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B cootBeTcTBUM ¢ KOHIIEMNIIME! TMCKPETHOIO OMCaHUsI OHTOreHe3a pacteHuii PaboTHoBa—YpaHoBa oru-
caHO pa3BUTHE KycTucToro nuinaitnuka Usnea florida. OutoreHes cnoesuiua U. florida, npencraBieHHBI
4 mepronaMu 1 11 OHTOreHETMYECKMMHM COCTOSIHUSIMU, BKJIIOYAET Pa3BUTHE M3 CHOPHI MULIEIMS rpuda,
00BbEeIMHEHUE €r0 C BOAOPOCIBIO B 3a4aTOK CJI0eBUILA, MopdoreHe3 cioeBulla ((popmMupoBaHue KU3HEH-
HoO#t (hOPMBI 1 pacTiaj TaJuioMa) U CBA3aHHbBIE C TUM MOP(dOJIOrnyecKrie U3MEHEHMS allOTeIIMEB U IPYTUX
CTPYKTYp, opMupytomuxcst Ha cioeBullle. Ha ocHoBe aHayin3a MopdhoreHeTUYeCKUX MpoleccoB B dhop-
MUPOBaHUU CJIOCBUIIIA TTPETOKEHBI MOP(HOIOTUUECKUE KPUTEPUM BBIAEICHUSI OHTOTEHETUIECKUX COCTO-
sstHuii. @opMUpOBaHKE OCHOBHOTO KapKaca CJIOEBHIIAa U MHTEHCUBHOE BETBJICHUE TTPOUCXOMIAT 10 Pa3BUTHS
arroTerMeB, YTO CBSI3aHO C MepeKITI0YeHNEM Ha OCHOBHYIO (DYHKIIMIO — PETTPOMYKTUBHYIO. [Tpo1iecchl cTapeHust
Y pa3pyLIEHNs CJIOEBUILIA OTMEUYCHBI €llie 0 Hayala 00pa3oBaHMsI TUIOJOBBIX TEJI B COCTOSIHUM V,, 3aT€M OHH,
€CTECTBEHHO, YCHJIMBAIOTCSI 1 MAKCUMAJIBHO TIPOSIBIISTIOTCST B COCTOSTHUSIX g3 U ss. MI3mMeHeHnsaMu xoma Mopdo-
reHes3a CJI0eBHUIla MOTYT OBbITh KaK 3a7epXkKa, Tak U YCKOPEHHOEe pa3BUTHE MOP(OreHeTUIeCKUX MPOLIeCCOB,
KOTOPBIE SIBJISIIOTCS MPOSIBJICHUEM adanTallMOHHBIX MEXaHW3MOB B OTBET Ha BIIMSIHUE Pa3IMIHBIX (DAKTOPOB

cpeapl.

Karoueswie croea: oHTOreHE3, U3MEHYMBOCTD, TUIIaiHuku, Usnea florida.

J11s1 perireHnst mpooJIeM TTONYJISIIIMOHHOM OMOJIOTUN
JIMIIIAMHUKOB BaXKHO YYUTHIBATh OHTOTCHETUYECKYIO U
(YHKIIMOHAJIEHYIO Pa3HOKAYECTBEHHOCTb 0OCOOeii B
npenenax Buaa (Muxaitnosa, Bopooeiiunk, 1999; Cye-
tuHa, 2001; IlmocHuH, 2004; ItotoB, CyetuHa, 2005;
Muxaiinosa, 2005; Cyetuna, 2006a). MccrenoBaHue
OHTOT€HETUYECKMX XapaKTEePUCTUK JIMIITAHUKOB SIBJISI-
eTcsl HeOOXOMMMOI OCHOBOI IJIsSI aHau3a CTPYKTYPhI
MHOIMYJISILWIT ¥ IIPOrHO3UpOBaHUs MX Oymymiero. Ilpu
M3ydeHNM OHTOIeHe3a HEM30EeXXHO BO3HMKAET CIIOXK-
HOCTb B pa3rpaHUYeHUM ABYX MPOIIECCOB. BO-TICPBbIX,
MopdoreHe3a — 3aKOHOMEPHBIX, B OOJIbILICH CTEIIeHU
TEHETUYECKM OOYCJIOBJIEHHBIX, MOP(OIOTUYSCKIX U3~
MEHEHUI OpraHu3Ma B MpPOIECce WHAWBUIYATbHOTO
Pa3BUTHS U , BO-BTOPBIX, MOP(HOJIOTMUESCKON N3MEHYN~
BOCTH CTPYKTYpHI (IIpH3HAaKa), CBOMCTBEHHOI OIpe/ie-
JICHHOMY 3Tally pa3BUTHS U XapaKTepU3yeMOM KaK Ka-
YeCTBEHHO, TaK U KoimuecTBeHHO. HanbOob1mit uHTe-
pec, ¢ TOYKM 3peHUs WHIVBUIYAIBHOTO pPa3BUTHS
JIMIIIAMHUKOB, IIPEACTABISIIOT UccienoBaHus BepHepa
(Werner, 1931, 1965), B KOTOPBIX pACCMOTPEH OHTOT€HE3

! pagora noaaepxkaHa Poccuiickum ¢hoHI0M yHIaMEeHTaJIbHBIX
uccnenoBanuii (mpoekt Ne 09-04-00780-a).

32

CJI0EBUIIIA HAKUITHBIX, JIUCTOBAThIX U KYCTUCTBIX JIU-
MIAfHUKOB IO cTamuy (hOPMUPOBAHMS PETIPOTYKTHB-
HBIX CTPYKTYp. BaxxHbIM 00001IEHMEM B 3TUX paboTax
SIBJISIETCSI BBISIBJICHUE €IMHOTO XoAa MopdoreHesa cjio-
€BUIIA: TAITAHHIKKA BCEX XXU3HEHHBIX (POPM ITPOXOIST
CTaJIMIO HAKUITHOTO cjoeBullia. OCHOBBIBAsSICh HAa 3THX
WCCIIEIOBAHUSIX U HA IPUHITUTIAX TUCKPETHOTO BhIEIe-
HUST BO3PACTHBIX (OHTOTCHETMYECKMX) COCTOSTHUM Yy
pacrenuii (PadotHoB, 1950; ¥paHos, 1975), Mbl uccie-
JIOBAJIM OHTOTeHe3 KyCTUCTOro Jininaitiuka Usnea flori-
da (L.) Weber ex EH. Wigg., akiieHTUpysl BHUMaHWE Ha
U3MEHEHUU MOP(OJIOTMYECKUX CTPYKTYP B XOJe UHIM-
BUIYaJIbHOTO Pa3BUTHSI.

MATEPUAJT U METOUKA

MccnenoBaHus mpoBOaWIN Ha Tepputopun Pecry6-
Juky Mapwit 9n (®usnko-reorpaduyeckoe paiioHu-
poBaHue ... , 1964; Komno6os, 1968; Adpamosn, 2000).
OOBEKTOM UCCIEIOBAHU SIBISIICS SMUMUTHBIA paau-
aTbHO-KYCTUCTBIM JMmaiHuk Usnea florida (ceM.
Parmeliaceae), koTopwlii BcTpedaercss B EBpazuun
(Onpenemutenis ..., 1996), Amepuke u Adpuke (Check-
lists ..., 2009). B Poccuu oH pacrnipoctpaHeH Ha KaBkase,
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VYpane, B CmoiteHcKol (Omnpenenutes ..., 1996; Wirth,
1995) u Kuposckoii oonactsx (Hukonbckuii, 1929), Yi-
myptuu (byngakos, 2004) u Mapuit D1 (bormaHos,
2006). B KpacHoit kuure Pecryonmuku Mapuii O
(2007) oH mMeeT cTaTyc ySI3BMMOTO BHIIA C COKpaIllaio-
LLICHCS YUCTEHHOCTBIO TTOIYJISILINIA.

HawubGomrbiree uncino ocobeir U. florida HaiineHO B
Mapuiickoit HUBMEHHOCTH (3aragHasi M I0XKHasl 4acTh
pecnyomki) — B 3aroBenHuKe “bojpiras Kokinara” n
Ha TIpUJIETAIOIIMX K HeMY TeppuTOopusiX. EmMHUYHBIE
HaxOIKM OTMEUYEeHBI B I0T0O-3araTHOM YacTH PeCITyOIm-
k1 B 1931 . BacuibkoBbiM (1940) (ITpuBosKkckast Bo3-
BBIIIICHHOCTB), a TAKXKE B BOCTOYHO ee yacTh (Mapuii-
cko-Barckuii Yeam). Bum BcTpeudaeTcss B JIMITHSIKAX,
YepHOOJBIITAaHNKAX, TYOHSIKaX, eIbHUKAX, COCHSKaXx,
MPUYPOYECHHBIX K TTOMMaM W/WJIK HaAITOMMEHHBIM Tep-
pacaM pek. DTOT IMIIAHHUK TTPOM3pacTaeT Ha JIUCTBEH -
HbIX Bunax aepeBbeB: aune (7Tilia cordata Mill.), nyGe
(Quercus robur L.), penko Ha uBe Ko3beil (Salix caprea
L.), Gepese (Betula pendula Roth, Betula pubescens
Ehrh.), na onbxe (Alnus glutinosa (L.) Gaertn.), ocuHe
(Populus tremula L.); pexe — Ha XBOWHBIX: Ha €M
(Picea x fennica (Regel) Kom.), muxte (Abies sibirica Le-
deb.), cocHe (Pinus sylvestris L.). IIpennountaer pactu B
KPOHOBOI YacTu iepeBbeB, pexke Ha cTBoJie (bormaHos,
Cyetuna, 2007).

B xonme pabotsl mipocMoTtpeHo 117 obpasuos, co-
6paHHbIX B 1996—2006 . OHTOreHETUYECKUE COCTOSI-
Hus U. florida BbineneHbl Mo Ka4eCTBEHHbIM MOPdOJI0-
TMYeCKUM TIpu3HaKaM. Ha3zBaHmst TTeproIoB 1 OHTOTe-
HETUYECKMX COCTOSIHWI JaBajy ¢ y4eTOM KOHLIEILINU
JIMCKPETHOI'O OIMCaHMsI OHTOreHe3a pacteHuii (Pabot-
HoB, 1950; YpaHoB, 1975), a Takke paHee OIMMCaHHbBIX
OHTOTI€HE30B JININAMHUKOB Xanthoria parietina (L.) Th.
Fr., Physcia stellaris (L.) Nyl., Pseudevernia furfuracea
(L.) Zopf (Cyetuna, 2001, 2002, 2006a, 6). [1o mutepa-
TYPHBIM JaHHBIM IMPUBOASTCS HAYaTbHbIE 3TaIlbl OHTO-
TeHe3a OT CIOpPHI J0 FoBeHMITBHOTO cocTostHrs (OKCHep,
1974; Werner, 1931, 1965). ViaMmeHeHUsT B OHTOTeHe3e
JINIIIATHUKOB MBI pacCMaTpHBaeM KaK HEKHe aHAJIOTH
C OHTOTEHE30M DPACTeHUII M HAYMHAasI C IOBEHWIHLHOTO
OHTOTEHETHYECKOTO COCTOSTHUST BBOAVM COOTBETCTBYIO-
11IM€ Ha3BaHUsI U UX UHAEKCHBIE 0603HavyeHus . I1o rep-
OapHbIM 00pa3liaM OIMUCAaHbl OHTOTEHETUYECKUE COCTO-
JHUSA im-sS. OHTOreHETUYECKYI0 M3MEHYNBOCTh MOD-
¢doMeTprUeCcKHUX TPU3HAKOB M3ydadud B COCTOSIHUSIX
V,—g3, aHam3upys ot 10 1o 24 ocobeii. JyinHy BeTouek
OTMEPSLIM HUTKOM, Iajiee 10 JIMHEKe OnpeaesIsuiv pas3-
Mep. JmmHy moYepHeHsI KOPOBOTO CJI0SI U3MEPSTTN TN -
Heiikoii. Tloacuer yucna amoTelieB MPOBOAWIN OT-
IIEeJTBHO Ha OCHOBHBIX I GOKOBBIX BETOUYKAX; M3MEPSUTH
UX IUaMETP, a TaKXKe MOACYUTHIBAIA YMCIIO MPOCTHIX U
BETBSIIMXCs GUOPMILT Ha anorerin. MiamepeHne nma-
MeTpa U noacyeT UOPHILI IMTPOBOIAVIIN, UCCICAYS C ITO-
MOIIIBI0 OMHOKYJIsIpHOM Jiyribl MBC-10 1o 5—10 arore-
LIMCB.
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OLEHKU CpeNHUX 3HAYEHUIA KCCIeIyeMbIX ITpU-
3HAKOB IIPOBOAMJIM B JIOrapi(PMHPOBAHHON IIIKAJIe
In (x + 1) c mocaeayomuM mpeodpa3zoBaHUEM CpeIHE -
To B MCXOIHYIO mKaiy. [1pn cpaBHeH MOpHOMETPH-
YecKHX MPU3HAKOB y 0co0eil pa3HbIX OHTOI€HETHYe-
CKMX COCTOSTHUIA IPUMEHSLIU OTHO- U IBYX(haKTOPHBINA
JIUCepCcUOHHBIN aHanu3 (Sokal, Rohlf, 1995). Mcnonb-
30BaJIM KOMITBIOTEPHYIO Iporpammy “Statistica 6.0.”.

PE3VIJIBTATHI U OBCYXIAEHUWE

Onrorene3 U. florida tipencrariieH 4 riepyuonamMul 1
11 oHTOreHeTUYECKUMU COCTOSTHUSIMMU (Ta0JI. 1; puc. 1, 2).

HavanbHble aTambl pa3BUTHSL CJIOEBUILA (Sp-im)
MPEACTABIISIIOT HAMOOJBIINI uHTepec. Cremayer 3amMe-
TUTb, UTO B TIPUPOIHBIX YCIOBUSIX Pa3BUTHSI CIIOEBUIIA
u3 cnopsl He Haobmonanu. CyllecTBYIOT JIMIIb TUTIOTE-
3bl, KAK MOJIOIOI MUKOOMOHT HAXOMIWT, PACIIO3HAET U
BbIOMpaeT cooTBeTcTBYIOIMI oroduoHT (Hill, 1994).
PazBuTue ciioeBuIla M3 COPeaii M N3NNI B €CTECTBEH-
HBIX YCJIOBUSIX TOCTATOYHO MOAPOOHO MCCIEOOBAHO Y
JINCTOBAThIX M KYCTUCTBIX JUIIAaiiHUKOB (Jahns et al.,
1979; Schuster, 1985; Scheidegger, 1995; Zoller et al.,
2000; Hilmo, Ott, 2002; Ott, 2004). V Usnea filipendula
Stirt., pacTyllMx Ha KOpe B YMEPEHHBIX OOJIACTSIX
(Schuster, 1985), n'y Usnea antarctica Du Rietz, pa3Bu-
Baroluxcst Ha KaMHsIx B AHTapkruze (Ott, 2004), BbisiB-
JIEHBI Pa3In4usi B MOP(OJIOTUY U CKOPOCTSIX pOCTa MO-
Jonbix cinoepuill. CHauaaa copeIuu oOpasyloT XKeJlaTh-
HOOOpa3HbIi BHEKJIETOYHbBII MaTPUKC, a 4epe3 3—4 Mec
y U. filipendula n yepe3 2—3 1. y U. antarctica — cKoruie-
HUSI MacChl “OCHOBHOI TKaHm” (basal tissue) wim 3a4ya-
TOK CJIOEBMILA, TPUKPEIUISIOIIUICI ThudaMu K Cyo-
crpary. B otmumne oT ¢BOOOOHO CTPYKTYpPHUPOBAHHOMN
MOBepXHOCTH 3a4yartka cioeBuia U. filipendula ioBepx-
HocTb U. antarctica HallOMUHAET KOPOBBIN CI0M B3pOC-
JIBIX TAJIZIOMOB, UMEIOIINIA OTBEPCTUS IJISI Ta3000MeHa.
B TpeimHax KaMHel copeauy MOTYT COSANHSTRLCS, YTO
YCKOpsIeT oOpa3oBaHue OOJIBIIMX Macc (hOpMUPYIOLIE-
rocs ciioeBuina. K KoHIy 3-ro T. pa3BUTHSI IPUMOPIN
U. antarctica IMeIOT LIUTITIOBUIHYIO (popMy 6e3 BepTU-
KaJbHOro pocta rud. @opMupylolirecs: BEpTUKaJIbHbIC
BBIPOCTBI TAJUIOMA 00OMX BUIIOB COAEPKAT TOJIbLKO MU-
KOOMOHT, KOTOPBII MPEICTaBIIIeT Ha4aJIbHOE Pa3BUTHE
LIEHTPaJIbHOI OCU (3TO OHTOT€HETUUYECKOE COCTOSIHUE
MOXHO 0003HaUYMTh KakK im,), 3aTeM NPOUCXOAUT arc-
(bepeHLIMaLIMS AHATOMUYECKHUX CI0EB (COCTOSTHUE im,).
IMomHOCTEIO MU dEpeHIIMPOBAHHBIN BEPTUKATBHBIN
TayuioM pasMmepoM 1—5 mm y U. filipendula iosiBnsiercst
yepe3 10 mec, y U. antarctica — depe3 5 net. I3BecTHO,
YTO CKOPOCTH POCTA AUACITOPHI MOTYT OBITh TeHETUYE-
CKM YaCTUYHO ACTePMUHUPOBAHEI, a paHHEE pa3BUTHE
CJI0EBUIIIA 3aBUCUT OT KJIMMAaTa U OT MaJISHIIIMX MUKPO-
KmmMatrdecknx paszmmumii (Ott, 1987; Hilmo, Ott,
2002). KopkoBast crpykrypa noBepxHoctu U. antarctica,
Noa00HasI CKJIIEPOLIMSIM HEJIMXCHU3UPOBAHHBIX TPUOOB,
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CYETHHA, INIOTOB

Taomuma 1. OHtoreHeTnueckue coctossHus U. florida n nX MapKupyolye TpUu3HaKu

OHTOreHeTUYECKME COCTOSTHUS

Ilepuomnr
W WX MHIEKCHI

[Ipuznaku

1. JlareHTHBII 1. Criopa rpuba (sp)

1I. IperenepatuBHbiit | 2. [IpoToTanmitoc (pt)

3. IIporeportammoc (prt)

4. FOBeHWwIbHOE (j)

5. UmMmatypHoe (im)

6. BupruamisHoe 1 (vy)

7. BuprunuisHoe 2 (v;)

I11. TenepaTuBHBII 8. Mosonoe reHepaTuBHOE (g;)

9. CpenHEeBO3pacTHOE reHepa-
TUBHOE (g5)

10. Crapoe reHepaTuBHOE (g3)

I'V. IToctreneparusHsblii | 11. CyGceHUIIBHOE (SS)

Ackocnopa okpyriasi, 0ecliBeTHasl, OMHOKJIETOYHAsI

O06pa3oBaHUEe U3 COPHI T MULIEIHS, YaCTh U3 KOTOPBIX
MPUKPETIISIETCS K CyoCcTpaTy

O0begHEHIIE MULICTIST rpI/I6a C BOOOPOCJIbIO B 3a4aTOK
cJIo€BuIIa

HakunHoe cioesuiile, TOMEOMEPHOC aHATOMUYECKOEC CTPO-
CHUEC

CroeBuiiie B BUlle CTBOJIMKA C Pa3BUJIKOM Ha BEPXYIIKe —
HavaJio TMXOTOMUYECKOTO BeTBIeHus1. DopMupoBaHue re-
TEPOMEPHOM CTPYKTYpbl. MOTYT MOSIBJSITHCS KOPOBBIE
KOJIbLIEBBIE TPEITUHBI

dopmupoBaHUE OHOTO CTBOJIMKA C G0KOBBIMU BETOYKAMH,
Ha KOTOPBIX IIPUCYTCTBYIOT KOPOBBIE KOJIbLIEBbIE TPELIIUHBI.
TMosiBneHne NUJIMHIAPUIECKUX COCOYKOB, HEBETBSIIIIMXCS
Gbuodpu

®dopmupoBaHrie TUITMYHON IJIST BUIA XXKU3HEHHOU (DOPMBI.
M30TOMUYECKN- M aHU30TOMUYECKU-TUXOTOMUYECKH BET-
BSIIIMIACSI KYCTUK C OCHOBHBIMY Y OOKOBLIMM BETOYKAMM.
ITosiBieHME KOJIbLEBBIX TPEIIUH B OCHOBAHUY HEBETBSI-
IIUXcs ¥ BeTBstyxcst puopmnt. Limmmaapudeckue 1 60po-
aBYaThIe COCOUYKHM, TIOUYEPHEHE KOPOBOTO CJI0SI B OCHOBA-
HUU BETOYEK

AnoTeliMu Ha BeToukax u pubpuiax. Jluck anoreuust
CWJIHHO BOTHYTBI, OKPY>KE€H BEHIIOM HEBETBSIIIIMXCS U BET-
BsMxcs puopuin. O61acTh MoYepHEeHUsI, KaK MPpaBuio,
He MpeBhIlIaeT 1-ii TMXoToMUYecKoi pa3Bmiku. OcTaTku
OTMEPIINX OOKOBBIX BETOUEK

Jluck anorenysi clabOBOTHYTHIN, CJIOEBUIIIHBIN Kpail XOpo-
1110 BeIpaxkeH. O0J1acTh MOYEPHEHUSI KOPOBOTO CJIOST — 10
2-3-i1 pa3Buiiku. OCTaTKH OTMEPIINX OOKOBBIX 1 OCHOBHEIX
BeToueK. PUOPUILIBI C 60POIABYATHIMU COCOYKAMU

Juck anorenueB c1abOBOTHYTHIN WY TIOCKUIA, HEPEIKO
paspymatoniuiics. MHTeHCMBHOE OTMHpaHue BeToYeK (KO-
pUYHEBasi OKpackKa) U HaJIMYMe OCTaTKOB OTMEPIIINX OCHOB-
HBIX M 60OKOBBIX BeToueK. O61acTh MOYepHEHMST BETOUEK
MOXET MPEBBIIATH MOJIOBUHY UX JJTUHBI

Arnioteuuu OTCYTCTBYIOT. MHoroyuciaeHHbIe OCTaTKU OT-
MEPIINX BETOYCK. CroeBuilie ¢ UTHTEHCUBHO ITOYCPHCBIIN -
MU BETOYKaMH

SABJISIETCS afanTalyeil K CYpPOBBIM aHTAPKTUYECKAM
yeaoBusiM (Ott, 2004).

B cocrostnuu v, Ha cnoesuitie U. florida ¢hopmupy-
IOTCSI IWIMHAPUYECKUE COCOYKHM, B V, — OOpOdaByYaThie

COCOUKHU Ha cJioeBUIlle U (UOpUUIax. DTU CTPYKTYpPbI
Kiepk u Xeppepa-Kamnoc (Clerc, Herrera-Campos,

1997) Ha3bIBalOT COOTBETCTBEHHO COCOYKaMM (MarmJi-
JIaM1) — BBIPOCTaMU KOPOBOTO CJI0S1 U OyropKaMu — Ta-
KWMMU K€ BBIPOCTAMM, HO UMEIOLIIMMU BHYTPU CepaLie-
BUHY. MBI 3aMETHJT, YTO MHTEHCUBHOE Pa3BUTHE ITH-
JIMHIPUYECKUX COCOYKOB MPOUCXOIUT IO COCTOSTHUS &,
a HauMHag ¢ g, mMpeobaaaloT bopoaaBUaThie COCOUKU,
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Puc. 1. Ourorenes Usnea florida (0603Ha4YeHusI cM. B Taba. 1-3).

T03TOMY BO3HMKAET BOIPOC: UYTO IPOUCXOAUT C LIVUIMH-
JPUYECKMMM COCOYKaMM B Tipoliecce pa3Butusi? OHu
MOTYT OTPbIBAThCS (YEro Mbl HE HAOMIONAN) WA pa3-
BUBAThbCSI B KAaKME-TO APYTHUe CTPYKTYypbl. O4eBUIHO,
YTO TAKMMHU CTPYKTYPAMHU SIBJISTIOTCS (DPUOPUILIBI, KOTO-
phIE B CBOIO OUYepeIb BETBSATCS, YaCTh U3 HUX pa3BUBAcT-
cs1 0osiee MTHTEHCUBHO M CTAHOBUTCSI OOKOBBIMI BETOY-
KaMu. PUOPUIUIBI — KOPOTKUE, TTOIOOHbBIE BETOUKaM,
MNPUOATKU, WX LIEHTPAIBbHBIA TSK HE MPUCOSOWHEH K
LIEHTPAJILHOM OCH BETOUYEK, Ha KOTOPHIX OHU 00Pa3yIoT-
cs (Clerc, Herrera-Campos, 1997). U3BecTHO, YTO LICH-
TpaJIbHBIN TSK aIBEHTUBHBIX (OOKOBBIX) BETOUEK pacTeT
10 HATIPABJIEHUIO K LIEHTPATBHOMY TSIKY CTApOTo yJacT-
Ka 1 BpacTaeT B Hero rpuOHbIMM rdamu (Schwendener,
1860 — . mo: OkcHep, 1974). Takum obpa3om, MOp-
¢oreHe3 GOKOBBIX BETOUEK CIOEBUILIA TIPEICTABIISIET CO-
00l1 TToC/IeIOBATEIbHBIC STAITbI PA3BUTHS: LIVJIMHAPUIC-
CKME COCOUKHU, HEBETBSALIMECS (PUOPILIEL

Mopdonornueckast usmeHUuBocTh U. florida nposiB-
JISIETCsI B IIpe/ieiiaxX ONpeaeIeHHOTO OHTOr€HETUYECKOIO
COCTOSHMSI B BETBJICHMM CJIOEBUILA: W30TOMUS WU
aHW30TOMUSI; YKCIIO TIOPSIIKOB BETBJICHUS; XapaKTep
PACITOJIOKEHMST artoTellMeB — HA OCHOBHBIX MJIM GOKO-
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BBIX BETOUKaX, GUOPMIIIAX, Ha HIZKHEN CTOpPOHE OoJiee
KPYITHOTO aroTelusl, OMMHOYHO, TpyraMu. Micromb3ys
UMEIOLIMNICS MaTepuall, Helb3sl cKa3aTh, C KaKoi Ja-
CTOTOI1 3TN U3MEHEHMSI IIPOSIBIISIIOTCS B X0 OHTOI'eHEe-
32 M B Pa3HBIX SKOJIOTMYECKUX YCIIOBHSIX (CyOcTpart, Me-
CTOOOUTAHMUE).

HzyueHune MopdoMeTpuyecKux MpU3HAKOB MO3BO-
JIWJTO BBISIBUTH TEHACHIIMY MX U3MEHEHMSI B OHTOTEHE3¢
(tabn. 2, 3). Ilo quHe W IMIMpPUHE CIIOEBUINIA, a TAKKe
JUIMHE OCHOBHBIX BETOUEK BBIACSIOTCS OCOOM IpyII-
TTBI V,, KOTOPbIe 3HAYMMO OTJIMYAIOTCS] MEHBIITUMU pa3-
MepaMU OT 0co0elt pa3HbIX OHTOTEHETUYECKUX COCTOSI-
HMii reHepaTBHOTO Niepurona (p = 0.02—6.6 x 107°), He
Pa3IMYAIOIIMXCST MEXTy COOOI. DTO CBUIIETENILCTBYET O
TOM, 4TO HanboJjlee MTHTEHCUBHLIN POCT CJIOEBUIIIA MPO-
HUCXOOUT OO0 (POPMUPOBAHUS PEITPOLYKTUBHBIX CTPYK-
Typ — aroTelyeB. Y KyCTUCTBIX JIMIIIAMHUKOB, KaK U Y
pacTeHuit, pa3BepThIBaHME BEr€TaTUBHOTO TeJia U 3aBO-
eBbIBaHME TEM CaMbIM (ITyTeM HapacTaHWsl U BETBJIC-
HYSI) IPOCTPAHCTBA MOAYMHEHO MTOATOTOBKE K Pa3MHO-
KEHUIO, B 0COOEHHOCTH K mosnioBomy (HyxumoBckuii,
1997).

3*
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Puc. 2. Bersnenue cnoesuiua Usnea florida: 1 — uzotomust, 2 — aHU30TOMMUSI, 3 — OCHOBHBIE BETOUKH, 4 — GOKOBBIE BETOUKH;
YaCTH CJIOCBUIIL C IUJIUHAPUIECKUMU (a) 1 60pOoaaBIYaThIMU (6) COCOUKAMU, C KOJIbIIEBBIMU TPEIIMHAMMU KOPOBOTO CJI0sI (8), C
MPOCTBIMU (&) U BeTBIIIUMUCSH (d) pUbpriIaMu, ¢ anoTelreM (e) U ¢ OCTaTKaMU OTMEPIIMX OOKOBBIX BeToueK (o). O60o3Ha-

YeHMs CM. B TaOII. 1.

YuCIIo OCHOBHBIX BETOUEK B OHTOTCHETUIECKUX CO-
CTOSTHUSIX V,—g; CTATUCTUUECKM 3HAYMMO He pazinJaeT-
cs1 (p = 0.37). @opMupoBaHUEe OCHOBHBIX BETOUYEK CBSI-
3aHO C AESITEJIbHOCTBIO BEPXYILIEUHOM MEPUCTEMBI, TT0-
3TOMY €CTECTBEHHO, YTO OCHOBHOI KapKac CJIOeBHUILIA
MOJTHOCTBIO chOPMUPOBAH B COCTOSIHUU V,. Benencreue
AKTUBHBIX POCTOBBIX IMPOLIECCOB HA OCHOBHBIX BETOUKAX
oOpasyeTcsl 00JIbllle KOPOBBIX KOJBLIEBBIX TPEILMH I10
CPaBHEHUIO C TeHEPATUBHBIM TEPUOIOM, MHOTAA OHU
MOTYT 3apacTaTh, OCTABJISISI HA MECTE pa3phbiBa BIABJICH-
HOCTb. XOT$I BEPXYHICYHOE HapaCTaHUEC OCHOBHbLIX BC€-
TOYEK TIPOMIOJIKAETCS, HalIbHeIee yBeIMueHrue Ouo-
MAaccChl B 3HAUMTEJIbHOIM CTEIICHU CBSI3aHO C OoJjiee MH-
TEHCHUBHBIM OOKOBBIM BETBJICHUEM.

HauuHas ¢ cocTossHust V, OTMEYE€HO OTMHPAHUE KO-
POBOTI0 CJIOA BETOYCK U ITOABJICHME OCTATKOB OTMEPIINX
BE€TOYCK. HpOHeCCLI TTIOYECPHCHUMA KOPOBOI'O CJIOA UME-
0T TCHACHL MU K YCUJICHUIO 1 MaKCUMaJIbHO BBIPA>KCHbI

y ocobeii g; (p = 0.03—9.6 x 1075). Yricto oTMePILUX OC-
HOBHBIX 1 O0OKOBBIX BETOUEK YBEJIMUMBAETCS B IIpoLiecce
oHToreHesa (p = 8.25 x 10~#), mpu 3T0M nporcxoauT 60-
Jlee MHTEHCUBHOE OTMHUpaHUE OOKOBBIX BETOYEK IO
CPABHEHMIO C OCHOBHBIMHU (p = 4.24 x 10~%). AHam3 us-
MEHEHMSI TIPU3HAKOB BETeTATUBHBLIX CTPYKTYP B IPO-
Liecce pa3BUTHUS IT03BOJISIET TOBOPUTH 00 OHOBPEMEHHO
MPOTEKAIOIINX JIBYX SIBJICHUSIX: HAKOTUICHUH OMOMAaCChI
M TIOCTENIEHHOM pa3pylIEHUH CJIOEBUIIA, KOTOPOE MO-
KT MIPOSIBIISITHCS YK€ B COCTOSTHUU V.

Yucno anoTeneB Ha OCHOBHBIX U OOKOBBIX BETOY-
Kax ckoppeaupoBaHo (Rs = 0.58; p = 0.001). PazHura
MeXKIy YMCJIOM arloTeLIMeB Y Ha OCHOBHBIX, M Ha GOKO-
BBIX BETOYKAX B OHTOTCHETUUECKUX COCTOSTHUSIX &) — &;
CTAaTUCTUYECKU HE3HauMMa. 3a CYeT BBICOKOI U3MEH-
YUBOCTHU 3THUX IIPU3HAKOB MOXHO OTMETUTh JIUILIb TEH-
JEHIIAIO K YMEHBIIICHUIO YKCIa alfOTeIeB B OHTOTCHe-
3e. JlnameTp amoTeLeB 3HAYMMO BbILIIE HA OCHOBHBIX
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Taoauma 2. M3MeHYMBOCTE MOPGHOMETPUUECKUX IIPU3HAKOB BET€TaTUBHBIX CTPYKTYp B oHTOreHese Usnea florida (cpen-
HUe 3HauYeHUs ¥ 95%-Hble JOBEPUTEIbHbIE MHTEPBAJIBI)

Croesullie, cM OCHOBHBIEC BETOYKH Yucio oTMepIIMx BeToUueK
OHTOreHEeTH - JlinHa mouep-
yeckKue HEHUS KOPO-
COCTOSTHMS BOTO CJIOST, MM
JUTMHA IIMpUHa IUTMHA, CM YUCTIO OCHOBHBIX OOKOBBIX
\) 3.58 4.15 3.11 2.65 0.30 0.08 0.21
(3.05—4.19) | (3.45—4.99) | (2.65-3.65) | (1.92—3.66) | (0.22—0.41) (0-0.22) (0—-0.59)
g 4.99 5.47 4.32 2.52 0.40 0.15 0.30
(4.19-5.95) | (4.33—6.90) | (3.45—5.40) | (2.10—3.03) | (0.26—0.60) (0—-0.42) (0—1.04)
2, 5.41 5.16 4.78 2.26 0.51 0.39 1.18
(5.04—5.81) | (4.41-6.04) | (4.35—5.25) | (1.81-2.82) | (0.38—0.68) | (0.15—0.68) | (0.61—1.96)
g3 5.32 4.96 4.96 1.96 1.49 0.89 3.63
(4.53—6.26) | (3.99-6.16) | (4.18—5.88) | (1.51-2.54) | (1.03—2.16) | (0.44—1.47) | 1.70—6.95)

BETOYKAX I10 CPAaBHEHUIO C OOKOBBIMU BO BCEX COCTOSI-
HUSIX FeHepaTuBHOro nepuona (p = 3.49 x 10~7). Mak-
CUMaJIbHbIE BEeJIMYMHbBI JUAMETpa aroTelrsl XapaKkTep-
HBI JUTSI OHTOTEHETUIECKUX COCTOSTHUH g, U g5 M OTJIYa-
JOTCSI OT g, KaK Ha OCHOBHBIX, TaK M Ha OOKOBBIX

Betoukax (p = 1.13 x 1073—5.55 x 10~7). Takum 0Opazom,
13 GOJIBILIONO KOJIMYECTBA alloTeLEB, 00Pa3yIoILIMXCs B

COCTOSIHUM g,

(ITOTEHLMAJIBHO ~ PEMPOIYKTUBHBIX),

JIAIITb YaCTh CTAHOBUTCST PEATHHO PEITPOTYKTUBHBIMU M
MOXeT chOpMHPOBaTh CYMKH C acKocIiopamMu (0 4eM

Tadamma 3. MI3MeHUMBOCTb MOP(POMETPpUYECKUX MPU3HAKOB FreHepaTUBHBIX CTPYKTYpP B oHTOreHe3e Usnea florida (cpen-
HHE 3HaYeHUs U 95%-Hble T0BEPUTEIbHBIE MHTEPBAJIbI)

Yucio anoTenieB

JuameTp arorenuen

Yucno ¢pubput Ha anoTe-

Yucno pubpu

JIJI Ha arioTe-

O::IeT_O_ Ha BETOUYKax Ha BE€TOYKax, CM 1M1 HAa OCHOBHBIX BETOYKAX| TN Ha 60KOBI)IX BETOYKaAX
HETU-
YECKUC
COCTO-
SAHUA OCHOBHBIX 6OKOBI)IX OCHOBHBIX OOKOBBIX ITPOCTBIX BETBALIIUXCA IITPOCTBIX BeTBZI;HHX_
g 20.81 19.68 1.89 0.85 14.49 2.22 10.40 0.62
(6.31—64.08) |(5.54—64.42)| (1.10—2.97) | (0.48—1.30) |(12.67—16.56)| (1.65—2.92) | (8.75—12.33) |(0.36—0.92)
g 12.19 12.95 3.67 1.56 19.43 2.02 12.67 0.46
(6.33—22.71) |(7.65—21.49)| (2.46—5.30) | (1.27—1.90) |(16.79—22.46)| (1.40—2.79) |(11.12—14.41)|(0.23—0.73)
g 11.73 8.82 4.62 1.55 19.49 3.18 10.09 0.73
(7.71—17.62) |(2.89—23.76)| (3.19—6.54) | (0.81—2.60) |(15.75—24.09)| (2.31—4.27) | (7.99—12.68) | (0.40—1.14)
OHTOTI'EHE3 Tom 41 Ne 1 2010
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KOCBEHHO CBUIETEJILCTBYET MAJIOE YMCJIO allOTEeIIEB C
OonbIIMM TraMeTpoM). BbICOKasi TIpomyKiust Criop U
KpaiiHe peaKasi BCTpe4aeMOCTb 0co0eil im U v, B TIOITy-
JISILIMA CBUAETENIBCTBYIOT O BBICOKOM 3JIMMUHALINM CIIOP
W/WIN 3a9aTKOB CJIOCBHUIII.

Beu1 mpoBefeH IBYX(AaKTOPHBIA IUCHEPCUOHHBIIA
aHaM3 yKncia GuopHiLI Ha ariotenu (pakTopsl — Me-
CTOITOJIOXKEHUE aroTelneB, XapakTep (UOPUILT, KOBa-
puarta — IuaMeTp arioTelieB) B Pa3HBIX OHTOreHETUYe-
CKUX COCTOSIHUSIX T€HEPaTUBHOIO Ieproaa. YBeJlnue-
HUe uncia UOPWUT Ha AaroTelUM CBSI3aHO C
Bo3pacTanueM ero auamerpa (p = 1.03 x 1071—7.13 x
x 1072%). Bo BceX OHTOrE€HETMYECKMX COCTOSHMSX Ha
aroTerssx PopMUpyeTcst OOJIbIIIE TTPOCTHIX (PMOPUILT,
yem Berawmxcs (p < 1078°). BepoarHo, obpazoBaHue
GuOpMLT HEOOXOAMMO IS YBEJIMIeHUS (POTOCUHTE3U-
pYIOIIEi TTOBEPXHOCTH W SIBIISIETCST JTOTTOJTHUTETBHBIM
WCTOYHUKOM OPraHMYeCKHX BEllIeCTB, MIYILINX Ha (op-
MUPOBaHUE aroTeL1EB.

CyOceHMIbHBIE 0COOM BCTPEYAIOTCSI KpaliHe peaKo.
OnHa 13 BepOSITHBIX TTIPUUYMH 3TOTO — OTPBIB CJIOEBUILIA
OT KOpHI iepeBa Ha 0oJiee paHHUX 3Tarax OHToreHe3a u
paspylIeH’e ero Ha IIOYBEe 1 CHETOBOM ITOKPOBE.

Takum 06pa3oM, OHTOTEHE3 CIIOCBUIIA JTUITATHIKA
U. florida Bxmoyaet pa3BuTHe MULIEIUS Tpubda U3 Cro-
Pbl, OOBbEAMHEHNE €TO C BOIOPOC/IBIO B 3a4aTOK CJIOSBU-
ma, MopgoreHe3 ciaoeBuia ((popMUpoBaHUE KU3HEH-
HOI1 (hopMBbI 1 pacraj TajJloMa) 1 CBSI3aHHbIE C 3TUM
MopdOoIornIecKrie U3BMEHEHMST OPTaHOB ITOJIOBOTO pa3-
MHOKXEHUS (aITOTeIINEB) W IPYTUX CTPYKTYP, KOTOPBIE
Ha HeM (hopMUpyIOTCcsl. OHTOTEeHETUYECKOE COCTOSTHIE
JIMIIIATHUKA — 3TO €r0 MOPGMOTeHETUYECKOE COCTOSTHIE
C KaueCTBEeHHBIMU, He TTOBTOPSTIOIIMMUCS B TIPOIIECCe
Mop(oreHeza, MNpU3HaKaMu. PeKOHCTpyMpOBaHHBIM
TMOCIeAOBATEIbHBIN MOP(OreHETUYSCKUIA PsIIT pa3BU-
i ciioeuinia U. florida mpencTaBiieH CeIyIOIINME OC-
HOBHBIMU 3TallaMU: 3a4aTOK CJIOEBUIIA —= HAKUITHOE
CJIOEBUIIIE —> OPTOTPOITHBIN CTBOJIMK — BETBIICHHE
IIEHTPAJTEHOTO CTBOJIMKA —> BETBSIIMICS KYCTHK C He-
CKOJIBKUMU 1IEHTPaJIbHBIMUA CTBOJIMKAMM (TUITUYHAST
JIJT BUAa Xu3HeHHas ¢opma). JlanbpHeliiee pa3BUTre
CJIOEBUINIA CBSI3aHO C IIOC/ICAOBATETbHBIMI 3TaIllaMU
MopdoreHes3a aroTelMeB: C BOTHYTHIM TMCKOM U XOPO-
110 Pa3BUTHIM CJIOEBUIITHBIM KPaeM, CO CJTA00BOTHYTHIM
JIIUCKOM U CJ1ab0pa3BUTBIM CJIOEBUILIHBIM Kpaem, C
TJIOCKUM JIVICKOM U €11Ba Pa3BUTHIM CJIOEBUIITHBIM Kpa-
eM. MlHTeHCMBHOE OTMHpaHNe KIIETOK KOPOBOTO CIIOST
BETOUEK M CaMUX BETOYEK TMPOMCXOIUT Ha 3aBeplliaro-
IIIMX 3Tallax OHTOTeHe3a CIIOEBUIIIA.

M3MeHeHue xona MopdoreHe3a MOXXeT MPOSIBIISITHCS
KaK B 3aJIepXXKKe, TAK U B YCKOPEHHOM Pa3BUTUN MOP(O-
TeHEeTYEeCKHX TIPOIIeCCOB. B yCIIOBUSAX CypOBOTO K-
MaTa OTMEUYEHO 3aMeIeHIe Pa3BUTHsI CJIOEBUILIA U €T0
MopdoJiornueckre amanTaluyd Ha HavYalbHBIX 3TaIax
oHrtoreHesa (Ott, 2004). OTpaxkeHrEM 3aAeP>KKH pa3BU-
THUS ABJIAIOTCA BO3PACTHBIC CIICKTPBI l'lOl'[y.Hﬂ]_[I/Iﬁ C Mak-

CIMyMOM Ha OCOOSIX TIpereHepaTMBHOIO Ileproaa, He
CBOMCTBEHHBIC ONTUMATBHBIM YCIOBUASIM TIPOM3pacTa-
HUSI BUIA U SIBJISTIOIIMECS] OTpaXkeHUEeM TTPUCTIOCO0IeH-
HOCTH TIOITYJISILIMM K KU3HU B aHTPOTIOTEHHO M3MEHEH -
HOW cpelie 00MTaHMs, YTO OBIJIO MOKA3aHO JIIST TUCTOBA-
TBIX JIMIIAMHWUKOB C TIOJIOBBIM U BEreTaTUBHBLIM
crnocobamu pasmMHoXxeHms1 (MuxaiiioBa, Bopobeiiuuk,
1999; Cyetuna, 2001). KpaitHuM TIposiBJIcHUEM Hapy-
1IeHUsT MopdoreHe3a siBJsieTcs HEBO3MOXXHOCTh (pop-
MMPOBAaHUST TUITUIHOMN T BUOA XKU3HEHHOM (DOPMBI.
Hampumep, Tipu  M30BITOYHONM OCBEIIEHHOCTH Y
P. furfuracea dopmupyercss He JUCTOBATO-KYCTHCTast
KU3HEeHHas (popMa, a JMCToBaTas ¢ HEMHOTOYMCITCH-
HBIMM PUMOAHUMAIOIIUMUCS BETOYKAMU, TPU 3TOM
TUIIMYHOE KYCTUCTOE coeBuilie He (popmupyetcs (Cye-
TrHA U 1p., 2007).

TIpoiieccol crapeHus U pa3pylieHusl CJI0eBUIla MO-
TYT OTMEYATKCS EI1IE IO HadaJia 00pa30BaHUS TUTONOBBIX
TeJ1 B COCTOSIHUU V,, 3aTEM OHU €CTECTBEHHO yCUJIMBa-
FOTCSI 1 MAKCUMAJTBHO TIPOSIBIISTIOTCSI B COCTOSTHUSIX g3 U
ss. OueBUIHO, TIPY HEOIATOIIPUSITHBIX YCJIOBUSIX BUPTU-
HWJIBHBIE CJIOEBUILIA MOTYT MEPEXOIUTh B MIOCTTEHEPA-
TUBHBINA TIEpUOI, MUHYSI TeHepaTuBHBINA. Hekotopeie
0COo0M NP 3TOM Pa3pyllIaloTCs U OTMUPAIOT B OHTOIe-
HETUYECKOM COCTOSTHUM g3 U paHee. Mbl OTMETHIIM CJIO-
esutlia U. florida c "HTEHCUBHBIM BETBJICHHEM, O3 arto-
TelMeB U C OTMUPAIOIIMMU BETOUKaMU. Takue clI0eBU-
114, MAHYSI TEHEPATUBHBIN, MEPEIUIM B MOCTTEHEPA-
TUBHBIN niepuo. Jlpyroii mpuMep: HEKOTOPbIE CITIOEBU-
1A XapaKTEPU30BAIMCh HU3KOM WHTEHCUBHOCTBIO
BETBJIEHUSI (OHA-IBE TUXOTOMUYECKHE BUIIKK), KPYII-
HBIMM aroTeIsIMU U TIpU3HAKAMU Pa3pyIIeHUsT CI0e-
Bula. O4eBUIHO, YTO B IIpe/iesax MOMyJISILIMU B CBS3U C
MUKPOPA3TAIUSIMU YCIIOBAI MECTOOOUTAHWS U TTO PSITY
JIPYTUX TIPUYWH CO30AI0TCS TIPEATTOCHUTKY 711 U3BMEHEe-
HUSI pOCTa U Pa3BUTHS pa3HBIX 0COOEH TaHHOI TTOITYJIsI-
11U, DTU UBMEHEHMSI 3aBePILAIOTCS YETKUMMU CIBUTAMU
B MOpP(}OJIOTMH, OTPaKAIOIIUMU Pa3JINuMsl B KU3HEH-
HOM cocTosTHUM ocobeit (3100uH, 1989). UmMeHHo mo-
3TOMY BaXXKHBIM HAIPABJIEHUEM NHATBHEUIIINX UCCIIEN0-
BaHMIA OyIeT aHaJIU3 XMU3HEHHOCTU CJIOEBMIL Pa3HBIX
OHTOTCHETUYECKNX COCTOSTHUW W BO3PACTHO-BUTAIM-
TETHOU CTPYKTYPHI HOMYJISIIIAMN.

Asmoput evipadicarom baazodapnocms I A. boedanogy
3a npedocmasnenue yacmu oopazuos u P.A. Hueamemss-
HO80Ii 3a yuacmue 6 coope u obpabomke mamepuana.
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Ontogeny and Morphogenesis of the Fruticose Lichen Usnea florida (L.)
Weber ex F.H. Wigg.
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% Mari State University, pl. Lenina 1, Yoshkar-Ola, 424001 Russia
e-mail: suetina@inbox.ru
b Bolshaya Kokshaga State Wildlife Preservation, ul. Voinov-internatsionalistov 26, Yoshkar-Ola, 424038 Russia

Abstract—The development of the fruticose lichen Usnea florida was described in accordance with the con-
cept of a discrete approach to the description of higher plant ontogeny proposed by T.A. Rabotnov and
A.A. Uranov. The ontogeny of the U. florida thallus, represented by 4 periods and 11 ontogenetic states, in-
cludes the development of fungal mycelium from a spore, its association with alga into a rudimentary thallus,
thallus morphogenesis (the life form formation and decay of the thallus), and all related morphological
changes in the apothecia and other structures generated by the thallus. Based on an analysis of morphogenetic
processes during thallus formation, we proposed morphological criteria for the separation of ontogenetic
states. The formation of the main frame of the thallus and its intensive branching occur before the develop-
ment of the apothecia because of the switching to the reproductive function. Thallus aging and decay start
even before carposome formation (v, state); later, these processes become more intensive and reach a maxi-
mum at the gz and ss states. Changes in thallus morphogenesis can include both delay and acceleration of
morphogenetic processes, representing the manifestation of adaptation mechanisms in response to different
environmental factors.

Key words: ontogeny, variability, lichens, Usnea florida.
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