
MepBYIO ouepeb clieyeT BCIOMHUTB padoTty B. 'odmMeiicTepa o uepenoBaHuIo MOKOJIEHU
y pacrenumii (Hofmeister, 1851). B 6puosoruu ke B TO BpeMsl ObLJIA BBISIBJICHBI BCE TPU OC-
HOBHBIX THIIA CTPOSHUS MEPUCTOMOB (pHUC. 2), OTHAKO OCO3HAHUE BaXKHOCTU UX CTPYKTYp-
HBIX OCOOEHHOCTEI U Mpeodpa3oBaHuii, KOTOpbIe ObIIIM BIIOCIEACTBUU YUTEHBI MIPU pa3pa-
0GOTKE CUCTEMBI MXOB, ITPOU3OIILIO CITYCTS ASCSATHIIETHS;, STOT MPOIIecC, KaK MBI TTOITBITaeM-
Csl OKa3aTh, HE 3aBEPILEH U MO ceil NeHb.
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Hano cka3zatb, uyto B 1855 romgy 6nu10 3akoHUYeHO uznaHue “Bryologia Europaea” (Bruch
et al., 1836—1855) — (pyHmaMeHTaIbHOM CBOJAKM, WJLUTIOCTPUPOBAHHON HE OMHUM JECSTKOM
TBICSY U300paKeHUI neTaneil CTpOeHUs BCeX BUIOB MXOB, BcTpevatomuxcs B EBporte, mpu-
YeM MOYTH JUIST BceX OBLIM JaHbl PUCYHKHU TiepucToMa aHdac U B MpoGdWIb, B TTOCAECTHEM
cllyyae Ha paaraJbHOM cpe3e yepe3 YCThe Kopooouku. KiteTku ycThsi KOpoOOUKM XOTS U ObI-
JIM TPOPUCOBAHBI, HO MEJIKO, TaK UTO OOJBIIMHCTBO 3TUX WJUTIOCTPALIUil He MO3BOJISIET ysiC-
HUTb CTPOCHME TIEPUCTOMA, KOTOPOE, OMHAKO, ObLI0 U3ydeHo OoJiee TiiateabHo C. JlaHmny-
com-benunra (Lantzius-Beninga, 1847, 1850; cM. TakKe KOMMEHTHMPOBAHHBIN TepeBOJ
Maier, Price, 2014). CnemaB mpogoabHBIE CPe3bl IIEPUCTOMA ASCSATKOB BUIOB, OH HAIlle]I IBa
BapHMaHTa TOTO, BO YTO MPOAOJIKAETCST HapyKHasl CTeHKa CITOPOBOTO Melka: y Dicranum — B
3y0elr “HapyXKHOro nepucrtoma”, ay Hypnum — B 3y0en1 “BHyTpeHHero rnepuctoma”. CMBICI
3TOro HabJIIONEHUSI Mbl OOCYIMM YyTh HIXE, TTPU 00CYyXIeHUU paboT Punmnbepa.

JIpyruM BaskHBIM HaOJIOIEHUEM CTAJIO MOApa3aeieHrue TUTIOB CTPOSHMST TIEPUCTOMOB Ha
apTPOAOHTHBIE U HEMATONIOHTHBIE, cAenaHHoe B. MutreHom (Mitten, 1859), B o61iem-to,
MOXOIs1, MPU TPYIIUPOBKe poaoB MxoB Bo Dyiope BocToka MHauu. MUTTEH OTMETUJI, UTO
Buabl Polytrichaceae He MMeIOT MOMEpPEeYHBIX MEPEropoIOK Ha 3yOliax, KOTOPhIE €CTh Y BCEX
MPOYUX MXOB, YTO OOYCJIaBINBAET UX YJICHUCTHII BUJL.

CrnenyeT OTMETUTD, YTO 3TU HAOJIOAEHUSI OTHOCSTCS K TOJapBUHOBCKON 31OXe, BpeMe-
HU, KOTJIa OJUH U3 Beaylux 6projioroB Mupa Kapna Miojuiep paccMaTpuBaj CTpOSHUE MXOB
yepe3 Mpu3My KpeallMoHM3Ma, OOBbSICHSISI pa3inirs BUIOB U POIOB MXOB Uepe3 pa3indusi B
COOTHOIIIeHUHU 37eMeHTOB TBopeHus (Miiller, 1853, nut. mo Frahm, 2012). MabiMu ciioBa-
MM, KoTAa OOTAaHUKHW pacriojiarajii poabl PacCTeHUI B “eCTeCTBEHHBIE” CUCTEMBI, UIEs O
TOM, YTO OJTMH THUIT CTPOSHUSI MOXKET MPOUCXOAUTD U3 IPYTOTO, elile He Oblj1a caMa coboii pa-
3yMeloLencs.

Crenyloleit BaxXHoi paboToii, BRISIBUBIIEH (DyHAAMEHTAJbHYIO OOIITHOCTh paHHUX CTa-
IWiA pa3BUTUSI TIEPUCTOMOB Yy pa3HbIX IpyI BUAOB, ctaja pabora ®. Kunuu-Tepiodda
(Kienitz-Gerloff, 1878), koTopast u 110 ceii 1eHb OcTaeTcsl OAHOI 13 HanboJiee TTOJHbIX U Ae-
TaJIbHO WJLTIOCTPUPOBAHHBIX CBOJIOK. B Heil 1moka3aHbl repBblie AejieHus criopoduTa (Haur-
Hasl CO CTaluM B HECKOJIBKO KJIETOK), CTaIUM Pa3BUTHSI CJIOEB, JAIOIINX U TIEPUCTOM, U CIO-
POTEHHYIO TKaHb, KOTOPbIe MHOTOKPAaTHO MCIIOJIb30BAJIMCh BIOCJICICTBUU B y4eOHUKAX U
0030pHBIX CTaThSIX.

Bckope mociie 3TOro O6GBEMUCTBI TPYIL O CTPOCHHMU TEepUCTOMa ObUT OMyOJMKOBAH
T'. ®unnbepom B cepuu 18 HEOOMBIIMX cTaTel (IPIMOE OTHOIIIEHNE K TaHHOM TeMe UMeIOT 14)
(Philibert, 1884a—1889b). B Hux paccMaTpuBaeTcsi 00JbIIIMHCTBO TUTIOB CTPOEHUSI TIEPUCTO-
Ma MXOB Y BBOJSITCSI TEPMMHBI “TaIlIOJIEIIMAHBIN nepucToM” (3y0ell Hapy>KHOTo IieprucToMa
Ha JOPCaJIbHOM CTOPOHE HE pas3lelieH CPSAUHHOMN JuHMeil) 1 “ TUIII0Je MU IHbIIA TeprucTomM”
(3ybel] Hapy>KHOTO MepUcTOMa Ha TOPCATbHOI CTOPOHE pa3/iesieH CPeAUHHOMN TuHue). 1o
BaXXHOE pa3jiMueHre B COBPEMEHHOM TUTepaType HEPEIKO MPeACTaBIsIeTCs Tak, 4To Puitn-
6epy MBI 00s13aHBI TIOHUMAaHKWEM TOTO, YTO 3yOIIbl TaTIOJIETUAHOTO MIEPUCTOMA TOMOJIOTY -
HBI 9HIOCTOMY, & HE 9K30CTOMY, ITIPUTOM, UTO TIEPBBII 1O CBOEMY CTPOSHUIO U POJIU B TIPO-
liecce paccerMBaHMsI CIOp ropasno 6osiee CXONEeH C 9K30CTOMOM, YeM ¢ dHIocToMoM. Ha ca-
MoM Xe aene @Puiubep nucaj, YTO y AWKPAHOBBIX MXOB 3HIOCTOMA (BHYTPEHHErO
rnepucroma) BooOIlle HeT, a paboThl JlaHmnyca-bennHra oH, Bo3amoxHo, 1 3Han (Maier,
Price, 2014), Ho Hurne Ha HUX He cocliacs. Pa6oTel @unnbepa HAITMCAHBI ITO-(PPaHIIYy3CKU,
CyJISI TI0 BCEMY, TAKUM SI3IKOM, YTO HE BCEM OBLJIO MO CHITY UX TTpodecTh. [IIupokoe BHUMa-
nue K HuM nipusiek E.K. Toaiimop (Taylor, 1962), KOTOpBI M3T0XWI MX HA aHTJIUNCKOM
sa3biKe. Bo BBeneHUM K cBoeMy “riepeBoay” Taiijlop oTMeUaeT, YTO 3TO He BIIOJHE OObIYHbBIHN
MepeBo, MOCKOIbKY TeKeT Punnbdepa n300UIyeT OTCTYIUICHUSIMU CAMOTO Pa3HOTO TOJIKA,
MaJIo OTHOCSIIIIMMUCSI K CYTH Jiela, TaK UTO 0ObeM TeKcTa “riepeBofa’” MOJIyuusicsl MeHee
TpeTH 0ObeMa OPUTUHAIBLHOTO TEKCTA.

Pa6oTel @unubepa (mocieaHsst U3 KOTOPBIX BhIIIIA B 1896 T.), BO3MOXHO, U HE CTaJIU ObI
CTOJIb IIIMPOKO M3BECTHBIMM, €CJIM Obl BBIIEJICHHbIE UM THUITBI CTPOCHUSI TIEPUCTOMOB, B
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MepBYIO ouYepeb, pa3iesicHUe MXOB ¢ apTPOJOHTHBIMU TIEPUCTOMAMM Ha TPYIIIbI rarJioje-
MUIHBIX U ITUTUIOJENUAHBIX (OCTaBUM MOKa 3a CKOOKaMM TPETHid TUII, FeTepoJICTIUIHbIC,
npencrasaeHHbIl y Encalyptaceae), He jieryiv B oCHOBY Kjtaccudukanuu MxoB M. Dneiite-
pa B “Die Musci der Flora von Buitenzorg” (Fleischer, 1900—1923). HecmoTtpst Ha BBITIISIAS -
Iee oYeHb “y3KO JOoKaIbHBIM’ Ha3BaHue (Buitenzorg — crapoe rojuraHmckoe Ha3BaHUE T'O-
pola Ha 3amajae ocTpoBa fBa B UHIoHe3M1), UMEHHO BO BBEICHUU K IIEPBOMY M3 YEThIPEX
TOMOB 3TOi1 (bJIOpHI ObLJIa MpUBEIEHA CUCTEMa MXOB, BIIOCJEICTBUU B3siTasl, KaK OObIYHO
cuutaetcs, B.®. bporepycom st o6padboTku MxoB B MupoBoM Maciitadbe B Pflanzenreich
A.A. Durnepa (Brotherus, 1903—1909); Bo BTopom uznanuu 3toii ¢dopsl (Brotherus; 1924—
1925) npeacrapieHa cuctema, 1o KOTOpPOi pacroiarajiv poibl MXOB U B repbapusix, U B my0-
JINKAIMSX, Ha TIPOTSKeHNU Beero XX Beka, HasbiBas ee cuctemMoi Preiirepa—bpoTepyca.
CripaBeJTMBOCTH paiyv YTOYHUM, YTO OpUTMHAJIbHAs cuctema Dieitiepa nennia 6pueBbie
MXU (T.€. MXM 32 UCKJIIOUeHUEM C(harHOBbIX, aHAPEIECBBIX U apXUAMEBbIX) Ha 3 TPYIINbI He-
ornpenesieHHoro paHra: Arthrodontei (¢ Tpemst noarpynmnamu: Haplolepideae, Heterolepideae
u Diplolepideae), Amphodontei (6ykc6aymuesbie) u Archodontei (TerpacducoBbie, MOJIUT-
PUMXOBbBIE U JABCOHUEBBIE, T.€. HEMATOMIOHTHBIE B COBPEMEHHOM MOHUMaHuN). B mepBoMm n3-
IaHWY CBOJKM bpoTtepyca cTpoeHue meprucToMoB He ObLIO TJIaBHBIM MPU3HAKOM, Ha KOTO-
poM ocHOBBIBaJIaCch cucteMa; bporepyc cienoBan aBropurety Illlummnepa, kotopsiii B “Cor-
ollarium Bryologia Europaea” (Schimper, 1856) cunrtan BaxkHEHIINM pasneieHe MXOB Ha
BEpXOIUIOAHBbIE M OokoruiogHbie (cdarHoBbie lIumriep MxamMu He CUUTal, aHApPEIEBbIC
BKJIIOYAJ B BepxoruioaHbie). [1pu atom BpoTtepyc B riepBoM M3maHUM HUKAK HE CIPyTIIUpO-
BaJI CeMENCTBA BEPXOTUIOIHBIX MXOB, XOTSI TIOPSIIOK UX PACIIOJIOXEHUS OoJiee U MEeHee CO-
OTBETCTBOBaJI TOMY, KoTopblii TpuBomus Preitmrep (Fleischer, 1900—1923). Bo BTopoM u3-
nanuu (Brotherus, 1924—1925), B Pflanzenfamilien DHruepa, cucrema MXOB BKJItoyajia Tpu
nonakiacca (carHoBble, aHApe3eBbie U OpueBbIe), a OpueBbie TPYIINUPOBAINCH B 14 TIopsia-
KOB, KOTOpbIe 00pa30BBIBAJIM 3 HaAMoOpsiIKa: HacTtosiue 6pueBbie (11 mopsiakos), Oykcoay-
mueBbie (1) 1 mosuTpuxoBbie (2 MopsiaKa, MOCKOJIbKY TaBCOHWEBbIE MPUHUMAJIUCh B paHTe
OPSIAKA).

YT006BI MOHSTH, HACKOJIILKO CUCTEMAaTHKa TeX BpeMeH “3a0bIBaja” WM ITyTajla BaXKHBIC
TMOCTVKEHUSI B U3yYEHUN CTPOSHUS TIEPUCTOMA, MOXXHO PACCMOTPETh, KAK MEHSUIOCH TIPEI-
CTaBJIeHWE O HEMATOAOHTHOM TepucToMe. M3HauaabHO OH ObUT OMpenesieH Kak MepucToMm,
3y0Ibl KOTOPOI'O HE UMEIOT MoTepeyHbIX neperoponok (Mitten, 1859). @unubep coxpaHuU
9TO MOHUMAaHME U OTHeC Tetraphis K apTpOJOHTHBIM MXaM, MOCKOJIbKY €ro 3yOIibl ObLIN pa3-
JIeJICHBI TTOTIEPEYHBIMU MIEPETOPOIKAMM, XOTSI U OTMETHIT €r0 U30JIMPOBAHHOE MOJIOKEHMUE.
Dneiiep 06beaMHMI TeTpadUCOBBIE, MOJIMTPUXOBLIE U NJaBCOHUEBBIE B Archodontei. Bpo-
Ttepyc (B cBoeii cucreme “dneitmepa—bporepyca”) otHec Tetraphis B Hagnopsaok Eubry-
ales. luxkcon (Dixon, 1932) Bkitouun Tefraphis B HEeMaTOAOHTHbBIE, KyJa OH OTHEC TaKXe
Buxbaumiales, Diphysciales, Schistostegales u Calomniales (mocienHuii mopsiioK yxe c ce-
penrHbl XX BeKa BCEe OTHOCST K MeYeHOYHHUKaM). Bbiaessst rpynny HeMaTOIOHTHBIX MXOB,
JnKcoH obpaliiayl BHUMaHUe Ha TUTAaCTUHYATYIO TIPOTOHEMY M KOPHEBUIIIEOOpa3HbIe CTPYK-
TYPBI, TIOCKOJIBKY TIEPUCTOM Y Schistostega TIOJIHOCTBIO PEIyIIMPOBaH, a Y IEYeHOYHUKOB €TO
U B IMIPUHIIUIIE OBITH HE MOXeT. TaknM 06pa3oM, ITOCTETTEHHO CMBIC]T HEMAaTOJOHTHOCTH M3-
MEHUJICS: K 3yO11aM TTOJIMTPUXOBOTO THTIA Yallle BCEro J00aBJISUIM MTPOYME TUTIBI CTPOSHMUS, Y
KOTOPBIX KJIETKU TEPUCTOMHBIX CJIOEB OCTaBaJIMCh 1IeJIbHBIMU. KICITONB3ysl 3TO omnpeaee-
Hue, Puinubep oTMevas, 4YTo, B CYIIIHOCTU, HEMAaTOJOHTHBIMU SIBJISIETCS] YacTh BUIIOB poja
Encalypta, ocoberno E. longicollis, y KOTOpOIi 3yOLibl TIEpUCTOMA TOCTUTAIOT 5—6 KJIETOK B
TOMIIMHY. BMecTe ¢ TeM, MpakTHYeCKH TOT 3Ke caMblii (DaKT 06pa3oBaHUsT 3yOIIOB M3 ETbIX
KJIETOK, OTMeUeHHBIN 1 JlaHmycoM-bennnra, u camum OunubepoM wist Splachnum, ove-
MY-TO He J1aJI eMy ITOBOJI Ha3BaTh TaKol ImepuctoM HeMaTomoHTHBIM. I11. DaBapnc (Edwards,
1984) ocraBus B TpyIle BUAOB C HEMATOAOHTHBIM IepUCTOMOM ToJIbKO Polytrichaceae u
Tetraphidaceae, XOTsI ¥X OTJIMYMSI OOCYKIAIOTCS B TEKCTE CTOJILKO pa3, 4TO BOOOIIE HEIO-
HSITHO, TTOYeMY, COOCTBEHHO, Tefraphis oTHeceH B 3Ty rpynmny. bojiee Toro, 0630p DaBapaca
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(Edwards, 1984), koTopblii Ha TaHHBII MOMEHT B MUPE SIBJISIETCSI U CaMbIM TIOCJICIHUM, U
HauboJiee MOJTHBIM, HalleJIeH Ha J0Ka3aTeJIbCTBO TOTO, YTO TEPUCTOM TTOJUTPUXOBBIX BOOO-
IIIe He TOMOJIOTMYEH apTPOJIOHTHOMY MEPUCTOMY, U TIpeACTaBIeHUE 00 X TOMOJIOTUM BO3-
HUKJIO TPOCTO U3-3a TOTO, YTO UX Ha3bIBAIIM OTHUM U TEM K€ CJTOBOM.

HeTt cMbiciia mpuBOAUTH TTpOUME, ellle 6oJiee BUTHUEBAThIE SKCKYPChI O APYTMX TEPMUHAX
WA, €CJIV YTOOHO, “TIOHMMAaHUSIX” pa3HbIX TUIOB CTpOeHUs neprctoMa. OTMETUM JIUIIb
3/eCh TOT Xe acmnekT, KoTopblit ormevanu u L. Onapac (Edwards, 1984), u B.H. Tuxo-

mupos”* (Tikhomirov, 1987), Korza MUTpalMsI TEPMIHA 13 06JIacCTH MOP(OIOTHHU B CHCTE-
MaTUKy M O0OpaTHO “TUITHOTU3UPYET’ U HE30PUEHTUPYET McciemoBaTelieii. TUXOMHPOB
MIPOVJLTIOCTPUPOBAJT 3TO Ha, Ka3aJloch ObI, BCEM TMOHSITHOM TEPMHMHE IIBETOK, OTIEIbHBIC
MMPU3HAKN KOTOPOTO, OOBSIBIISIBIINECS TEMU MM MHBIMU aBTOpPaMU KJIIOYEBBIMU, BEJIU TO-
VICKU TIpeJIKa MOKPBITOCEMEHHBIX 10 JIOKHOMY CJIEIY.

I1pu Bceit TOYHOCTH OTHENBHEBIX HaOMoaeHNi uccnenoBaTeieit XIX Beka oHU He o6paTtn-
JIM BHUMaHUS Ha YIUBUTEIbHOE MOCTOSTHCTBO YMCIa KJIETOK B TIEPUCTOMHBIX CTOsIX. Briep-
BbIe 9TO caenanu A. OBaHc u I'. I'ykep (Evans, Hooker, 1913), noka3zaBuiue, 4To Ha romnepey-
HbIX cpe3ax Ceratodon purpureus TpU TIpUJieralone K dHAOTEIUIO CJIOST CIOXKEHbI, CUMTAs
CHapYXU BOBHYTpPb, 48-10, 24-Ms1 1 32-51 KJIeTKaMM COOTBETCTBEHHO. DTOT daKT HaIlpaBuJ
X. briomkBucra u JI. Po6epTCOH K pa3BUTUIO HAOIIONEHUI B 3TOM HaIlpaBJIEHUM, U B UTOTE,
Ha TipuMepe u3ydeHust pa3Butus Arrhenopterum (Aulacomnium) heterostichum, onu ccopmy-
JINPOBAJIM TIpENICTaBIeHUEe 00 0CO00 BaXKHOM POJIM CPETHETO U3 TPEX CIOEB aMMPUTELIMST, KO-
TOPBIIt OHM HA3BaJIM ITEPBUYHBIM ITEPUCTOMHBIM ciioeM, ITT1C, naB Takke Ha3BaHUS U ABYM
npyrum ciosim, HITC u BIIC (Blomquist, Robertson, 1941). Euie yepe3 HekoTOpoe BpeMsi
BnBapac (Edwards, 1979) npennoxusl 4McIo KJIETOK B MEPUCTOMHBIX CJIOSIX OTOOpaXxaTh B
Buae opMyiibl, 6epsi MPU 3TOM HE BCIO OKPYKHOCTb, a JIUIIb €¢ BOCbMYIO YacThb, TaK YTO
GopMyIIBI OKa3aJUCh HAVISIMHBIMU 1 YOIOOHBEIMU (pHC. 2) W BOIIUIM B IIIMPOKOE YIIOTpeOe-
Hue. /IBe padotel OaBapaca (Edwards, 1979, 1984) o ctpoeHuu nieprcToma CTajli XpecToMa-
tritHeiMU. [ToMuMo popmyit repricTomMa, B HUX MOAPOOHO 00CYKIaeTCsl B3aUMOOTHOIIIEHHUE
IPyNIl MXOB Ha OCHOBE TOMOJIOTMU OTAEJBHBIX CTPYKTYp. B MeToaumyeckom OTHOIIEHUU
COOCTBEHHbIC HOBBIE MCCJIeIOBaHUS DaBap/ca MpoaoKuau Tpaguiuio Jlanumyca-beHrH-
ra: OHM OCHOBaHbI HA U3YYEHUU PA3BUTHIX TIEPUCTOMOB, C UCITOJb30BaHUEM TIPOIOJIBHBIX
cpe3oB. M3 paboT 3Toro nukiia cienyetr otMeTuTh enle 0630p C. Kpeynena (Kreulen, 1972).

Hamnpasnenue, Hauyatoe Kunui-I'epnodpdom n npogokeHHOE B YIIOMSIHYTHIX paboTax
OBaHca u I'ykepa, a 3atem biomksucra u PobeprcoH, u psiae apyrux pador (Wernderoth,
1931; Saito, Shimoze, 1955; Saito, 1956; Snider, 1975; Stone, 1961; Mueller, 1973), ocHoBaH-
HOE Ha U3YYEHUU PAaHHUX CTaINii pa3BUTUS CIOPOMUTOB, ObLIO MPoaokKeHOo B 1980-¢ roabl
A. J1. oy c coaBropamu (Shaw, Anderson, 1988; Shaw et al. 1987, 1989a, b). B aTux padorax
ObUIM TIIATEIHLHO OMMCAHBI METaIu Pa3BUTUS MEPUCTOMOB OCHOBHBIX TUITOB: TaruIOCITHI-
HBIX MXOB (C dopMynoii nepuctomMa 4:2:3) M OUILIOJEIIMAHBIX MXOB KaK C CYIPOTHUBHBIM
(c 4:2:4 cymp.), TaK U C OYEPEAHBIM TUIIOM PACIOJOXEHHUSI 3JIEMEHTOB IleprucTOMa
(c 4:2:4 ouep.). BnocaeacTBuu paboThl 3TOr0 HaIpaBieHUS TMTPOAOKUINUCH 1T 0CO00 MH-
TepecHbIX 00beKTOB (Schwartz, 1994; Goffinet et al., 1999; Estébanez et al., 2006; Budke et
al., 2007; Shimamura, Deguchi, 2008).

OcHoBHas1 mpobJaeMa, KoTopasi BOZHMKJIA B pe3yJbTare paboT 3TOro IMKja, CBs3aHa C
Diphyscium (Shaw et al., 1987). BoisicHunocsk, uto nniepuctom Diphyscium IpOXOIUT B CBOEM
pa3BUTUU cTaauio 4:2:3, XxapaKTEpPHYIO ISl TaruIoJIEMUIHBIX MXOB M, KakK Telepb U3BECTHO,
JIUTUTIOJIETTUIHBIX OYePEIHBIX, KOTOPbIe B (DUIIOTEHETUYECKOM JApeBe oTnesieHbl oT Diphysci-
um Tpajoi, 06pa3oBaHHOM IPyIIaMM ¢ CYITPOTUBHBIM PACITOJIOXEHUEM 3JIEMEHTOB 9K30- U
SHIOCTOMAa. BO3MOXKHBIN OTBET Ha 3TOT BOIIPOC OOCYKAAeTCsT HUXKE, TIe UIET pedb O CTPOE-
Huu niepuctoma Catoscopium.

4 Tuxomupos B.H. 1987. TTpoucxoxaeHne MOKPHITOCEMEHHBIX paCTeHUI U “TUITHO3 1iBeTKa”. — Broy. Mock. o-Ba
ucneitateneit npupoasl. Ota. buosn. 92(6): 86—92 (In Russ.).
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3akaHuuBasi 0030p pabot XX Beka, HeJIb3s1 HE OTMETUTh ABE BbIIAIOIIMECS ITyOJIUKaLIUU,
XOTSI U HE MPUBHECIIME HOBU3HBI B KOHTEKCTE JaHHOro o630pa. Bo-mepBhiX, 3T0 pabora
Heiina Mionnepa (Mueller, 1973) 1o pa3BUTHIO TTepyUCcTOMa C UCIOJIb30BAaHWEM TTOSIBUBIITNX-
Ccd K TOMY MOMEHTY BO3MOXKHOCTE TPAHCMMCCHOHHOM 3JEKTPOHHON MUKpocKomnuu. J1o
HACTOSIIEro BpeMEeHHM HET HU OAHOM paboThl, CPABHUMOI € Heil Mo JeTaJbHOCTU XapaKTe-
PUMCTHUK BCeX CTamuii pa3BUTUS nepuctomMa. Bropas pabota mo pazsutuio nepuctoma Poly-
trichum I'. Bennepora (Wenderoth, 1931) oTiuyaeTcst AeTaIbHOCTbIO OMMCAHUIA IEPBBIX KJIe-
TOYHBIX ACJICHUI, CO3AAIIINX KPECTOOOPa3HYIO CTPYKTYPY, KOTOpbIe HE ONMUCAaHbl HUKEM
6oJiee CTOIb MOAPOOHO; HEOOIbIIIAs YaCcTh MX MoKa3aHa Ha pucyHke (puc. 1C).

Kpowme toro, HauuHas ¢ 1970-x rogoB, CTpyKTypa NEPUCTOMOB Oblia 3aMedyaTeIbHbIM 00-
pa3oM mn3ydyeHa ¢ moMoibio COM u ony6InKoBaHa IS COTEH BUIOB MXOB. OTHOCUTETbHAS
JIETKOCTh TTPOOOIOATOTOBKM U (hOTOTEHUYHOCTh U300pakeHUi cheyaad ux MpeKpacHbIM
WITIOCTPATUBHBIM MaTepUAIOM, a TAKXKe XOPOIITUM TTOACITOPbEM TSI CUCTEMATUKU Ha YPOB-
He BUIOB M, UHOTIA, ponoB. JJIsi BRISCHEHUS e TOMOJIOTMU U BBIBOAOB, MMEIOIINX JAIEKO
WOyIIKe TTOCAeACTBYSI, 3TOT METO/ Najl Ha yauBJIeHWe HeMHoro. Hampumep, 3aMeuyaTebHO
npencrasieHHbie B padote M. Jleuncku (Lewinsky, 1989) Ha COM ¢bhOTO MeprcTOMBbI OpPTO-
TPUXOBBIX MaJIO TTIOMOTJIU MPU TTOMBITKE PEIIUTh MPOOJIEMBI X CTPOSHUST U OOBSICHUTH MOP-
docTpyKTypHBIE TIpeoOpa3oBaHusl B 3Toil rpyrme. [Ipyroii mpumep — MoOpdOCTPYKTYpHBIE
MMpeobpa3oBaHMsT TIEPUCTOMOB SHKAIUIIT, BEJIUKOJEITHO MPOWJITIocTpupoBaHHbie JI. Xop-
ToH (Horton, 1982—1983) ¢ momoipio COM; ciemyer, OOIHAKO, OTMETUTh, YTO CYTh 3THX
peoOpa3oBaHUil, XOTS U HE CTOJIb HAMISIAHO, Obula onucaHa eile Puinbepom (Philibert,
1889).

3. CTPOEHHME ITEPUCTOMA B CBETE JAHHBIX
O MOJIEKYJIAPHOU ®UNITOTEHMHN MXOB

Bropoii Homep amepukaHckoro kxypHana “The Bryologist” 3a 2000 rom, 6e30 BCSIKOTro
MpeyBeTMYESHMS, TTOJIOKUI Hauyajlo HOBOM 9Pbl B pa3BUTUN CUCTEMATUKU MXOB. B HeM Obliia
OIyOJIMKOBaHa MoadopkKa 13 6 craTeil, Ha CPaBHUTEIBLHO OOJIBIINX BHIOOPKAX IPEACTABUB-
111as1 TIepBble KPYITHbIE PE3YIbTaThl MOJIEKYJISIPHO-(DUIOT€HETUYECKOTO aHaJIM3a MXOB, KakK B
LICJIOM JUISI BCE TPYIIIBI, TaK U I KpyImHBIX ee BeTBeil (Newton et al., 2000; Cox et al.,
2000). Xots mocaenyonie padoThl M BHECIN BaXKHbBIe U3MEHEHMsI, 00IIast KapTUHA, Tpe/I-
CTaBJICHHAsI B TMX TEPBBIX CTAThsIX, OCTAETCS HEU3MEHHOM 10 HACTOSIIIETO BpeMEHM U, Be-
pOSITHO, coxpaHuTcs U B OyayuieMm. OnyonnkoBaHHas B 2019 rogy ¢uioreHust MXoB Ha oc-
HOBE MOJIEKYISIpHO-(PUIOTeHETUYECKOro aHajiu3a OorpoMHOro Maccuna aaHHbix (Liu et al.,
2019), B cylIHOCTH, TOJIBLKO TTOBTOpUia pa6othl 2000 roga, yToUHUB AeTalu, HE CYIIIECTBEH-
HbIE B KOHTEKCTE JaHHOTO 0030pa.

®dunoreHeTnyeckoe ApeBo MXOB (puc. 3) MpeacraBieHO 6a3aabHOI Tpagoii, HAYMHAKO-
1Ieicsl ¢ TaKaKueBbIX U carHoBbix. OHU, U CleAyIolle 32 HUMU aHApPedeBbIe, aHAPEI00-
pueBBIe ¥ SIUNOANEBBIC HE UMEIOT M HUKOIMa He uMelin neprcroma (Shimamura, Deguchi,
2008). 3aTeM ciienyoT IpeacTaBUTEIM IPYIIIL, IIEPUCTOM KOTOPHIX 00pa30BaH LIeIbIMU KJIET-
Kamu, T.e. HematomoHTHBIe Mxu (Tetraphidaceae, Polytrichaceae); mamee ciemyior Bux-
baumiales, IIeprCTOM KOTOPBIX UMEET CJI0KHOE CTPOSHME U OOBIYHO CUMTAETCsI COBMeEIIAl0-
LIMM CTPYKTYPBI U apTPOIOHTHOTO, U HEMATOIOHTHOTO MEPUCTOMOB, YTO OOCYXXIAETCS HU-
xe. CienyioliuM B Tpajae HaxoauTtcsi nmopsinok Diphysciales, ¢ nmepucroMmoM, BO MHOTOM
cXoIHBIM ¢ Buxbaumiales, HO OOBIYHO CUMTAIOIIMMCS YK€ TTOJTHOCTBIO apTPOIOHTHBIM. Jla-
Jiee HAYMHAETCsT y4acTOK I'pajbl, HauboJiee CUILHO PasHSIIUICS OT OOHOTO aHaIu3a K Ipy-
roMmy (B 3aBUCHMOCTH OT Habopa HCceayeMbIX 00pa3iioB ¥ MeTOIOB aHaimn3a). OH BKIIIoYa-
et 5 mopsakoB: Gigaspermales, Funariales, Disceliales, Encalyptales m Timmiales. [1epBbrit
U3 3TUX S5 TOPSIIKOB HE MMEET MpeacTaBUTeNeil ¢ IepUCTOMOM, a y OCTaJIbHBIX MEPUCTOM
(ecau pa3BUT) UMEET CYNIPOTUBHOE PACIONOXEHUE JIEMEHTOB 9K30- U dHIocToMa. B pas-
HBIX BapMaHTaX aHaJIu3a MOCJeIHUE YEThIPe TTOpsiiKa OKa3bIBAlOTCS B 6a3ajIbHOM IT0JIOXKe-
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HUM IBYX TEPMUHAJILHBIX Kiaa, Bryidae u Dicranidae, niu yacTh mOpsiAKOB IpyInupyeTcs
JIpYT C IPYroM, ONHAKO, B JIIOOOM cilydae, 3T 5 MOPSAKOB HUKOTAA HE 00pa3yloT KJalbl.
ITpu TOM, 9YTO MEPHUCTOMBI ITUX TPYIIT CXOAHBI CYIIPOTUBHBIM PACITOJIOXKEHNEM 3JIEMEHTOB
9K30- ¥ 9HIOCTOMA, 00111ee UX CTPOEHUE OTINYAETCSI HACTOJBKO CUJIIBHO, YTO B “IIOMOJIEKY-
JISTHYIO 310XY” UX CTaBWIM B TPU Pa3HbIE YaCTU CUCTEMbI MXOB, HE Tperoiaras Mexmuny Hu-
MU CKOJbKO-HMOYIb OJIM3KOro POACTBA.

JIBe TepMUHAJIBHBIE KJIaIbl, BKITIOYatoIIre 60JbIyio 4acTh (90%) HBIHE XXMBYIINX BUIOB
MXOB, TIPUMEPHO 1O 5—6 THICIY BUIOB KaXnas, UMEIOT MEPUCTOMBI, CTPOCHUE KOTOPBIX
CXOIHO MEXIy cO00i1 HaCTOJBKO, YTO OHO BOIIUIO B MX Ha3BaHMSI, OCOOEHHO B aHTJIMIICKOM
SI3bIKE, B KOTOPOM KpPaTK1Ee HEOJOTU3MBbI JIETKO MPUXKUBaOTCs. TakuM oO6pa3oM, B 0OUXOI-
HBIi SI3bIK OpMOJIOTUYECKOM JIMTEpaTyphl TTOCJIEIHETO ACCATUIETUSI TIPOYHO Bouutn “diplo-
lepideous opposite mosses” (C AUTOJETTUIHBIM TEPUCTOMOM C CYTTPOTUBHBIM PACTIOIOXEHM -
€M BJIEMEHTOB 3K30cToMa M 3HAocTtoMa, Funariidae), haplolepideous (¢ ramioiaenuIHBbIM
nepuctomoM, Dicranidae) u “diplolepideous alternate” (¢ DTUIOJECTIMIHBIM IIEPUCTOMOM C
OYepeTHBIM PACIIOJIOKEHUEM DJIEMEHTOB 2K30CTOMa M 3HmocToMma, Bryidae) (Shaw et al.,
2011).

CrenyeT OTMETUTh, UTO, C OMHOM CTOPOHBI, OCHOBHbBIE TUITBI CTPOCHUS IIEPUCTOMA OKa3a-
JINCh COBIMANAIONIMMU C OCHOBHBIMU JIMHUSIMU 3BOJIIOLIMM MXOB JaXKe JIydllle, YeM MOXKHO
OBbLIO OXUAATh, a C IPYrOil — Ha YPOBHE POJOB 1 BUIOB BaprabeIbHOCTb U CKIIOHHOCTD Ie-
PUCTOMOB K PeAyKLIMU U MOIUGUKALIMKA CaMOr0 pa3HOTo TOJIKA 3HAYUTEJbHO IPEB30IIIa
oxuganusi. OCo0eHHO 3TO KOCHYJIOCH OOKOIUIOAHBIX MXOB, CUCTEMAaTHKa KOTOPBIX IIpeTep-
rejia KapauHaJIbHbIE U3MEHEHUSI, ITOCKOJIBKY BBISICHUJIOCH, YTO POAbI C CUJIBHO MOAUMULIM -
POBaHHBIMU ITIEPUCTOMAMU B OU€Hb MHOTHMX CIy4yasx IIOMEIIAINCh HE B T€ CEMEICTBA, KaAK1e
Hano (Buck et al., 2000; Huttunen et al., 2004; 2012; Ignatov et al., 2007).

4. HOBBIU B3TJIAJI HA HEKOTOPBIE ITPOBJIEMbI B CBETE PE3VJILTATOB,
IMOJIYYEHHDIX 3A ITOCIEIJHWE 'O bI

Haub6onee 3HaunTEIbHBIE U3MEHEHMUSI B3IJISIIOB HA CTPOEHNE MEPHCTOMOB B MOCJIEIHUE
rolibl CBsI3aHbI C U3yYeHUEM aHOMAaJIbHBIX TUITOB CTPOEHUS TaIlIOJIEMUIHBIX TIEPUCTOMOB, a
taxke Encalyptales u Buxbaumiales. BooG11e roBopsi, Haaudme oCTaTKOB 3K30CTOMa y Tall-
JIOIEMUIHBIX MXOB TMOAPOOHO obOcyxnanoch DnBapacoM (Edwards, 1979); um maxe Obut
MPeIJIOKeH CIelMaIbHbIM TepMUH — Seligeria-TUT TIEPUCTOMA, TTOCKOJIBKY Y HEKOTOPBIX
MpeacTaBuTeNeil 3TOro poaa B OCHOBaHUM 3yOIIOB rarjioIelMIHOro meprucromMa (roMoso-
TMYHOTO DHJIOCTOMY) OCTalOTCs HeOoIbIINe (pparMeHThI PEAYLIMPOBAHHOIO 3K30CTOMA, KO-
TOpBII DnBapAc TNpemioXWJ Ha3biBaTh IpocToMoM. OcobGeHHO moapoOHO BaBapic
(Edwards, 1979) paccmotpen npumep Hypodontium dragei (Hypodontiaceae, Dicranales), y
KOTOPOTO MPOCTOM Pa3BUT TaK, YTO 3yOIIbI €r0 NepHUCTOMa “IUTIIONeTTUIHbIC” TTOUYTH IO Ce-
penuHbl. DTU MPUMEPHl He CIPOBOIMPOBAIN CKOJBbKO-HUOYIb CEpbe3HOM MUCKYCCUM U,
BO3MOXHO, TTOKA3JIMCh HE CIMIIKOM CYIIIECTBEHHBIMU caMOMy DIBapACy, KOTOPBIi B CBO-
€M XpEeCTOMAaTUITHOM U Tropas3io 6ojiee MUPOKO U3BECTHOM 0030pe CTPOCHUS TIepUcToMa B
“HoBoM yuebHuke 6puonoruu “ mox penakuueii [lycrepa (Edwards, 1984) He cuen HyX-
HBIM YIIOMSIHYTh HU TEPMUH MPOCTOM, HU Seligeria-TUTI TIepUCcTOMA.

Tem He MeHee, 5TU HaOJIOACHUST DABapAca OKa3blBAIOTCS BaKHBIMU B CBETE TOTO, YTO
BriocjieactBuM B Dicranidae (HamoMHUM, B aHIJIOSI3BIYHOI JIMTepaType ceityac 3to “hapo-
lepideous mosses™) ObUIM BBISIBJICHBI TIPEICTABUTENN C ellle 00jee pa3BUTHIM 3K30CTOMOM,
YeM KTO-JTM0O0 Tpearoarai, a CTajo ObITh, B OTPOMHOI I'PYyIIIie OCHOBHOM €€ TUarHOCTUYe-
CKMit MpU3HAaK (OTCYTCTBHE 3K30CTOMA) OKa3aJCs He CTOIPOLIEHTHO Bblnep:kaHHBIM. [lep-
BBIM MCKJTIOUEHHMEM CTaJl MOHOTUIIHBIN pon Catoscopium, NcciaenoBaHHbIii ITHATOBBIM M Ap.
(Ignatov et al., 2015); 3TOT pona TpaAULIMOHHO OTHOCUJIU K ME€3€€BbIM WUJIU K OTAEJILHOMY Ce-
MeiicTBY, OJIM3KOMY K Mee3eeBbIM M OapTpamMueBbIM, TO ecTb Bryidae (“diplolepideous-alter-
nate mosses”). AHaJIM3 paHHUX CTaauil pa3BUTHUS TepucToMa (C TpUMEHEHNEM CIelralb-
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HOTO METOJIa BBISIBJICHUSI XapaKTePHBIX MATTEPHOB, HE OYEBUIHBIX M3-3a OOIIECH CUJIbHOM
penykiumn) nokasan Hanuuue y Catoscopium XapakKTepHOM Il TaruiojeUIHbBIX MXOB (Dop-
MyJbl Tiepuctoma 4:2:3, XOTsl OTKJIOHEHUsI OT Hee MHOTOUYMCJICHHbI, U Ha 0oJjiee TO3IHUX
CTaAusIX paco3HaTh e¢ CcJIOXKHO (puc. 4d). PazBepHyThIil (pUIOreHETUYSCKUI aHAIN3 TaKXKe
TTOATBEPAWIT TIOJIOKEHUE 3TOTO pojia B OCHOBAHWM KJIAAbl TAILIONETTUIHBIX MXOB (puc. 4).
Bbut0 TakKe BBISIBJIEHO, YTO TPU PA3BUTUM 3TOTO YACTUYHO PENyIIMPOBAHHOTO IMEpUCTOMA B
MEPUCTOMHBIX CJIOSIX TIPOUCXOASAT MOMOJHUTEIbHBIC NCJICHUSI KJIETOK, HO, B TO XK€ BpeMsl,
“HepaBHbIe KJIETOUYHbBIE AeeHUsI”, oOycaaBauBalone oopazosanue GopMysl 4:2:3, oka-
3bIBAIOTCS HE Be3e MPeACTaBICHHBIMU, YTO MPUBOAUT K 0Opa30BaHUIO MIEPUCTOMHOI hop-
MYJBI 4:2:4-cyrpoTUBHOTO THNA (pUC. 4C). ABTOPBI BBICKA3aJIKd MPEANOI0KeHNe, 4TO op-
MyJsa 4:2:4 ¢ CympOTUBHBIM PACTIOIOKEHUEM 3JIEMEHTOB TMEPUCTOMA TTOSBISIETCS B Pa3HBIX
(bumoreHeTMYECKUX JTMHUSX, B OOJBIIMHCTBE CIy4aeB MPOCTO B CBSI3U C PEayKIIME Tepu-
CTOMa, a He MPEACTaBIISIET COOOI OTACIBHOIO THUIA CTPOEHUS.

Bropoe nckimoyeHre okaszanoch ele 6oyiee HeOXXKUIaHHBIM 1 TToKa3aTeabHbIM. B. O. deno-
coBbIM ¢ coaBTopamu (Fedosov et al., 2016) ¢ HOMOILBIO MOJIEKYJISIPHO-(OUIOTeHETUYECKUX
METOIOB ObLI BIIepBbIe U3y4eH pon Pseudoditrichum, KoTophlii Takke monai B Dicranidae.
Ecnu y Catoscopium nBOiiHOM MEPUCTOM XOTb U UMEJICS, HO ObUT OTYACTH PEeAyLIUPOBAHHbBIM,
CO CPOCHIMMMCSI 9K30- U 9HAOCTOMOM (puc. 4a, b), To y Pseudoditrichum uMeroTcst Xopouio
pa3BUTHIe, CBOOOIHEIC W 9K30-, M 3HHOCTOM (puc. 5). PaHee ucciaemoBarenn He coralia-
JINCH IPYT C APYTOM IO MIOBOY TPAKTOBKH YCTPOMCTBA 3TOTO IBOMHOTO MEPUCTOMA, KOTOPOE
0Ka3aJIoCh JOBOJIbHO HEOOBIYHBIM — C CYIIPOTMBHBIM PacCIIOJIOXEHUEeM 3JIEMEHTOB HapyX-
HOTO U BHYTPEHHETO Kpyra, HO C CeTMEHTaMU SHIOCTOMA, pa3leJeHHbIMU Ha JBE WJIU TPU
nonu. Pseudoditrichum oTHOCUIU K pa3HbIM MojakiaaccaM, Funariidae (Steere, Iwatsuki, 1974)
wi Bryidae (Shaw, 1984). IMonyyeHHblit @egocoBbIM ¢ COAaBTOpaMU Pe3yIbTaT OMpOBEpT
06e atu Bepcuu. Ilepucrom Pseudoditrichum, KaKk oKa3zajioch, TIPEJACTaBISIET paHee HE W3-
BECTHBII TUIT CTPOCHWUS, C (popMyItoit 4:2:3, HO ¢ XOPOIIIO Pa3BUTHIM 3K30CTOMOM U CYIIPO-
TUBHBIMU €To 3yOllaM CErMeHTaMM 2HAOCTOMAa, KOTOPbIe OUeHb CXOIHBI C TPOCTHIM Tarlio-
JIEMUAHBIM TIEPUCTOMOM TEM, YTO pasfesieHbl Ha JBe HepaBHble NOJU. JIaHHOE CTpOeHUE
OKa3bIBaeTCsl JOBOJBHO “HEYyIOOHBIM” ¢ (PYHKLIMOHAJIBHONH TOUKM 3peHUsT (PHOOCTOM He
MO3BOJISIET 3K30CTOMY COBEpIIIaTh aKTUBHbIC JBUXEHUS ), UTO, BEPOSITHO, Y OOYCJIaBIMBAET
penKocTh BuAa (OH M3BECTEH B MUPE U3 IBYX TOYEK). Y IUBUTEIBHO TO, UYTO Pseudoditrichum
B OUIOTEHETUYECKOM APEeBe pacrojiaracTcsl NajeKo OT OCHOBAHUS “TaIlTONENTUIHON” Kia-
IIbI, BCE TIPEACTAaBUTENIM KOTOPOI C XOPOIIIO Pa3BUTHIM MEPUCTOMOM MMEIOT ITPOCTOM Tepr-
CTOM C MAaCCUBHBIMU TUTPOCKOIMMYHBIMU 3yOIIaMU, TOMOJIOTUYHBIMU SHIOCTOMY, B TO Bpe-
MsI Kak y 4To Pseudoditrichum CUIBHBIMUA U TUTPOCKONTMYHBIMU SIBJISTFOTCST 3yOIL[bI 9K30CTO-
Ma, a BHJAOCTOM CTaHOBUTCH TIeHYaTbIM. OHTOTEeHE3 U (paKTOPHI TAaKOK KOMITEHCATOPHOCTU
HYXXIAIOTCS B JaJbHeIeM n3ydeHuun. YTo ke KacaeTcsl TepMUHOJIOTUY, BO U30eKaHUe TTy-
TaHWIIBI VUM YMHOXEHUSI Yiciia TUTTOB cTpoeHusT mepructoMoB denocoB ¢ coaBTopamu (Fe-
dosov et al., 2016) peaIOXUIU CUNTATh OCHOBHBIM CTPYKTYPHBIM TIPU3HAKOM IOIKJIacca
Dicranidae (“ramionenuaHbIX MXOB”) HE OTCYTCTBUE CpeIHEN JMHUU Ha 3yOliax IepucTo-
Ma, a COOTBETCTBUE popMyJie TepucTtoma 4:2:3 1 pasnesieHue 3yOLI0B Ha 1B HEpaBHbIE JOJIU
c yepenoBaHuem “2:1—1:2”.

CrpoeHnue nepuctoMoB Encalypta B U3BECTHOI CTENEHU NPOLOJIKAET HAYATYIO TEMY, T1O-
CKOJIBKY B 9TOM POJIe YacThl Clydyau, KOraa 9HAOCTOM Pa3BUT 3HAUUTENIHHO JIydllle 9K30CTO-
Ma (puc. 6), a 5K30CTOM MpHUpacTaeT K HEMY CHapy>Ku B Buae “ripoctoma” (puc. 6g), KOTo-
DBIi1, KOHEYHO, TIPOIIle Ha3bIBaTh IIPOCTO 3K30CTOMOM, HE BBOJsI HOBBIE cyliHocTH (Ignatov
et al., 2018c). PazHooOpa3ue cTpoeHusi mepuctoMa B pone FEncalypta cTOnb BEJIMKO, YTO
HEYIUBUTEIHLHO, YTO €T0 BHIIEJSUIN B OCOOBIN, reTepoIeMMIHbIN TUI cTpoeHus. Ha puc. 6a
CXeMaTUYHO IOKa3aHbl pa3Hble TUIIBI CTpoeHus:: Encalypta procera (puc. 6b—d), nipencras-
Jsiolas Hanbogee apeBHUit moapon (Ignatov et al., 2016), uMeer 3yOLBI B ABYX Kpyrax,
cpociivecsi B HUXXHeil 4yacTu, Oyayyd, TaAKMM OOpa3oM, BTOPUYHO HEMaTOAOHTHBIMU; Y
E. longicolla (puc. 6e) 3yOLBl JOCTUTAIOT 5—6 CJIOEB KJIETOK, TO €CTh ellle 60Jiee BhIpaskeHHO
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Podperaea krylovii
Dichelodontium nitidum*
Aulacomnium turgidum
Schlotheimia torquata
Bryum capillare

Bryum bicolor

100 Bartramia halleriana

Mittenia plumula

100 E Splachnum ampullaceum*

1 Tetraplodon mnioides*

Ditrichum cylindricum
Ceratodon purpureus
Ephemerum serratum*
Trematodon longicollis
Glyphomitrium daviesii
Dicranum scoparium
Archidium donnelli
Catoscopium nigritum
Aphanorrhegma serratum*

Physcomitrium lorentzii*
Funaria hygrometrica*

Bryidae

Dicranidae

Discelium nudum*
Timmia megapolitana®
Diphyscium foliosum
0,73 Buxbaumia aphylla

— Tetraphis pellucida

L Polytrichum juniperinum
|_ Oedipodium griffithianum

Funariidae

100

Takakia lepidozioides
Sphagnum sericeum

Puc. 4. TTonoxeHue B GUIOTEHETUIECKOM IPEBE MXOB C IEPUCTOMOM C CYIPOTHBHBIM PACTIONIOXKEHUEM JIEMEHTOB
9K30CTOMA U BHIOCTOMA (PO30BBIM M OTMEUEHO 3BE3[0UYKOI), WILTIOCTPUPYIOIIee BOSHUKHOBEHMSI TAKUX TPYII BO
BCEX TPeX MOJKJIaccax, a TAKXKe aHOMaJIbHOE TIOJIOKEHME B “raruloienuaHoi kiane” Catoscopium ¢ TATIONETTMIHBIM
nepucroMoM (a—b: COM doro). [Tonepeunsrit cpe3 monoaoro cnopodura Catoscopium (d) moka3pIBaeT pa3HOO0-
pasue pacroyioXeHusl KJIETOK B MEPUCTOMHBIX CJIOsIX, a (hparMeHThl 3TOro cpesa (C) UUTIOCTPUPYIOT BapUAHTHI C
obpaszoBaHueM ¢dopMmyibl 4:2:3 B pe3yiabTaTe HepaBHbIX neieHnit B BIIC (kenTble M TOyOble CTPEIKU), WU Ke
dopmyiibl 4:2:4 B pe3ybTaTe HapyIIEHUs] TUTTMYHBIX TSI TAIUTOJIETTUIHBIX MXOB HepaBHbIX neieHnit B BITC (kpac-
HbIe U po30BbIe cTpesiku) (1o Ignatov et al., 2015).

Fig. 4. Phylogenetic tree of mosses showing the independent origin of taxa with opposite exo- and endostome ele-
ments (pink color and asterisks), within all three subclasses of Bryopsida, and also anomalous position of Catoscopium
in “haplolepideous clade” despite its diplolepideous peristome structure (a—b: SEM). Transverse section of young
sporophyte of Catoscopium (d) shows mixture of patterns, partly corresponding to formula 4:2:3, appeared as a result
of unequal cell divisions in IPL (c, yellow and blue arrows), or otherwise to formula 4:2:4, formed when unequal divi-
sions in IPL, typical for haplolepideous mosses are not performed (red and pink arrows) (after Ignatov et al., 2015).
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Puc. 5. Tlepucrom Pseudoditrichum mirabile, nmeromnii yHukaibHoe ctpoenue (o Fedosov et al., 2015, 2016);
a—b: doto non ctepeomukpockomnom; c—d: COM.

Fig. 5. Peristome of Pseudoditrichum mirabile of unique structure (after Fedosov et al., 2015, 2016); a—b: photos under
stereomicroscope; c—d: SEM images.

“HeMaTOJOHTHBIE”, UTO oTMeuan emie U Ounubep; E. brevicolla (puc. 6f) — u3 AByX CloOeB.
Hanee BBepX Mo (UIOTEHETUYECKOMY JPEBY Y MHOTMX BHIOB 3K30CTOM DPa3BUT clilabee U
MpUpacTaeT K 60jiee CUILHOMY 3HAOCTOMY (puc. 6g—h), a 'y E. ciliata (puc. 6i) TepucToM 06-
pa3oBaH TOJbKO 3HHocTtoMoM, Matepuan HIIC B mpouecce GpopMUpOBaHUSI MEPUCTOMA
yTpauMBaEeTCs ITOJHOCTBIO U, TAKUM 00pa30oM, MEPUCTOM MOTHOCTHIO YIOBJIETBOPSIET OPUTH -
HaJIbHOMY OITpeEeICHUIO TalIoISIIMAHOTO TUIIA: HApYKHas ero MOBEPXHOCTh HE pa3ieieHa
CPEOIVMHHOMN JUHUEA.

W3ydenue pa3BuTus IeprucTOMOB 4eThipeXx BumoB Encalypta (Ignatov et al., 2018c) mmoka-
3aJ10, YTO BCE OHM XapaKTePpU3YIOTCS 00JIee CMITbHBIM YTOJIIIIEHUEeM KJIETOK BHYTPEHHETO Tie-
puctomHoro ciost (BITIC) (puc. 1A, 7). B mpoliecce pa3BuTus, Kak IOKa3aHO Ha puc. 7, yxke
Ha ctaguu [0]:2:1, y npeacraButeineil Funariidae 3ametHo 6ojiee MorrHoe pasputue BIIC mo
cpaBHeHUIO ¢ Bryidae u Dicranidae, 4To, BO3MOXXHO, 1 SIBJISIETCSI ONPEASISIIOIIMM 1 IS 3a-
nepxku neneHuit B BIIC Ha cranuu 4:2:2 (B omsinuue ot Bryidae u Dicranidae), v st orcyT-
CTBUSI CMEIIIEHMSI TIPU MOCJIEAYIONIEM Pa3BUTUN. AHTUKIWHATbHbIE CTEHKU BCEX MEPUCTOM-
HBIX CJIOEB OCTaIOTCSI BHIDOBHEHHBIMU OTHOCUTEJIBHO APYT ApYra, YTO XapaKTEepHO W IS
npyrux rpynmn noakiacca Funariidae (puc. 7). bosee Toro, B KjieTkax IMepBUYHOIO MepU-
cromHoro ciost (ITIC) y Encalypta nHoTAA TIPOUCXOAST aHTUKJIUHAJIBHBIC ACJICHUSI, U B Ta-
KuX ciaydasix K ogHoit kiietke BITC OymyT nmpuMbIKaTh IBE KJIETKU MEPBUYHOTO TEPUCTOM-
Horo cyios (ITTTC). Takue antukivHanbHbie nejieHus: B [NI1C takke npoucxonsry Timmia,
OIHAKO WX, MO-BUIUMOMY, COBCceM HeT Y Funaria. BoissBNIeHHbIE TOTIOTHUTEIbHBIE AeICHUS
B I1ITC cTaBST BOIPOC O TOM, YTO TAKOE IMEPBUYHBIN MEPUCTOMHBIN coii. Kpurepuu, nzHa-
yaJIbHO TIpeajiokeHHbie biiomkBuctom u Podeprcon (Blomquist, Robertson, 1941), 3Byyanu
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(@) procera (B-D) %

rhaptocarpa (G) %
trachymitria (H) %
ciliata (I) %

Puc. 6. PazHooGpasue ctpoeHust iepructoMoB Encalypta, moka3zaHHOe Ha cxeMe Ha puc. a 1 ipumepsl COM doTo st
Encalypta procera (b—Ad), E. longicolla (e), E. brevicolla (f), E. rhaptocarpa (g), E. trachymitria (h), E. ciliata (i).

Fig. 6. Diversity of Encalypta peristome structure, schematically shown in a and illustrated by SEM images for Encalypta
procera (b—d), E. longicolla (e), E. brevicolla (f), E. rhaptocarpa (g), E. trachymitria (h), E. ciliata (i).

caenytomum oopaszom: “ITINC ob6pa3oBaH 16 KiIeTKaMu, KOTOpbIE YKe aajiee He aeaarca. OHu
OBICTPO YBEJMYMBAIOTCS B pa3Mepax U UX BHYTPEHHHE CTEHKHM CTAHOBATCA BbIMYKJIbIMH. TakuM
00pa3oM, 3TO MepBbIii U3 NEPUCTOMHBIX CJI0EB, KOTOPbI HAYMHAET OTIMYATHCA OT JPYTHX CJI0-
eB. [loaTOoMy, a TakKKe TTOTOMY, UTO KOJUYECTBO KJIETOK, €ro 00pa3yonmx, onpeaesaeTr Koam-
YecTBO 3YOLOB, IIPEACTABIISIETCS 1IeJIeCOO0pa3HbIM MPU3HATh 3TOT CJIOM MEPBUYHBIM TTEPU-
CTOMHBIM cyioeM”. [Tomy>kXupHBIM IpUMTOM 1 BbIAETUI MecTa, 1o KoTopbiM [TT1C Encalypta
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He YIOBJIETBOPSIET OMNpeaeeHuIo 3Toro ciosi. ComnocTapisisi onpenejieHue bioMkBucTa u
PobeptcoH ¢ pazButuem nepucroma Encalypta, mpuxoauTcsi KOHCTaTUPOBATh, YTO B TAHHOM
poxe BIIC npuHuMaeT Ha ceOsI Ty pPOJb B PEryJISIHUM pa3BUTUS IIEPUCTOMA, KOTOPAast OOBII-
Ho npuHamiexxuT T1I1C y GoJbIIMHCTBA MXOB C apTPOJIOHTHBIM MTEPUCTOMOM. DTa OCOOEH-
HOCTb pa3BUTHS TiepuctoMa Encalypta MOXeT CITy>XUTb OObSICHEHUEM 3KCTPAOPIUHAPHOTO
pasHOOOpa3us IEPUCTOMOB Y BUIOB 3TOTO poaa (puc. 6), KOTOpbIe BAPbUPYIOT OT MSATUCION -
HBIX 0 TOJIHOCTBIO PEeMyIIMPOBAHHBIX, HO MPU PEIyKIIMU BCeTaa peaylMpyeTcsl CHavasia
MPearnepucToM, 3aTeéM 3K30CTOM U TOJBKO MOTOM SHIOCTOM, TO €CTbh B IOpPSIAKE, 3epKajlb-
HOM TOMY, KOTOPHIf CBOMCTBEHEH BCEM apTPOIOHTHBIM MXaM C TBOWHBIM MEPUCTOMOM, 3a
penYainimMy UCKITIOUYEHUSIMU.

Yto KacaeTcs TEPMUHOJIOTUM, HE CJIEAYET YTO-JTMO0 MEHSTh B YXe YCTOSIBIIMXCSI Ha3Ba-
HUSIX TPEX OCHOBHBIX KOHLIEHTPUYECKUX CJIOEB KJIETOK aM(UTELIMsI, KOTOPbIE TIPOYHO acco-
LIMMPYIOTCST UCCIIENOBaTeNISIMA C MX TIOJIOXXKeHUeM: Haubosiee BHyTpeHHuit BIIC, crienyio-
it — II1C u nanee HIIC. CnyyaeB cMellieHUsI CTPYKTYpPbl OTHOCUTEIBLHO (PYHKITUU (reTe-
pOTOMNUI) Y pacTeHWiI MHOXECTBO, TaK YTO 0CO0asi TEPMMUHOJIOTHS ISl KaXKJA0TO U3 HUX
TOJIBKO YCIIOXKHUT MIOHUMaHUE CYTH Jea.

B zaxmouenune paccmorpuM nepuctomM Buxbaumiales, 3aHnMaiomux B (prIoreHeTHIE-
CKOM JIpeBe apTPOJOHTHBIX MXOB 0a3ajibHOe nosioxxeHue (puc. 3). Dneiiliep, Beaen 3a Ou-
JIMOEPOM, XapaKTepu30BaJl UX TEPUCTOM KaK COBMEIIAIONINI apTPOTOHTHYIO YacTh C HEMa-
TOTOHTHOM. YHUKAJIBHON KOHCTPYKIIMY CKJIATJaThIii KOHYC, KOTOPHI aBTOPHI SAMHOMIYIITHO
coramajnuch CYNTaTh SHIOCTOMOM, OKPY>KEH OTOPOUYKOI M3 KJIETOK BeChbMa HEPETYJISIPHOTO
CTPOEHMSI, SIBHO 1IEJIBIX, U, TTOCKOJIbKY BBIOOP TOTO, YeM MOXKHO OBLIIO ObI UX CYUTATh, OTPAHU-
YeH, He OCTaBaJIOCh HUIYETO, KpOMe TOr0, KaK Ha3BaThb 3Ty YacTh IepucTtomMa Buxbaumia Hema-
TomOoHTHOI (puc. 8). M3yuyeHue nmeprucToMoB Tpex BuaoB Oykcoaymuu (Ignatov et al., 2018d)
MOKAa3aj10 MPUHIMITMATIBHOE OTJUYKME Pa3BUTUSI MIEPUCTOMA 3TOTO pOAa OT BCEX OCTAJbHBIX
MXOB: XapaKTepHOe KPecTooOpa3Hoe pacioyioxKeHNe KIIETOK B criopodwute y Buxbaumia otcyt-
CTBYyeT. DHIoTenit 1 ambuTernii nudbepeHIIMPOBaHbI, HO B 9HIOTEIIMU KJIETKH pacriojara-
I0TCS panivaibHO, OYIydM MPOU3BOIHBIMU TETPA3APUIECKOi KIIeTKU (puc. 8, 9).

Bce kietku BHyTpeHHero nepuctoMHoro ciost (BITC) pacnonaratorcst ouepeaHo KiieT-
KaM 1epBuIHOro repuctomMHoro cios (I1I1C), kak 3To mpeacTaBlIeHO U Ha MONEPEUYHBIX, 1
Ha TIponoJibHbIX cpe3ax. Ha panHeit ctanuu pa3Butus KieTku BIIC oka3pIBaloTCs B MEHb-
remM koiuuecTse (B 1.2—2 paza), yem kietku [NT1C; 3aTeM uX 4MCI0 CTAHOBUTCS OMHAKO-
BBIM, a OJIKe K OCHOBAaHUIO M3-3a aHTUKJIMHAJIBHBIX nejeHuii B BITC KieTok B HEeM CTaHO-
Butcs 6ouiblire, yeM B I1I1C. B III1C B. aphylla uucio kieTok noxoaut A0 48, omHaKO pacyeT
MePUCTOMHOI (hOPMYJIBI ITyTEM JAEJIEHUS] 9TOTO YMcia Ha 8§ B TaHHOM Cjlydyae Majlo OCMbIC-
seH. IlepuctoMHast (hopMyJia OGBIYHO OHA U Ta € JUIST BCETO TeprCcTOMa, TOTIa KakK 31eCh
OTCYTCTBHME KOJOHHOBUIHOMN CTPYKTYpHl TPUBOIMT KaK K 3HAYMTEIHLHOMY YBEIUYECHUIO
yycia KJIEeTOK B KaXKIOM U3 CJI0€B, TaK U Pa3HOMY COOTHOIIIEHUIO KJIETOK B NMEPUCTOMHBIX
CJIOSIX B pa3HBIX ero 4dactsax. CTpoeHune sHAOCTOMa Buxbaumia yKa3plBaeT Ha POICTBO C
Diphyscium, 9T0 TIOATBEPXKIAETCA M CXOMHBIM CTPOESHWEM YacTH TepUCTOMa KHapyXu OT
cKylagyaToro konyca. Bmecre ¢ tem, y Diphyscium pa3BuTue meprucToMa Ha paHHMX CTaausIX
MMPOUCXOJIUT TaK Xe, KaK U y TaruloJIeNMUIHBIX MXOB, TOTHa Kak y Buxbaumia Ha paHHUX CTa-
IIUSIX Pa3BUTHUS YPHOUKA IIMpe cBoeit mmHE, 1 KiieTku BITC o0pa3yioT cy0armaepMaIbHbIA
CJIOiA, MOKPBIBAIOIIUI MONYyLIapOBUAHBIN aHA0TeLM (puc. 9). Takoe cTpoeHue criopoduTa
Buxbaumia Bpsin 1u cienyeT cuMTaTh IPUMUTUBHBIM TUIIOM, CKOpPEe, 3TO BBICOKO CIielIva-
JIN3UPOBAHHOE CTPOCHHUE: BEPXHSIS YacTh CIIOpPOGHTa pa3pacTaeTcs M MproOpeTaeT YepThl
XJIOPEHXUMBI, YTO, OYEBUIHO, CBSI3aHO C TpeAesIbHON penykiiueil rameToduTa 3TUX 0e3-
JIMCTHBIX MXOB. “HeMaTomoOHTHYI0” e 4acTb MEPHUCTOMA BPSI JIM UMEET CMBICI COMOCTaB-
JISITh ¢ KAKUMU-JIMOO0 CTPYKTYpaMHM APYTUX MXOB (3a UcKITtoueHueM Diphyscium).
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Encalypta 8:4:2:2 opp Funaria 8:4:2:4{:4} opp  Timmia 4:4:8 opp Bryidae 4:2:8 alt

BIIC-TIIIC-HIIC A

o
[0]:[0]:1 - w

)
[0]:2:1 (4):2:3
0 Dicranidae

Puc. 7. Cxema pa3BUTHUsI MIEPUCTOMOB B TPEX OCHOBHBIX DBOJIIOLMOHHBIX JUHUIX apTPOJOHTHBIX MXOB: Bryidae,
Dicranidae u Funariidae (Timmia, Funaria v Encalypta).
Fig. 7. Scheme of peristome development in three main evolutionary lineages of arthrodontous mosses: Bryidae,

Dicranidae and Funariidae (7immia, Funaria, and Encalypta).

BbIBO/IbI

ITpoxoxaeHue OTAeNbHbIX CTAAWN PAa3BUTUSI MIEPUCTOMA MMEET Pa3HYylO CTeINeHb NeTep-
MUHUpPOBaHHOCTU. HakoruieHHbIe 3HaHUS U Mo (GWIOTEHUU, U TTI0 MOP(OI0TMH MXOB MO3-
BOJISIFOT HE TOJILKO OTMEUYaTh OTKJIOHEHUSI OT TUTIMYHOTO BaprMaHTa pa3BUTUSI, HO U PaHXKU-
poBaTh UX IO CIOXHOCTH MOPGOCTPYKTYPHBIX MpeoOpa3oBaHUii, a 3HAYUT U BeCy, KaKou
OHU UMEIOT JUTSI OOCYKICHUS SBOJIOIIN MXOB.

1) KpectoobpasHoe pacroiokeHue KIETOK B AUCTATbHOM YacTu cropodura.

OHO CBOMCTBEHHO IIPAaKTUYECKN BCEM MXaM, KpoMme OyKcOaymMuu, mpuiaeM hopMHUpOBa-
HME TaKOi CTPYKTYPHI Y€TKO BBIPAXKEHO y3Ke Y TPYIII, CTOSIIIUX Ha 3BOJTIOLIMOHHOM JIECTHM -
1€ 3aMETHO HIXXe YPOBHSI, Ha KOTOPOM BOOOIIIE MOSIBIISIETCSI IEPUCTOM, HAIIpuMep Yy Andre-
aeobryum (Ignatov et al., 2016). OueBuaHO, 4TO Buxbaumia — 3TO CWIHLHO MU30JMPOBAHHAS
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Puc. 8. Buxbaumia aphylla (a—h) v B. minakatae (i). [1pononbHBIi cpe3 criopoduTa Ha paHHEH cTanuu pa3BuTus (a);
cepusl MOMePeYHbIX CPE30B MOJIOAOTO CropoduTa, MOKa3bIBAET OTCYTCTBUE KPecTooOpa3Hoil cTpykTyphl (b—f Ha
ypoBHsIX 2, 32, 46, 58 1 74 MKM OT alMKajabHOM KJIETKU, Ha CTaJWu, KOTIa JJIMHA IEPUCTOMHBIX CJIOEB 3TOTO CITOPO-
dura okono 150 mxm). [Tonepeunslit cpe3 g caenan ¢ 6oyee B3pOCIoil KOPOOOUKH, JJIMHA TTIEPUCTOMHBIX CJIOEB B
kotopoii 1300 MKM, 1 y Hee yKe 6. M. pa3BUT CKJIaAYaThiii KOHYC (cp. ¢ puc. h u i).

Fig. 8. Buxbaumia aphylla (a—h) and B. minakatae (i). Longitudinal section of sporophyte at early stage of develop-
ment (a); transverse section series of young sporophyte, showing lack of cross pattern, characteristic for all other peri-
stomate mosses (sections b—f made at 2, 32, 46, 58 u 74 um from sporophyte apex, at stage when peristomial layers ex-
tend to about 150 um). Transverse section g shows stage when peristomial layers are as long as 1300 um and endos-

tome is approaching to pleated cone shape (cf. Figs. h and i).
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Puc. 9. CpaBHenuie Buxbaumia ¢ Timmia, NTpenCTaBSIONICH TUMTUYHBINA MPUMEP MXa C apTPOIOHTHBIM MEPUCTO-
moM. IIpononbHbie cpe3bl (d, f) 1 OCHOBaHHBIE HA HUX CXeMHI (a, b, ¢, €) TpeACTaBIsIoNIe TePUCTOMHBIC CJIOH,
TPaBWIBHO BhICTpoeHHbIe y Timmia (e, f) n marpoBuaHo pacxopsiuiuecs: y Buxbaumia (Ignatov et al., 2018d). Ha
cxeMax LBeToM BeiaesieHbl nepuctoMuble cion (HIIC, IITIC, BITC u BHewurHuii cioii saunoreunsi, BOH).

Fig. 9. Comparison of Buxbaumia with Timmia, as a representative of moss with typical arthrodontous peristome.
Longitudinal sections (d, f) and schemes based on them (a, b, c, ¢), showing regular arrangement of peristomial layers
in Timmia (e, f) and cone-shaped in Buxbaumia (Ignatov et al., 2018d). Colors denote peristomial layers: HITC —
OPL, IIC — PPL, BIIC — IPL, and BOH — outer endothecial layer.

60KOBaﬂ BETBb 3BOJJIIOLIMH, U MTPEACTABJIATH €€ KaK CBA3YIOLIECC 3BE€HO MCXKIY I'pyIinamMm ¢ HE-
MAaTOAOHTHBIM Y apTPOIOHTHBIM ITEPUCTOMOM HEMPABUIIBHO (XOTS TaKash TOYKA 3pEHUS BbI-
CKa3bIBajJach OOJBIIMHCTBOM aBTOPOB, HaunHas oT @ununbepa n Dreitnepa, BIUIOTH 10 D-
Banpca (Edwards, 1984) u l'obdune u np. (Goffinet et al., 2009).
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2) duddepeHimalivs 0codoro ¢jiosi KJIeTOK B aMpUTEIIUH.

Kietku amduTenust He OTIUYAIOTCSI MEXIY cO0O0il y OeciepuCTOMHBIX MXOB (Andreaeo-
bryum) n 6a3aJbHBIX HEMATOIOHTHBIX MXOB ( Tetraphis), yBeIMIUBASICh B YMCJIEC Y IPEACTaBU-
TeJIe 3TUX TPYIN OT BHYTPEHHUX CJIOEB K HAPY>KHBIM. ¥ apTPOAOHTHBIX MXOB auddepeH-
LUAalMs eCTh, KpOMe CIyJacB IIpeacaIbHON peayKIuK, KaK, HanpuMep, y Archidium (Snider,
1975). Polytrichaceae 06b1YHO paccMaTpUBalIM Kak rpyrmny 6oJjiee 6a3aabHyI0 MO CPaBHEHUIO
¢ Tetraphis (cuctema bpotepyca u, Bcien 3a Heit, 60JabIIMHCTBO “@Dop...” XX Beka), XOTs B
pabore BeHaepora oTMEUEHO, YTO Ha TMO3AHUX CTAAUsIX Pa3BUTUSI CIIOPOPUTA TTOJIUTPUXO-
BBIX HAUMHAET BBIIEISATHCS MEHBIIMM KOJIMYECTBOM KJIETOK BTOPOI, CUMTAst U3HYTPH, CJIOM
amutenus (“ananor IIIIC”). Oto ykaspiBaeT Ha Oojiee OazajabHOE IoJIoXXeHue Tetraphis,
onmxe K Oedipodium, u 6oJiee ipoaBuHYyTOE ToJioxxeHue Polytrichaceae, yTo cornacyercst u
C MOCJEeIHUMU JaHHBIMU MoJieKyasipHOi dunoreHeTuku (Liu et al., 2019), u ¢ pesynbraTa-
MU, TIOJIy4eHHBIMU IIpU U3ydeHnU cTpoeHus mianeHTsl (Ligrone, Ducket, 2011).

3) Onpenenenue xapakrepa aeiaeHuii KoHyTpu ot [1I1C.

AHaIM3UPYs LEbIA psii TIPUMEPOB CYITPOTUBHOTO PACTIONIOKEHUST JIEMEHTOB 9K30- U
sHaocToMa, MirHatoB ¢ coaBropamu (Ignatov et al., 2015) npulIM K BBIBOIY, YTO paBHbIC
nenenust kietok BITC y oTnenbHBIX MpeacTaBUTeNIet TPy MXOB, B KOTOPBIX MPeobIanaoT
HepaBHbIC JAeJCHUsI, CBOMCTBEHHBI BUAM C YaCTUYHOI peaykiimeit mepucroma (puc. 4). Ta-
KM 00pa3oM, BO3MOXKHO, IeJIble TPYIIIbl, B KOTOPBIX yTpadeHa cramus 4:2:3 (= crmoco0-
HOCTb K HEpPaBHBIM JEJCHUSIM), MOKHO pacCMaTpuBaTh KaK BapUaHThbl PEAYKLIMU, U TIEPU-
crombl Funariidae — Tuiiib OMWH M3 TaKUX CIyvaes.

OCTAIOMIMECHA MPOBJIEMBI 1 BOSMOXHBIE ITYTH UX PELTEHUA

Kak MbI BUIMM, B 3HAYMTEILHOM CTENEHU U3yYeHUEe MEPUCTOMA, KaK U U3yYeHUe 11BETKa,
IIJTO ABYMSI MapaJIeIbHBIMU KypCcaMU: ero UCCIIeA0BaIu, C OMHON CTOPOHBI, B OTHOIICHUH
CTPOCHUST U OHTOTEHETMYECKOTO Pa3BUTHUS Ha OIpaHUYEHHOM KOJIMYECTBE OOBEKTOB, a C
JIPYTOi, CUCTEMATHKM, He BHUKasl B CTPOEHUE CTOJb TOCKOHAIBHO, 3a CYET M3yYEeHUs BCeX
(a HE YacTH) BUIOB, M UMesI B BUAY TaKKe CTPOEHME He TOJIbKO MepUCTOMa, HO U pacTeHUit B
1IeJIOM, BBICTpaBaJIU pa3HbIe TUITHI IEPUCTOMOB B “IBOJIIOLIMOHHBIE PSIBI pa3BuThs”. Pa3-
HOUTEHUS MeXIy pa3HbIMU CUCTEMaMM OCTaBAJIUCh 3HAYUTEILHBIMU J0 TEX TOP, ToKa hu-
JIOTEHUST CTPOUJIACh Ha OCHOBAHUHU TOJHKO MOP(MOIIOrMYeCKUX MPU3HAKOB. BO3MOXHOCTD
JIOBOIUTD 0 COBEPIIEHCTBA CUCTEMATUKY, UCITOIbL3YST METOAbI MOJICKYJISIPHOU (bHJIOoTeHe-
THKH, 3aKpblja 1e6aThl O MOJOXEHUN B CHCTEME MHOTHX CEMEICTB U MOPSIIKOB, XOTS CPEI
Ga3aJIbHBIX TPYIIN, TPEACTaBICHHBIX B COBPEMEHHOM (hope eAMHUIHBIMU CUCTEMaTUde-
CKUMU peJIUKTaMM, MPOGIEMBI, CBSI3aHHBIE C BBIMUPAHUEM CBSI3YIOIINX X 3BEHbEB, HE MC-
Ye3HyT, MO-BUAMMOMY, HUKOTHA. TakXke ocTaeTcsl HEONpeaeIeHHOCTb PO OTIAICHHOM
rMOpUAN3AlUM, KOTOpasi Y MXOB, BO3MOXHO, 0ojiee pacrpoCTpaHeHa, YeM y MTOKPBITOCe-

menHbIx (Ignatov et al., 2018b° ); pewieHue 3Toi TPOGIEMbI, TO-BUAMMOMY, CTAHET BO3MOXK-
HBIM TP MOJIYyYEeHUU OOJBIIMX 00BEMOB JaHHBIX 10 nocienoBareabHocTsIM JITHK. Momychl
MOPMOJIOTMIECKUX TTPpeoOpa30BaHUil MPEACTABIISIIOT IIIMPOKOE TTOJIE TS UCCIIeIOBAHWMA, TS
KOTOPBIX, BIIpOYEM, TpeOyeTcsl U3ydyeHue He eNMHUYHBIX CPE30B, a CepUil, U UCCIIeT0BaHe
00BEKTOB, KOTOPBIE paHee He MOJYYMJIM JOCTATOYHOTO BHUMAaHUS. YUYUThIBasi TO, YTO pas3-
BUTHE MEPUCTOMOB U3y4yeHO Toka MeHee yeM y 0.5% BUIOB, MX M3ydeHUE, HECOMHEHHO,
IMO3BOJIMT BBISIBUTH €IlI€ MHOTHME CYIIIECTBEHHbIE OCOOEHHOCTH, BaXKHbIC IJIsI MMOHUMaHUSI
3BOJIIOLIUU MXOB.

3 Urnatos M.C., Ky3nenona O.U., UrHaTosa E.A. 2018b. 'mGpuamn3aiust y MXOB, HACKOJIbKO OTAAJICHHON OHa MO-
KeT ObIThb. — 2KypHai o61eit 6uonorun. 79(2): 159—166.
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The studies of the moss peristome development are overviewed with a special focus on re-
cent results. The terminology requires some corrections, as revealed cases not always fit the
traditional schemes comfortably. The main pathway of the peristome formation from inner-
most amphithecial layers, called the peristomial layers, generally remains, although func-
tioning of them is not always the same as defined in classical variants. Buxbaumia peristome
comprises the ultimate exception, as it is forming in a completely different way, thus it has
not to be assumed as a transitional between nematodontous and arthrodontious, as accepted
by most authors.
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