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AHHOTAIMA

B cratbe paccmarpuBaercs mpoOiieMa CONPSDKEHHOTO aHajin3a OHTOTeHEe3a JepeBa W JUHAMHUKH
SMH(PHUTHOTO MOXOBO-THIIAKHUKOBOTO mokpoBa (DMIJIIT). Ha npumepe Pinus sylvestris mokaszano, 4to
MMPOUCXOJAIINE B XOAC OHTOTCHE3a CTPYKTYPHBIC H3MCHCHUA CHOCO6CTBYIOT YBCINYCHUTIO pa3H006pa31/151
NMOTCHUHAJIbHBIX MUKPOHHUIII. Ha Gounee IO3JHUX dOTallaX OHTOICHE3a B COCTaB OMIIII MOT'YT BKJIFOYAaTbCA
SIUredHbIE W DIUKCHUIBbHBIC BUIbBI, a IMPUCTBOJIbHOC BO3BBLINICHUEC O6CCHC‘II/IBaeT TECHYIO CBA3b C
HAIIOYBCHHBIM ITOKPOBOM. AKTyaJ'ILHO IpOAOJKCHUC HO,Z[06HBIX I/ICCJ'IG),Z[OBaHI/Iﬁ AJI APYIruX APEBCCHBIX
mopon. Mx pesympTaThl OymyT crnocoOCTBOBaTh 0Oojiee TIyOOKOMY TIIOHHMMAaHHIO MEXaHU3MOB
noagacp Kanusd yCTOfI‘II/IBOCTI/I JICCHBIX (l)I/ITOLIeHO3OB U COXPaHCHUIO HaI/IGOJ]ee YA3BUMBIX KOMIIOHCHTOB
ux 6uopazHooOpasus.

Abstract

The role of conjugate analysis of tree ontogenesis and dynamics of epiphytic moss-lichen cover in
phytocenology and ecology of cryptogamic organisms it is estimated. We conducted a study in the Tver
region (Central Russia). Based on the population-ontogenetic approach, developed the ontogenetic stages
of Pinus sylvestris L. Ontogenetic stages are allocated on the basis on structural and biological features of
tree: the shape of primary and secondary crowns, the ability to seed or vegetatively reproduce, the ratios
of growth and dying, the type of dermal tissue. Structural differentiation of the tree increases diversity of
microhabitats. Old generative and subsenile trees serve as a substrate not only for epiphytic, but also for
epigeic and epixylic lichens and bryophytes. Conjugate analysis of tree ontogenesis and dynamics of
epiphytic moss-lichen cover can be useful for studying the diversity of cryptogamic organisms on other
tree species. These studies will help develop effective approaches to the conservation of forest
ecosystems.
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Beenenune

B Hacrosiiee Bpemsi JIMXEHOJIOTHS U OpHUOJNOTHs Pa3BUBAIOTCS OYEHb OBICTPHIMU
temrnaMmu. [IprMeHeHHE COBPEeMEHHBIX METOJOB HACHTH(HKAIMKA MaTepHuaja MO3BOJSIET
JOCTUTHYTH BBICOKOW JIeTalM3alMK B U3YYEHUH TAKCOHOMHUYECKOTO Pa3HO00pa3usl JIUIIATHIKOB
u M0ox000pa3HbIX. CaenaHbl TakKe 3HAYMMBIC IIard B OOJIACTH CHUCTEMAaTH3allMH CBEACHUH O
KpUIITOTAaMHBIX COOOIIECTBaX, KOTOpBhIE TMPHUBEIM K CO3JaHUI0 CBOJHBIX MPOJPOMYCOB
pPacTUTENIFHOCTH C Y4eTOM 3THUX KOMIOHEHTOB [Mucina et al., 2016]. Bce Gonmpmmii mHTEpEC
MPOSIBJISIETCS K aHAIHM3Y 3MUGUTHOTO MOXOBO-JHUIAHUKOBOrO nmokpoBa (OMJII) u nunamuku
ero ¢popmupoBanus [Crenanosa, 2004; Jlebenera, 2005; Mezaka et al., 2012; Psounesa, 2016,
2018; Tapacona, 2017; Tarasova et al., 2017; O6abxo, Tapacoa, 2018; Androsova et al., 2018;
VYpbanasuutoc, YpbOanaBuuene, 2019]. B OonpmuHcTBE pabOT B KauecTBE Ba)KHEHIIETO
dakTopa, ompenensroniero pasHoodpasue u creneHb paszputus OMIIIL, oTmeuaroT Bo3pact
nepesa (popodura) [Ojala et al., 2000; Fritz et al., 2009; Mezaka et al., 2012; Tapacosa, 2017;
Tarasova et al., 2017]. OnHako aOCONMIOTHBIM BO3pAacT M HUCHOJB3YyeMble HCCIIEI0BATEISIMU
OMOMETpHUYECKHE TapamMeTphl BO MHOTHX CIIydasX HE IO3BOJIIIOT TOYHO OXapaKTepPH30BaTh
OHTOT€HETUYECKOE COCTOSIHME JIpeBecHOro pacteHus [CmupHoBa u ap., 1984; Smirnova et al.,
1999; Escrurnees, 2014; Evstigneev, Korotkov, 2016]. AxrtyanpHa pa3paboTka mpoOsieMbl
COTPSKEHHOT'O aHalu3a OHTOreHe3a JepeBa U stanoB ¢opmuposanuss DMIIIT [XKykosa u ap.,
2013; Notov, Zhukova, 2015]. Pa3Butue 3TOr0 HampaBJICHUS H3YyYCHHS KPUIITOMAMHBIX
SMU(GUTOB MOMOXKET JOCTHUTHYTh KAueCTBEHHO WHOTO YPOBHS IMOHUMAaHHs 3aKOHOMEPHOCTEH
opraHu3anuu ouopazHooOpasus JIUIAHHUKOB B MOX000Pa3HbIX.

He Menee 3HauuMbl Takue UCCIENOBAHMS IS MOMYJISIUOHHO-OHTOI€HETHYECKOTO
HampasiieHuss U ¢uToueHonornd. OHU Pa3BUBAIOT MPEACTABICHUS OCHOBATEJIEH YHMKAIbHON
OTEYECTBEHHOW HAYYHOH IIKOJBI O POJIM OHTOT€HETUYECKOIO MOIX0/a B BBISIBICHUH JUHAMUKH
MapaMeTPOB COMPSKEHHOCTH PA3IMYHbBIX LIEHOMOMYIAUUN U 0COOON IEHHOCTH 3TUX 3HAHUM NI
BBISICHEHUSI MeXaHM3MOB (DyHKIMOHUpOBaHMs (uroueHo3a [Ypanos, 1977]. DMIJIII kpaiine
CIIO)KHO OpPraHu30BaH, a ero oOpa3oBaHHE COMPSIKEHO C PA3IUYHBIMU KOMIIOHEHTaMH JIECHBIX
HKOCHCTEM M MpPOIECCaMH Pa3HOTO UEPApXUUYECKOTo YpOoBHS U Macmitaba. bmaromapst atomy
peleHre paccMaTpuBaeMoil mpobiembl OyJeT CrnocoOCTBOBaTh pealu3allMd CHCTEMHOTO,
CHUHEPreTUYECKOT0 U CTPYKTYPHO-OPraHU3aMOHHOTO M10IX0/10B B MOMYJISILIMOHHON OMONIOTHH U
¢utonenonorun [Horos, XKykosa, 2013]. Llens nanHoi pa®oThl — 0030p MpeaBapUTEIbHBIX
Pe3yJIbTaTOB COMNPSHKEHHOI'O aHaIM3a OHTOTeHEe3a JiepeBa U JTuHaMuKu GopmupoBanus OMIIII,
OLICHKA MEPCHEKTUB €0 MPOJOJIKEHHUS.

MaTepna.n U ME€TOAbI UCCJICT0OBAHUA

[Ipu BBIAENEHUH OHTOTEHETHYECKHX COCTOSHUI JIPEBECHBIX PACTEHHI MCIIOJIIB30BAHbI
MOAXOABl K TIEPUOJIM3AIMM OHTOT€HEe3a, pa3padoTaHHBIE B paMKaX OTEYECTBEHHOTO
MOMYJISIIIHOHHO-OHTOTeHeTHUecKoro Hanpasienus [Gatsuk et al., 1980; CmupHoBa u ap., 1984;
CmupaoBa, 1989; UuctsakoBa, 1994; Smirnova et al., 1999; Evstigneev, Korotkov, 2016]. C
y4ETOM IMYHBIX HAOMIOACHWI M MaTepHalioB MpPOaHAIM3UPOBAHBI JTUTEpATypHbIC TaHHBIC O
cniendrike OHTOTeHE3a OCHOBHBIX JiecooOpasyromux nopoa LlentpansHoii Poccun [CmupHOBa,
1989; UYmucrakosa, 1994; Smirnova et al., 1999; Evstigneev, Korotkov, 2016]. B kauecTtBe
KJIFOUEBOTO MOJICTIBHOTO OOBEKTa pacCMOTpeHa cocHa oObikHOBeHHas (Pinus sylvestris L.).
Hcnonb30BaHbl JIaHHBIC JUTEpatypbl 00 oHTOreHe3e P. Sylvestris m ero mosmMBapHaHTHOCTH,
MOJIy4eHHbIe B pa3HbIX peruonax llentpanbHoit Poccun [3abponun, 2011; EBcturnees, 2014].
CobcTBeHHbIE MaTepuaibl coOpanbl B TBepckoil 1 MockoBCKo# obnacTsx. [leTanbHoe onvucanue
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OHTOTCHETUYECKUX COCTOSHUW, a TakKe COCTaBICHHBIA HAMH KIIOY JJIsi UX OMpeeNieHUs
onyONIMKOBaHBl B cHenuanbHbIX padorax [XykoBa m np., 2013; Notov, Zhukova, 2015].
[IpenBapuTenbHbIe MaTepUaIbl IO OHTOI'CHE3Y OCHHBI oObikHOBeHHOHM (Populus tremula L.),
onbXu uepHoi, nian kieiikoit (Alnus glutinosa (L.) Gaertn.), ny6a ueperruatoro (Quercus robur
L.) cobpansl B TBepckoit obmactu. Ha teppuropuun LlenTpansHo-JIeCHOrO rocynapcTBEHHOTO
npupogHoro OuocdepHoro 3amoBennuka (LJII'TIB3) wu3ydyeHsl crapble TeHEpaTHBHBIC U
CEHWIBbHBIE 0COOM 3TUX JIPEBECHBIX MOPOJ, cocTaB U cTpykrypa DMJIII Ha vux [HotoB u np.,
2016].

P. sylvestris He ciiyuaiiHO BbIOpaH HaAMH B KaueCTBE KJIHOYEBOTO MOJEIBHOTO (hopodura
npu  aHanu3e JuHaMuku ¢dopmupoBanus OMIIIL. OToT BUA HMEET OYEHb IMIUPOKYIO
HKOJOTUYECKYIO aMIUIUTYly. YPOBEHb CTPYKTYPHBIX IpeoOpa3oBaHUil, MPOUCXOMAIIUX IMpU
muddepeHIMaly YacTel KPOHBI M CTBOJIA, 3HAYUTENbHBIN. [Iporiecchl oTMHUpaHusi 371€MEHTOB
KpOHBI HAUMHAIOTCS paHbIIe, YeM Y APYTUX JPEBECHBIX MOPO, U XapaKTEPU3YIOTCS TOCTATOUYHO
BBICOKOHM MHTEHCUBHOCTHIO [Notov, Zhukova, 2015].

JlaHHple O TOPUYPOUCHHOCTH  JIMIIAWHUKOB W MOXOOOpa3HbIX K  Pa3HbIM
OHTOT€HETHYECKUM COCTOstHUAM P. Sylvestris momyuerst A.A. HOTOBBIM B XO/1€ KOMITIEKCHBIX
¢nopuctuueckux wuccienopanuii B 2006-2018 rr. IlpoananusupoBaHbl Bce coOOpaHHbIE
repOapHble MaTepuasibl U HaOMoAeHus. [Ipy BRIABIEHUH KPUITOTAaMHBIX COOOIIECTB B COCTaBe
OMIJIIT MBI OpHEHTHpPOBAJIUCH Ha creuuaibHbie padoTel [JleGeneBa, 2005; baumesa, 2010;
Mucina et al., 2016]. Ilo npyrum ¢dopodutam cobpaHbl NpeaBApPUTENbHBIC JaHHBIE U
[IpOaHaAIM3UPOBaHbl UMetoLMecs Myonukanuu no BugosoMy coctapy OMJIII [Crenanosa, 2004;
JleGenera, 2005; Tapacora, 2017; Tarasova et al., 2017; O6abko, Tapacosa, 2018; Psournena,
2018; Androsova et al., 2018; Ypbanasuuroc, Ypbanasuuene, 2019].

Ananu3 auHamuku xapaktepuctuk OMIJIII MoXHO THPOBOAUTH C pPa3HBIM YPOBHEM
00001IeHNsT JaHHBIX. B 3aBHCHMOCTH OT 3TOrO MOXXHO PAacCMaTpHBAaTh CBEICHHUS, NOJTYYCHHBIC
JUIST KOHKPETHOW ILIEHOMOMYISALNUY WK K€ NI LEHOMOMYSIUN OMpeeIeHHON acCOIHAlHH.
Campblii BBICOKMU YpOBEHb CHUHTE3a MPEAINOJIaraeT CyMMHPOBAHHME JTAHHBIX, MOJYYCHHBIX B
mpeJenax KOHKPETHOro peruoHa (B HamieM ciaydyae — o TBepckoit o6mactu). CreneHb BUIOBOTO
6orarctea DMIJIII B pernonax apyroii moa30HbI TaCKHOU 30HBI MJIM JJOJITOTHOTO CEKTOPA MOXKET
CWIbHO oTinyaThes. OreHka 0O0O0OIIEHHOTO 3HAYEHHS aHATM3UPYEMBIX XapaKTEPUCTHK IS
pPEerMoHaNbHOIO MacuITada TOCTATOYHO MOJIHO PACKPHIBAET MOTEHLIMAIBHO BO3MOXHBIA YPOBEHb
6orarctBa OMIJIII Ha 0co0AX OMpeeNeHHOTO OHTOT€HETHYECKOTO COCTOSHMS. B 3Toi cBs3M
oOure TeHAeHIMU nauHamMuku u3MeHeHuss DOMIJIIT B 0030pHBIX paboTax Mbl paccCMaTpUBaEM C
y4eToM 000OIIeHHBIX [l pernoHa naHHbiX [XKykosa u nip., 2013; Notov, Zhukova, 2015]. ITpu
aHaJIn3€ JIMIIAMHUKOBOTO KOMIIOHEHTA YYTEHBI TaK)KE€ CHCTEMAaTUUYeCKH OJM3KUE BHUIBI
canpoTpoHBIX U JIUXEHODUIBHBIX TPUOOB, KOTOPHIE TPAIUIIMOHHO PACCMATPUBAIOTCS BMECTE C
nmumaitaukamu [HotoB u ap., 2016].

Ha ocHoBe aHanm3a pa3sHbIX OHTOreHeTHYeCKuX coctostHuil P. sylvestris u OMJIIT namu
BBISIBJIEHBI TAaK)K€ OCOOEHHOCTH pPa3BUTHUS KpuUnToraMmHbeix cooOmiectB [XKykoBa u np., 2013;
Notov, Zhukova, 2015]. XapakTep mpOCTpaHCTBEHHOTO pacmpeneneHus BUAOB Ha (opodure
COOTHECEHbl C JTanamMu CTpyKTypHOW auddepenumanuu aepeBa. OlneHEH ypOBEHb
pa3HoOoOpa3usi W TETEPOreHHOCTH MUKPOHHWII. BEHISBIEHBI 0O0IIHME TEHIEHIUU COMPSKEHHOU
JTUHAMUKH.

Pe3yabTaThl M MX 00Cy:KICeHHE

Haubonee 3naunmbie ¢ mosunuu ¢opmupoBanuss OMIII crpykTypHble 0COOEHHOCTH
P. sylvestris npencraBnensl B Tabmume. OT HUX 3aBHCUT YHCIO U CTENEHb I'e€TEPOT€HHOCTH
MUKpPOHHMII. YBETHYEHHUE pa3HOoOpa3us MHUKPOHUII MPOUCXOIUT MO Mepe AuddepeHunanun
MOKPOBHBIX TKaHEH U MOP(OIOrHYeCKHX MPU3HAKOB JIEPEeBa.

OcoOyto posib WTpaeT TMOSBIECHUE TEpPUACPMBI U KOpKH, muddepeHnmnanus CTBOJIA U
KpoHbl JepeBa. Kopka oTiamgaercs OT MNEpUAECPMBl MEHBIIEH CKOPOCTBIO OTAEIICHUS
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cOpacbIBaeMbIX 3JIEMEHTOB, MX OOJBIIEH BIAroeMKOCTHbIO, HEOJHOPOIHOCTHIO MOBEPXHOCTH.
Hanyume Hum B TpemmHax MEXAy YeIIyWKaMHd KOPKM B NPHUKOPHEBOW YacTH CTBOJA
CIOCOOCTBYET MX IOCTENCHHOMY 3allOJIHEHHIO TYMYCOBBIMH M TOP(SHUCTBIMH CyOCTpaTaMu.
JupdepeHumanys ypoBHEH CTBOJNA TAaKXKE CBA3aHA C PA3IMYMAMHU (POPMHUPYIOUIMXCS THIIOB
MOKPOBHBIX TKaHEW W Pa3HBIMH pEXHMMaMHU BiaroodecnedeHHOCTH (cM. Tabimiy). Hambonee
CBOEOOpa3Hble MUKPOHHUIIN 0Opa3yroTcs B KOMJIEBOHM YacTu cTBoja. Ha ompeneneHHOM 3Tame
OHHU O6yCHOBHI/IBaIOT BO3MO>KHOCTD ITOSIBIICHUS DITUTCHHBIX BHUIO0B. B HCKOTOPBIX (I)I/ITOL[GHOSaX B
OCHOBAaHMM KOMJIEBOW YacTu (opmMHUpyeTcs MacCHBHOE NPHUCTBOJIBHOE BO3BBIMIEHHE. OHO
CIOCOOCTBYET IMOSIBIICHUIO B 3TOW YaCTH KOMIIOHEHTOB JIECHOW MOJICTHUIIKH.

Tabnuua
Table

JIluHamMuKa M3MEHEHHS CTPYKTYPHBIX IPH3HAKOB B OHTOreHe3e Pinus sylvestris
H XapaKTCPUCTHUK 3HI/I(1)I/ITHOFO MOXOBO-JIMIIAHUKOBOI'O IIOKpPOBa
Dynamics of structural features in the ontogenesis of Pinus sylvestris

and characteristics of epiphytic moss-lichen cover

CTpyKTypHBIE XapakTepucTUKU
JlmHaMuKa N3MEHECHUS N
MIPU3HAKU MOXOBO-JIUIIAHUKOBOTO TOKPOBA
YBenudeHue mionaan MOBEPXHOCTH
Meprnepma 1 I3MEHEHHE CTPYKTYPHI YBenudeHue BUIOBOTO OOraTcTBa
priep (yBenuueHue oobeMa (eIeMBl, SMU(UTHBIX BUIOB
cOpaceIBaHHE €e HapyKHBIX CJIOEB)
YBenudeHue mionaan MOBEPXHOCTH
YBenuueHne BUAOBOIO OoraTcTsa
1 U3MEHCHHE CTPYKTYPBI
. SMUQUTHBIX BUJOB; ITOSBICHUE
Kopka (popMupoBanue yenryiyaThix .
SMUreHHBIX BUIOB B OCHOBaHUHU
SJIEMEHTOB, MOABJICHHE 1 YBENMYCHHE |
TITyOWHBI TPEIIWH U MOJIOCTEN)
WuTencuduxaiys BETBICHHUS, VBenunueHue BUIOBOro OOrarcraa
(hopMUpOBaHUE KPOHBI, CTBOJIA, SMU(PUTHBIX BUJOB; ITOSBICHUE
Beprukanpnas MIPUCTBOJIEHOTO BO3BBIIICHHUS; SMUKCUIBHBIX U SIIUTEHHBIX BUIOB;

CTPYKTypa JepeBa

nuddepeHInaIus ux B
BEPTHUKAIBHOM HAlpaBIICHWM;
yBeJIMYeHHe 00beMa CTapbIX BETBEH

YBEJMYEHHE UX OTHOCUTEIIBHOW Posn
B DKOJIOTHYECKOM CIIEKTpPE
(cM. pECYHOK)

[Ipoueccsl oTMupanus
CTPYKTYPHBIX
3JIEMEHTOB JiepeBa

VYBenuueHne HHTEHCUBHOCTHU
MPOLIECCOB OTMUPAHHUS; IOCTEIIEHHOE
YBEJIMYEHHE 00beMa OTMEPIIIHX
BETBEW; MOSIBJIEHUE MEPTBOU
JIPEBECHHBI 0€3 TIOKPOBHBIX TKaHEH

YBenuueHne BUAOBOro Oorarcraa
3HI/I(1)I/ITHI)IX BHUIOB, IIOABJICHUC
SIMUKCUJIBHBIX BUJOB; YBECIINYCHUC UX
OTHOCHTEIILHOH POJIH B
HKOJIOTHYECKOM CIIEKTpPe

(cM. pHCYHOK)

IToTreHnmanbpHbIE
MUKPOHUIIHU U CTETICHb
HUX HEOJTHOPOAHOCTHU

KonundecTBeHHOE M KaueCTBEHHOE
yBEITMYEHHE UX Pa3HOOOpas3usl

YBenuueHue o0IIero BUI0BOTO
OorarcTBa; H3MEHEHUE CTPYKTYPHI
9KOJIOTUUECKOr0 CIIEKTpa

(cM. pHCYHOK)

Huddepenumanys KpoHbl oOecreyMBaeTcs aKTUBHBIMHU IIpolLlecCaMH OTMHpaHUs e€e
HIDKHUX BeTBEH. Y CTaperoluX I'eHEepaTUBHBIX M CyOCEHMIIBHBIX 0co0eil oTMHparolue BETBU
MOSIBJISIFOTCS] BO BCEX YACTAX KPOHBI.

Ha 3aBepmaromux »sTamax OHTOT€He3a CHJIBHO BO3pacTaeT o00BeM OTMHpAroIIen
JPEBECHHbl W TIOKPOBHBIX TKaHeil. MepTBas KOpka M OTMepIIas JpEeBECHHA SBISIFOTCS
cnienn(puIecKuMu cyocTpaTaMu JUIs JTUIIAHHUKOB U MXOB.

[TosryueHHble HAMH JaHHBIE CBUJIETEICTBYIOT O YETKOM 3aBUCUMOCTH YPOBHS BUJI0BOTO
OorarcTBa, coCTaBa M CTPYKTYpbl MOXOBO-JHIIAfHUKOBOTO TOKpOBa OT  CTENEHHU
muddepeHIMaud  CTPYKTYpbl — JepeBa,  CONPSHKEHHOW ¢ JUHAMUKOM  M3MEHEeHUus
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oHTOreHeTnyeckux cocrosiHui [XKykosa u ap., 2013; Notov, Zhukova, 2015]. ¥V P. sylvestris B
UMMaTypHOM W BUPTUHUJIBHOM COCTOSHUSIX OTMEUEHBI TOJIBKO €AMHUYHBbIC SMUGUTHBIC BUIbI
JIMIIAWHUKOB.

B reneparusHoMm niepuoje Ha P. Sylvestris ¢popMupyroTcs Bce XapakTepHbIe sl XBOWHBIX
JIepeBbeB accolpanuy JminaiiankoB. Cpennm HuUX accommanuu  Hypocenomycetum scalaris
Hilitzer 1925, Leprarietum incanae Hilitzer 1925, Parmeliopsidetum ambiguae Hilitzer 1925,
Pseudevernietum furfuraceae Hilitzer 1925, Bryorio fuscescenti — Usnertum filipendulae Hilitzer
1925, Cladonietum coniocraea Duvigneaud ex Galinou 1955, Cladonietum cenoteae Frey ex
Klement 1950, Chaenothecetum ferrugineae Barkman 1958 u ¢auus Cladonietum cladoniosum
digitata M. Lebedeva ined. [cm. Lebedeva, 2005]. IlepBbie YeThIpe OTMEUYCHBI YK€ Ha MOJIOIBIX
reHepaTuBHBIX 0co0sx. [Ipoune pa3BHBaIOTCS Ha CPEIHEBO3PACTHBIX T'€HEPATHUBHBIX OCOOSX.
OtmeudeHHble acconuanuu (GOpPMHUPYIOTCS Ha Pa3HBIX BBICOTHBIX YPOBHAX JepeBa. TpHu U3 HHUX
NPUYPOUYCHBI K KOMJIEBOM, TP — K CTBOJIOBOM uacTsM. Accormanus Bryorio fuscescenti —
Usnertum filipendulae o6pa3yeTcst Ha HIKHUX OTMUPAIONINX BETBIX KPOHBI.

Ha crapbix reHepaTHMBHBIX W CYOCEHWJIBHBIX PAaCTEHHUSX BBISBICHO MaKCHMAalbHOE
BUJI0OBOE€ OOrarcTBO JHUIIAWHUKOB W MOXoo0pa3Hbix. B TBepckoit o00macté OTMEYEHBI
CJIeIyIoIKe [TOKA3aTeal JMHaMUKH BUI0BOTO pasHooOpa3us: g1 — 11 Bunos, g2 — 40 BuaOB, g3 1
SS — 67 BumoB. Bo3pacranue ymcia BHUIOB OOYCIOBJICHO YBEIWYEHHEM YHCIAa MHUKPOHHIL,
KOTOpOE CONpsDKeHO C auddepeHnranieil MOKpOBHBIX TKaHEW M BEPTHKAIBHOW CTPYKTYpPHI
nepeBa (cM. Tabnwuiy). IlosBneHue kopku U (POPMHpPOBAHUE MPUCTBOJIHLHOTO BO3BBIIICHUS
CIOCOOCTBYIOT YYaCTHIO HEKOTOPBIX AMMUIE€HHBIX BUIOB (CM. PUCYHOK), pacTyIIMX OOBIYHO Ha
necHod mojactuiike. [Iporeccsl oTMHUpaHUs HUKHUX BETBEH KPOHBI MPHUBOMAT K TOSBICHHUIO
HOBBIX cyOcTparoB. Cpenu HHMX OTMHMparolias Kopka M MeprTBas JpeBecuHa. Ha oTkpwiToit
MEpPTBOH ApEeBECHHE MOCENSAIOTCS AMUKCUIIbHBIE BUABL. Ha 3aBepiaromux sramnax OHTOreHe3a
00beM OTMepIIEH IPEeBECHHBI CHIIBHO BO3pACTaeT, 4To eme OoJjiee YKPeIUIsieT MO3UIHU
snuKcuiIoB. T1osBIsIOTCS U HOBBIE BUJBI 3MU(UTOB. OJHAKO MOCTENIEHHOE BKIIOUEHHE BUIOB
JIPYruX CyOCTpAaTHBIX TPYNI TPUBOIUT K YMECHBIICHHIO JOJNH THUIWYHBIX SHU(PHUTOB
(cM. pucyHok). [Tomydensl cienyronme XapakTepUCTUKU TUHAMUKUA Pa3HOO0pa3us SMUGUTHBIX
BUJIOB: g1 — 7 BUAOB JUIIAWHUKOB (63.6%), g2 — 19 (47.5%), na gz u ss — 25 (37.3%). Ha
TaJlJIOMax JMIIAHHUKOB MOTYT MOSIBIATHCS JIMXEHOPUIBHBIE TPUOBI.

Haubonee nHarisaHo mposBisercs cnenuguka BHIOBOTO COCTaBa pPa3HbIX BBICOTHBIX
ypoBHel y numaiiHukoB. Ha 3aBepuaromux sranax (GpopMHUpOBaHUS KPUNTOTaMHOI'O TMOKPOBA
OTMEUEHO CIIEJyIOlllee paclpe/ielieHUe JIMIIAiiHUKOB 10 BBICOTHBIM YpOBHSM JepeBa. Ha
KOMJIEBOM 4yacTH — 19 BUIOB NuIIaiiHUKOB, Ha cTBojie — 50, Ha BeTBsAx— 29. [lo uncny u gomne
crennduueckux (0OHAPYKEHHBIX TOJBKO B TIpeAeNiax OJHOTO BBICOTHOTO YPOBHS) BHJIOB
HOJIY4EHO cienyolee pacnpeaeneHue. B komnesoil yactu — 8 crnenuduueckux BuaoB (42.1%
OT 00IIero 4ucia BUAOB, 3apErMCTPUPOBAHHBIX B Ipelielax ATOr0 BBHICOTHOTO YPOBHsSI), Ha
ctBone — 19 cnemududecknx BumoB (38%), Ha BeTBsiX — 6 cnenudpuyeckux BuaoB (20.7%).
BonbmmHCTBO cenu@puueckux BUI0B KOMJIEBOM 4yacT (7 BUAOB) SBJISIOTCS IPEUMYILECTBEHHO
SMUIeHHBIMM JUIIAaHUKaMU. boree MonoBHHBI crnenu(UYEecCKUX BHUAOB CTBOJA M BETBEH —
tunuyHble snuputel. WX ypoBHeBas nuddepeHnmanys BbIpakeHa JOCTaTOYHO SBHO.
ONUKCUIIbHBIE BHMJBl MEHEEe YEeTKO CIENUaTU3UpOBaHbl IO YpoBHAM. B crneundpuyeckux
HKOTOIAX M OCOOBIX YCIOBHUSX BO3MOXHA MOIU(UKALMS MPOCTPAHCTBEHHOI'O pacrpeaeieHus
JUIIaHUKOB M MXOB. Hampumep, B COCHSIKax, PacloOJIOKEHHBIX IO KPak YEpPHOOIbXOBBIX
TOMEeM, MOXHO HAaOIIOAATh «IIOJIHATHE» KOMIJIEBBIX CUHY3MI Ha CTBOJIOBYIO YacTh. B oTAenbHbIX
clly4asix MOSIBIISIIOTCS peikue, HexapaktepHble st P. sylvestris Buabr [Notov, Zhukova, 2015].
TunuuHple 3nUreiiHple MXH UHOTAA MOKHO OOHapYXHUTh Ha KOPHSAX U MEXKIY KOPHSIMU COCEH C
YaCTUYHO OOHAKEHHOM KOPHEBOM CUCTEMOIA.
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Puc. 1. Ponb cyOCTpaTHBIX TPy B COCTaBE MOXOBO-IUIIAHHUKOBOTO MTOKPOBa
y Pa3HbIX OHTOIEHETHYECKUX COCTOsTHUI Pinus sylvestris (B %): 1 — anuduthl; 2 — SUUKCUITB,
3 — snwureiinbie; 4 — TMXCHOPHUIIBHBIE TPUOBI;
OHTOI'CHCTHYCCKHE COCTOAHMA: 1 — MOJIOJABIC I'CHCPATUBHELIC, 22 — CPEAHCBO3PACTHBIC ITCHCPATUBHEIC,
03 — CTapbie TeHEepaTHBHBIE, SS — CYOCEHUIIbHBIE 0CO0U
Fig. 1. Role of substrate groups in the moss-lichen cover for different ontogenetic stages
of Pinus sylvestris (in %): 1 — epiphytes; 2 — epixylic; 3—epigeic; 4 — lichenicolous fungi;
ontogenetic stages: g: — young generative trees; g. — mature generative trees;

g3 — old generative trees; ss — subsenile trees

BunoBoe GorarctBo MOXOOOpa3HBIX MO CPABHEHHUIO C JIMIIAWHUKAMHM CYIECTBEHHO
Hwke. Boisaieno 14 BugoB Mx0B 1 7 BUJIOB NeueHOYHUKOB. [Toutn Bce Buabl MxoB (13 u3 14) u
BCE MEYEHOYHHKHU IPHUYpOUEHbl K KOMJIEBOM dacTH jaepeBa. Ha crBoie Oonee mim MeHee
perynspHo pa3suBaercst Dicranum montanum Hedw. [Ipouune Bupsl BecTpeuarores penko [Notov,
Zhukova, 2015]. CyOcTpaTHble CIEKTpBI Al MXOB U MEUYCHOYHHKOB Pa3Hble (CM. PHCYHOK). Y
MXOB JIOMUHUPYIOT THIIHYHBIE dnureiinbie (7 u3 14) U BUIBI, BCTpEUYaromUecss Ha KOpe ¥ MOoYBe
(2). Bce BbIsiBICHHbIE NMEUEHOYHMKH C Pa3HOM 4YacTOTOW MOTYT pacTH Ha pasjararomiencs
MEpPTBOH JpeBecrHe. 4 U3 7 BHIOB SBISIOTCS TUIMUYHBIMU SMHUKCHIAMH. MXH U TIEYCHOYHUKU
MOSIBJIIFOTCSL TOJIBKO Ha JIEPEBbAX T'€HEpaTHUBHOIO mepuoja. VX BCTpeuaeMOCTh COMpsiKeHa C
maddepeHraueii KOMIEBOH 4acTu CTBoJia. B MOI0I0M TeHepaTHBHOM COCTOSIHUM BBISBIICHO
TOJBKO JIBa BUJA MXOB U JBa Me4YeHOYHHKAa. OHHU TOSBJISAIOTCS TOJBKO NPU BBICOKOU
Biaroo0ecnedeHHocT [Notov, Zhukova, 2015]. Ha cpenHeBo3pacTHBIX F€HEpAaTUBHBIX 0COOSIX,
KaK IMpaBUJIO, TpE/CTaBIeHa y)Xe Oonblas yacTh BUAOBOro cocraBa MxoB (11 u3 14 Bumos). B
CPEIHEBO3pPACTHOM T€HEPATHBHOM COCTOSHUM Oojiee WJIM MEHee peryisipHo (opMHUpYyeTcs
accormanusi Orthodicrano montanii-Plagiothecietum laeti Baisheva et al. 1994. Onnako ona
BCTPEYAETCS HE TOJBKO Ha COCHE. ENWHCTBEHHAas accolmanusi C yYacTHEM B KadyecTBe
JauarHocTuueckoro Bujaa nedenounuka (Ptilidio pulcherrimi-Hypnetum pallescentis Barkman ex
Wilmanns 1962) o6pa3syercst Ha P. sylvestris ouens penko. OHa B GOJIbIIeH CTENICHH XapaKTepHa
JUIsL IpYTUX BUJOB JiepeBbeB. bosee MoloBHHBI BUOBOTO COCTaBa MEUYEHOYHHKOB MOSBISETCS
TOJILKO Ha CTapBIX TeHEPATUBHBIX PACTCHUSIX COCHBI.

Takum oOpa3oM, aHaToMO-MOp(oJIoTHYECKHE TNPeoOpa3oBaHUs, MPOUCXOAININE B
ontorenese P. sylvestris, ycunuBarorT auddepeHnuanuo BEpTUKAILHON CTPYKTYPhI JiepeBa.
Huddepenunanus yBeIuUMBaeT pa3HOOOpa3ve MOTEHUUAIbHBIX MHUKpOHHUII. WX 3acensior
pasHble BUJIBI MXOB W JIMIIAWHUKOB B COOTBETCTBHHM C OCOOCHHOCTSIMH CBOEH OHMOJIOTHH H
skosoruu. IlocTeneHHO yBeMTUYMBAeTCSI WHTEHCHBHOCTh B3aUMOJCHCTBUS KaXJIoW ocolOu
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P. sylvestris ¢ ymmraiiHukamMu ¥ MOX000pa3HbIMU. [IpHCTBOJILHOE BO3BBINICHHE OOCCIICUHBACT
0oJiee TECHYIO CBsI3b C HAIMIOYBEHHBIM MMOKPOBOM. XapakTepHbiil st P. Sylvestris mocrosiHHbI#
cOpoc oTMepIeld JpPEeBECHHBI CIMOCOOCTBYET (OPMHpPOBAHUIO B JIECHOM (PUTOLIEHO3E
SMUKCUJIBHBIX CHUHY3MI NEYEHOYHHUKOB M JHMIIAWHUKOB. MHOTHME BHIBI 3THX CHUHY3UH He
BCTPEUAIOTCS HA JKUBOM JiepeBe. B UX cocTaBe cpeu SMU(UTHBIX BHIOB MOSBISIFOTCS PAaHHUE U
MO3/THUE AITUKCHIIBI, a [IOTOM M HEKOTOpBIE dMUTreliHble BUbI [ Soderstrom, 1988].

Bonpias yacTh OTMEYEHHBIX OCOOCHHOCTEH OyNeT MPOSBIATHCA U HA MPUMEpPE APYTHUX
JipeBeCHBIX MopoJ. OIHAKO MpeaBapUTENIbHbIE MaTepualibl MO JUHaAMuKe pa3Butus IMIIII,
COMPSDKEHHOW C OHTOreHe3oM (opoduTa, TMO3BONHIN BBIIBHTH HEKOTOPBIE Ba)KHBIE
METOJUYECKHE MOMEHTHI NPOAOIKEHUS AaHAJOTHYHBIX MCCIEAOBaHUN. XapakTep U TEMIIbI
npeobpazoBanust DMIJIII o mepe nepexona ¢popodura B Apyroe OHTOrCHETHIECKOE COCTOSHUE
OyIyT 3aBHCETh OT MaciITaba IPOUCXOAIINX U3MEHEHHUH B CTPYKTYpe KPOHBI U CTBOJIA, a TAKXKE
OT YpPOBHSI MMOJIMBAPUAHTHOCTH OHTOTeHe3a. Tak, HallpuMep, y €11 TEMIIbl YBEJIMUEHUSI CKOPOCTH
MIPOLIECCOB OTMUPAHMS B KPOHE, a TAKXKE MX MaclITaObl, CYIIECTBEHHO HUXXE 110 CPaBHEHHIO C
cocHolt [Smirnova et al., 1999; Evstigneev, Korotkov, 2016]. AMuutyna moimBapuaHTHOCTH
OHTOT€HE3a y elli TaKxke Hike. Bce 370 o0ycioBnuBaeT MHyI0 JuHamMuKy paszsutus DMJIIL
[Tpu aToM Kucnasg pH Kopbl Takke CIOCOOCTBYET MEHEE BHICOKOMY YPOBHIO BUJIOBOTO OOraTcTBa
KPUIITOTaMHOTO MTOKPOBA.

JInst  [peBecCHBIX PACTEHMM CO 3HAYMTEIBHOW CTPYKTYPHOM ITOJIMBAPUAHTHOCTHIO
uzydeHue auHamuku (opmupoBanus OMIIIl mpennonaraer ee COMpsIKEHHBIM aHANIU3 TMPHU
peamu3anuy  pa3IMYHBIX IyTell oHToreHe3a Qopodura. B 3TOM OTHOmEHMH OCOOEHHO
MHTEpPECHA JIMIA, Y KOTOPOH BO3MOXKHO Pa3BUTHE PA3NUYHBIX KU3HEHHBIX GopMm [CMupHOBa U
ap., 1984; CmupnaoBa, 1989; Uucrakora, 1994; Evstigneev, Korotkov, 2016]. ¥ ocunbl ananm3
OHTOT€HE3a OCIJIOKHSIETCS BO3MOXKHOCTBHIO (POPMHUPOBAHUSI KOPHEOTHIPHICKOBOIO KJIOHA TOCTE
pa3pylieHus TJIaBHOTO0 MaTepuHCcKkoro ctBoiia [CmupHoBa, 1989].

Kpome OmoMOphonorudeckux M SKOJOTHUECKHX OcoOeHHocTel ¢dopodura Ooibiioe
3HaUCHUE MMEIOT crienuduueckre Mpu3Haku KOpbl U kKopku, pH kopel. ['pynmna 6a3uduibHbIX
SnU(UTOB y MOXO00Opa3HBIX CYIIECTBEHHO Ooraue, yem anuaoduibHbIX. braromaps stomy
TaKCOHOMHUYECKOE pa3zHooOpaszue KoMroHeHTOB OMJIIl 3HayuTenbHO BBHIIE Y OCHHBI H
IIMPOKOJMCTBEHHBIX TOpoa [AHaepccon u ap., 2009; Mezaka et al., 2012; Tarasova et al.,
2017]. OcobeHHO BBICOKOTO YpOBHsSI BuaoBoro OorarctBa npocturaet OMIIIl ocunabl B
CTapOBO3PACTHBIX COOOIIeCTBaX. B HUX cTenmeHb MEeTOCTHOCTH KPUIITOTaMHOTO MOKpPOBa U
MPOYHOCTh €r0 CBSI3M C KOMIIOHEHTAMH JIECHOW TMOJCTUIIKA MOTYT OBITh KpaifHe BbICOKMMU. B
ctapoBo3pacTHbIX ¢utoneno3ax LIJII'TIB3 mbl Habmr0gaMM, HAIPUMED, MOYTH CIUIONTHON YeXOJ
OMUJIII, koTopelii OJHUMAJICA MO CTBOJY Ha BbIcOTy A0 10 M. Ilpu 3TOM B KOMIIEBOM 4YacTH
ctBona B cocrtae OMIJIIl mpuCyTCTBOBaiM HE TOJIBKO BCE PACIOJIOKEHHBIE PIAOM C
MPUCTBOJIBHBIM BO3BBIIIEHUEM JMHUT€HHBIE MXH, HO U MHOTHE TMPEICTABUTEIN COCYAUCTHIX
pacTeHui, KOTOpbI€ BCTPEUAIUCH Ha JIECHOM MOACTHIKE. M3yueHne eHononyasauuil JpeBecHbIX
nopoa ¥ ux DMIJIIT B mogoOHBIX COOOIIECTBAX MO3BOJISIET BHISBUTH U MHOTHE YSI3BUMBIC BHUJIbI
MXOB U JIMIIAHHUKOB, KOTOpbIE B OONBIIMHCTBE pernoHoB LlenTpanbHoit Poccun yxke ucuesnu.
UccnenoBanusi Takux (PUTOIICHO30B KpalWHE aKTyaldbHO B CBSI3M C YCUJIGHHUEM BHUMAaHUS K
npobiieMe coXpaHeHUs] OMOpa3HO0Opa3us JIECHBIX SKOCHCTEM [AHaepccoH u ap., 2009; Greiser
et al., 2020]. ConpsokeHHblii aHanu3 oHTOreHe3a (opodura u muHamukun IMIJIIT momoxer
BBISIBUTh MEXAHU3Mbl TOJJEPKAHUS YCTOMUMBOCTH ITHUX AaKTUBHO B3aMMOJICHCTBYIOIINX
KOMITOHEHTOB JIECHOTO (PUTOIIEHO3A.

3aKjao4eHue

Ha npumepe Pinus sylvestris BeisiBiIeHbI HEKOTOpPbIC OOIIME JJIS JPEBECHBIX pacTECHHI
NPOSIBIICHUSI CONPSDKEHHOCTH JTMHAMHKH CTPYKTYPHBIX HM3MeHeHuil ¢(opoduta M >Tanos
dopmupoBanus OMIJIIL. Ilpoucxonsmue B Xoae OHTOreHE3a CTPYKTYpPHBIE MPeoOpa3oBaHMS
CIIOCOOCTBYIOT YBEIMUEHHIO Pa3HOOOpa3us MOTEHIMAJIbHBIX MUKpOHHMII. Ha Oonee mo3mHHX
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sTanax oHToreHe3a B coctaB OMIJIIl moryT BKJIIOYAThCS AMUTEHHBIC U SMUKCUIbHBIE BUJIBI, a
MIPUCTBOJILHOE BO3BBIIICHHE 00CCIICYMBACT TECHYIO CBS3h C HAIIOUBEHHBIM ITOKPOBOM.

AKTyalbHO MPOJOJIKCHHUE IMOJOOHBIX HWCCICIOBAHUMA MJIsi JPYTUX APEBECHBIX IMOPOJ.
Takol aHaIM3 TOMOKET BBISIBUTH OOIIHE U crieruudeckue ocooeHHocTH AuHamuku DMJIIT Ha
¢dopodurax c pazHON CTPYKTYypOH KpPOHBI M KOPKH, pa3nuyHoil pH KoOpbl, pa3sHBIM ypOBHEM
MOJIMBAPUAHTHOCTH OHTOTEHEe3a. Pe3yiabTaThl MOMIOOHBIX HMCCIEAOBAaHUI OYAyT CIIOCOOCTBOBATH
0oJsee rTyOOKOMY TTOHUMAaHUIO MEXaHU3MOB TOJICPKAHUS YCTOWIMBOCTHU JIECHBIX (PUTOIEHO30B
Y COXPaHEHHUIO HanboJiee YA3BUMBIX KOMIIOHEHTOB UX OMOpPa3HOOOpa3usi.
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