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AHHOTaumsa. ViccnegoBaHbl KPOHbI AepPEBLEB BUPTMHUIIBHOIO M FEeHEpPaTUBHOMO OHTOrEHETUYECKUX
COCTOSIHMI CEMW BUOOB NUCTBEHHbIX pacTteHun: Ulmus glabra, Ulmus minor, Celtis sinensis, Zelkova
carpinifolia, Aesculus hippocastanum, Fraxinus excelsior, Bcero 6onee 500 ocobeii. KpoHa aepeBa
COCTOMT U3 ABYX NPUHUMNUANbHbIX MOPEOMYHKUMOHAMNbHBLIX YacTen: «CKeneTa» U «KpyXeBay KpPOHbI.
Wx cyHKUUN, NosSIBNEHNE, pa3BUTME U BPEMS CYLLECTBOBAHMS B KPOHE CBSA3aHbl C r€OMETPUYECKAM
npocTpaHcTBOM BeTBel. CyllecTBoBaHWE 3TUX NOBGEroBbIX KOMMIEKCOB B KPOHE OCHOBAHO Ha pa3sHbiX
NMPOCTPaHCTBEHHO-BPEMEHHbIX NMPUHLUMNax. B peaynsrate MHOroneTHux HabntoaeHWn BolaeneHbl TUMbI
NepPBUYHOrO UM BTOPUYHOIO «KPY>KEBa» KPOHbI, B COCTaBe MEPBUYHOIO «KpYXeBa» BbleneHbl ABe
noarpynnsl. iccnepoBaHbl 0COOEHHOCTM pa3BUTUS BETBEN AepeBbEB B OHTOreHe3e. Ha ypoBHe aepeBa
B LLlerloM NpeanaraeTcs paccMaTpuBaTh BECb KOMMIIEKC «KPYKeBay» KPOHbI, Kak MpMMep MaTtemMaTnyeckon
MoZenun «cTos4as BonHa» (COMnuUTOH).

KnioueBble cnosa: hopma KpOHbl, BETBb OT CTBOMA, ABYNeTHAS noberoBas cuctema, «CKeneT» KpoHb,
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On the structure of the crown of a woody plant
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Abstract. The crowns of trees of virginal and generative ontogenetic state of seven species of deciduous
plants were studied: Ulmus glabra, Uimus minor, Celtis sinensis, Zelkova carpinifolia, Aesculus
hippocastanum, Fraxinus excelsior, in total more than 500 individuals. A crown of a tree consists
of two principal morphofunctional parts: the “skeleton” and the “lace” of the crown. Their functions,
appearance, development and time of existence in the crown are related to the geometric space of
branches. The presence of these shoot complexes in the crown is based on different spatial and
temporal principles. As a result of long-term observations, the types of primary and secondary “lace” of
the crown have been identified, including two subgroups of the primary “lace”. The peculiarities of the
development of tree branches in ontogenesis have been investigated. At the level of a tree as a whole,
it is proposed to consider the entire complex of the crown “lace” as an example of the mathematical
model “standing wave” (soliton).

Keywords: shape of a crown, branch from a trunk, biennial shoot system, “skeleton” of a crown, “lace” of a
crown, soliton, Kolmogorov-Petrovsky-Piskunov equation
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BBeaeHue

[epeBo npeacTaBnseT co6oM CTPYKTYPMPOBAHHYIO MHOIOYPOBHEBYHO CUCTEMY NOOErOB, 3aKpenseH-
HYI0 ogpeBeCHeHMeM. ApXUTEKTYpa KPOHbI OnpeaensieTcs B3anMoOTHOLIEHWEM MPOCTPaHCTBEHHbIX U
BpeMeHHbIX ¢akTopoB. B OHTOreHeTMyeckon nporpamme APEBECHOrO OpraHu3ma 3anoXeHO pasme-
LeHe POTOCUHTETUYECKOM MOBEPXHOCTUN Ha HECKOMBKO NocrneayLmnx BereTaunoHHbIX ce3oHoB. Mpu
3TOM [EepeBO Kak OTKpbITas cuctema CrocobHO YCMNeELLHO pearMpoBaTh Ha BHELLHME YCIOBUS, MOACTpa-
MBasiCb NOJ KOHKPETHbIN 3KONOMMYECKUIN KOHTEKCT. iccneaoBaHne 3akOHOMEPHOCTEN pas3BUTUSA KPOHO-
BOro KOMMJieKca B OHTOreHese, a Takke BO3MOXHOCTEN pearmpoBaHus pasnnyHbIX YPOBHEN CTPYKTYPbI
KPOHbI Ha BHELLHWNE YCMNOBUS HEOOXOAMMO Ansi NOHMMAaHWS TOTo, Kak YCTPOeHa KpoHa JepeBa npu BCew
ee 04YeBMOHON U3MEHYMBOCTU. B3anmMooTHOLLEHME NporpaMMbl pa3BuTUS apxXUTEKTYPbI Aepesa C Bpe-
MEHHbIMU acnekTamMmu peanusaLmm ee YacTen U NPOCTPaHCTBEHHbLIMU BO3MOXHOCTSIMU OpraHu3ma, npu-
0OpeTEHHBLIMU B XO€ 3BOSMOLMOHHOIO Npouecca, npeacTaBnsaeT cobor akTyanbHyo 3aadqy.

VccnepoBaHue pa3BUTKS KPOH OPEBECHbBIX PACTEHUI HEPA3PbIBHO CBSA3aHO C yYeHNeM 00 OHTOreHese.
KpoHa dopmupyeTcs 1 TpaHcopMrpyeTcs B TeHeHme Beew »xu3Hmn ocobm (Mopo3sos, 1930; Cepebpsikos,
1962). UccneposaHusa aepeBbeB B €CTECTBEHHbIX YCIOBUSIX NPUBENO K MOHUMaHWIO BaXXHOCTU MpoLuecca
NonMBapuUaHTHOCTU OHTOreHe3a npu opMmnpoBaHUK ero apxuTekTypbl (XKykosa 1 Komapos, 1990; Hotos
n XKykosa, 2019). B cBoto ovepeab, 3apybexHble UccreqoBaTeny pa3BmMBatoT NpeacTaBneHne 0 eamHon
nporpamMmme pasBuUTUS Aepesa, nnaHe ero opraHusauum (Barthelemy et al., 1991). [epeBo uccnegyercs
Kak LiernocTHas MogyrnbHasi cuctemMa, cocTosias u3 Habopa eanHuL, U passrBatoLLasicsl Mo onpeaeneH-
HOMY 3aKOHOMepHOMY nyTu. 1o Mepe pasBUTUA TEXHONMOMMYECKUX U BbIMUCTIUTENbHBLIX BO3MOXHOCTEN
cTanu BO3HWKaTb MOAENN YCTPOMCTBA KPOHbI, OCHOBaHHbIE Ha pasfuyHbIX MaTeMaTU4eCckux npuHLmMnax:
ot P.W. Prusinkiewicz et al. (1994) oo F. Boudon et al. (2020) u W. Yang et al. (2021).

B HacTosLLee BpeMs He BbI3blBAET COMHEHUS, YTO NPU NCCREL0BaHNM KPOHbI AepeBa Kak CroXHOM
Nepapxnu4eckon CUCTEMbl HEOBXOAUMO BbIAENATL MOAYIbHbLIE €OUHNULILI, COBOKYMHOCTb KOTOPLIX Hau-
Bonee NornHo oTpaxaeT ee ycTporcTBo (MaTuyk, 1994; Netmarel, 2010; KoctuHa n gp., 2018). dnemekn-
TapHOW MOAYNBHOW eOUHNLIEN CTPOEHUSI APEBECHONO PACTEHUS, HECOMHEHHO, SIBMSIETCSt NoOer, ogHaKko
COBOKYMHOCTb NOOEroB He ABMAETCA AepeBOM. MlepapXmMyeckyto cMcTeMy KPOHOBOMO KOMMJEKca B AaH-
HOM Clny4ae xapakTepuayeT NoHATUE MYyNbTUMACLLUTAOHOCTM (3MEPIKEHTHOCTI), KOrga Kaxablin nocne-
OYIOLLMIA nepapxmnyecknin ypoBeHb OpraHn3aLmMmn KpoHbl 06naaaeT HOBbIMI CBOMCTBAMMW, HE NMPUCYLLMMM
anemMeHTaMm npeablayLLero ypoBHs.

Mpn aHanu3e aepeBa Kak COBOKYMHOCTN HEKOEro KONMUYeCcTBa MOBTOPSIOLLUXCS SrEMEHTOB-MOAY-
new pasHbIX YPOBHEN OpraHM3aumm ansi nonyyYeHust LenoCcTHOW KapTuHbl Heobxoanmo cobnogaTe NpUH-
LuMn npMMaTa KayeCTBEHHOro aHanu3a Hag konudectBeHHbIM (BapT, 2003). B aTo €BA3U BaXXHO Y4UTbI-
BaTb LIENOCTHbIE CTPYKTYPHbIE KOMMIMEKChI, ECTECTBEHHO BblAENSOLMECS B KPOHE: CTBOM AepeBa 1 ero
BeTBM. CTBON BbICTYMNAET Kak 00beanHALWAsa 1 KOOpANHMPYOLLAsa CTPYKTypa, NpucyLlas AepeBy Kak
uenocTtHon cucteme (Moposos, 1930; WUntT n Metnnukuin, 1940). IMeHHO Hanudne cTBoNa ABMSETCH
XapakTepHbIM CBONCTBOM APEBECHbLIX PacTEHWIA, NO3BONUBLUUM BbIAEMUTbL UX B OTAEMNBHYIO XXU3HEHHYIO
dopmy (Cepebpsikos, 1962).

Llenb faHHOM paboTbl — OXapakTepr3oBaTb CTPYKTYPY BETBEW AepeBaA C NO3ULMU UX LLEENOCTHOCTH,
a Takke Mx 0ObeguHeEHUs B CUCTEMY KOMIMIeKca KpoHbl ¢ obpa3oBaHneM onpeaeneHHon dopmsl. Ons
OOCTWXXEHUS 3TOW Lienu Bbinun NocTaBmneHbl cregyoLme 3agayu:

1) BbIAENUTbL YPOBHU CTPOEHUS BETBU epeBa Kak eCTECTBEHHOrO LIeNTOCTHOrO KOMMIEKCa;

2) nccnegoBaTtb 0COBEHHOCTU CTPYKTYPbI U pa3BUTUsSi BETBEN BUPTUHUIbHBIX ocoben Ulmus glabra
Huds.;

3) conocTaB1Tb 0COGEHHOCTU Pa3BUTMS NOBGErOBLIX KOMMIIEKCOB «CKEMNETa» N «KPY>KeBay Ha ypoB-
He BeTBEN HEKOTOPbIX NIMCTBEHHbIX APEBECHbIX PACTEHUN;

4) oxapakTepu3oBaTb KPOHbl HEKOTOPbIX APEBECHbLIX PacTEHUN Kak cucTemMbl BeTBEW, cchopMmnpo-
BaBLUMNXCS Ha CTBOSE B pa3Hoe BpeMs pa3BuUTUS AepeBa.

MaTepuan n metoabl

Matepuan cobupancs Ha npoTsbkeHumn 6onee 20 net, ¢ 1999 no 2022 rr. ViccneaoBanuch »XU3HEH-
HOCTb AepeBbeB, (DOPMbI KPOH, BbICOTbI, MECTa MPUKPENEHNS HUKHUX BETBEW, AMAMETPbI CTBOSIOB,
XapaKTepPUCTUKN NOOEroBLIX KOMMIIEKCOB, ABYNETHUX NOGEroBbIX CUCTEM M BETBEW MO paHee anpobu-
poBaHHOW MeToauke (AHToOHOBa U daTtbsHoBa, 2016).

B ycnoeusix HaropHow necocrtenHon aybpaesl Benropoackon obnactu Obinv npoaHanuaMpoBaHbl
KpOHbI 83 BUPrMHUNbHLIX AepeBbeB U. glabra (B3 WwepLuaBbii); OTAENbHO UCCrefoBaHbl NSTb MoAemNb-
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HbIX EePEeBbEB, NS KOTOPbIX M3MePEHbI ANWHbI BCeX NO6GEeros, NOCHMTaHO KOMMYECTBO NUCTLEB Ha HUX. B
uenom nogpobHo onmcaHo 5158 noberos. YkasaHo TOHHOE NOMOXeEHMe Kaxaoro nobera B KpoHe AepeBsa.

Kpome Toro, 6binu nccnegoBaHbl KpOHbI CreAyLMX AepeBbEB:

— Tpex reHepaTuBHbIX (g2) oepesbeB Celtis sinensis Pers (kapkac kutanckun). B KpacHogapckom
Kpae;

— BUPTUHUIbHBIX U reHepaTuBHbIX (g1, g2) ocobew Ulmus minor Mill. (Ba3 nonesoin) (50 ocobeit) B
Abxa3nm 1 B KpacHogapckom kpae;

— BUPTMHWIBHBIX U reHepaTuBHbIX (g2) ocobelt Zelkova carpinifolia (Pall.) K. Koch (g3enbkea rpabo-
nuctHas) (38 ocobeir) B Abxasuu;

— BUPIUHUINbBHBIX, reHepaTuBHbIX (g1, g2, g3) U ceHWUnbHbIX ocobewn Fraxinus excelsior L. (AceHb
Bbicokuii) B Abxasun, B KpacHogapckom kpae, benropoackon u JNleHnHrpaackorn obnacrax. Obuee ko-
NM4ecTBO nccneayemblx ocoben coctaBuno 6onee 240;

— UMMaTYpPHbIX, BUPTMHWUIbHBIX, reHepaTmBHbIX (g1, g2) ocobewn Aesculus hippocastanum L. (KOH-
CKWUI KalTaH 0ObIKHOBEHHbIN), Mpon3pacTaBLUMX B UHTPOoAYKLMKU. Bcero nccnegoeaHo nopsaka 65 oco-
6en B benropopckon obnactu n 68 — B CaHkT-lNeTtepbypre.

Pe3ynbTatbl 1 06cy)xaeHue

B Hawwux npegbiaywimx nybnuvkaumax obina copMynmMpoBaHa nepapxmuyeckasi cucteMa ypoBHEN
CTPOEHUA KPOHbI AepeBa U NPOBEAEHO CPpaBHEHWe C APYrMMU UMEIOLLMMUCHA cucTeMaMu opraHusauunm
pacteHuin (AHToHOBa 1 A3oBa, 1999; AHToHOBa 1 ®aTbaHoBa, 2016). MpeanoxeHs! cnegylowme ypoBHU
opraHm3aumu KpoHbl: 1) meTamep; 2) nober; 3) AoByneTHssA noberoBas cucrema; 4) ancuoH; 5) BeTBb OT
CTBONA; 6) KPOHA; 7) cucTemMa KpOoH.

[ByneTtHsas noberosas cuctema (2INC) npencraBnsieT co6on MaTepPUHCKUI 3NEeMEHTaPHbLIN nober n
pa3BMBLLMECS U3 €0 Na3yLUHbIX NoYek 6okoBble NOGErM, pasnnYHbIE NO KAYECTBEHHBLIM U KONMYECTBEH-
HbIM napameTpaM. 2[NC obnagaeT onpeaeneHHoONn reoMeTpUei, YTo CBSI3aHO C ee (DYHKUMSMU B KpO-
He. [INsl ApeBECHbIX PACTEHUI YyMEPEHHOW 30HbI ObiN BblgeneH Habop MopdodyHKLNOHANBHBLIX TUMOB
2I1C, koTopbl onpegensieTca NporpaMMon pasBuTus BUAa U pasnuyeH B pasHbIX OHTOreHeTU4eCKMX
cocTosiHuAX (AHTOHOBa 1 daTtbsiHoBa, 2016).

Ha mnepapxuyeckom ypoBHe OByneTHux noberobix cuctem 2INC B kavyecTBe MoAybHOW eaunHW-
ubl obnagaer OgHOBPEMEHHO Kak NMPOCTPAHCTBEHHbLIMW CBOMCTBAMMU, CKMNaablBasi apXMTEKTYPY KPOHbI
W pasmelllasi MMCTOBYO NOBEPXHOCTb B OMNpeaeneHHOM reOMeTPUYECKOM KOHTYpe, Tak U BPEMEHHbIMMU,
peanuaysicb B TE4EHME HECKOMbKMX (0ObIMHO ABYX) BEreTaLMoHHbIX Ce30HOB. MHOroneTH1n aHanms aBy-
NEeTHMX NOBGEroBbIX CUCTEM B COCTaBe KPOH pasfiUyHbIX BUAOB APEBECHbLIX PacTEHUIA YMEPEHHON 30HbI
Nno3Bonun BblAenuTb cregytowme MopdodyHKLMoHanbHble Tunbl 2M1C:

1) «PocTtoBble» 2INC xapakTepmn3yrTCst MOLLHBLIM MaTePUHCKUM NOBGErOM M OOHUM UITN HECKOIbKMMM
BEPXHUMW KpPYyMHbIMKM BokoBbIMU noberamu. MeomeTpuyecknii KOHTYp aTux 2MNC nMeeT HambonbLuyto
ONMHY M LUMPUHY NO OTHOLUEHMIO K ApyruM Tunam. MartepuHckue nobern «poctoBbix» 2[1C BXogaT B
COCTaB CTBOSIA M OCer HU3KUX MOPSAKOB BETBNEHNSA (BTOPOro, PeAKO TPETLErD), UMEIOT MO CPABHEHUIO
c Apyrumu noberamm 6onbluMe guameTpsi.

2) «OcHoBHble» 2I1NC, kak bblno NokaszaHo paHee, NPeACTaBNSOT CO60N HeJOPOCLUMIA BapUaHT «po-
ctoBbIx» 2[1C ¢ Heqopa3BUTON BEpXHEN 30HON Hanbornee KpynHbIX 6okoBbIX Nob6eros (AHTOHOBa U bapT,
2019). Hapsgy ¢ «pOCTOBbIMW» COCTaBNSAT OCU NEPBOro U BTOPOro NOPSAKOB, a Takke TPeTbero u
pexe 4eTBepToro.

3) «3anonHsowme» 2INC Hanbonee MHOTOYMUCIEHHbI U pacnonaratTcs No Bcemy 06beMy KpOHbI,
XapaKTepU3yTCs HAMMEHBLUNMW 3HAYEHUAMM OJTUH U KONMYeCTBOM B0KoBbIX Noberos. 2I1C atoro Tuna
hOPMUPYIOTCS B HUXKHEW 30HE Ha MaTepUHCKMX noberax «ckeneTHbix» 2lC, a Takke Ha KOHEYHbIX 3Ta-
nax nspactaHus «CKeneTHbIX» ocell. B kpoHe AepeBa ob6nagaloT HavMeHbLUeN NPOAOIPKUTENBHOCTBIO
XW3HU OTHOCUTENBLHO Apyrnx Tunos 2MC.

Kpome aTnx Tpex OCHOBHbIX TUMOB B KPOHE NPUCYTCTBYHIOT eLle HECKOMNbKO AOMOMHUTENbHbIX. JTO,
HanpuMep, «y3KOKOHTYpHble» 2[1C, koTopble hopMmUpyoTCS NPenMyLLECTBEHHO Ha nepudepudeckomn
4YacTW KPOHbI, XapakTepuaylTCs AMVHHBIM MaTePUHCKUM Noberom 1 60MbLWMM KONMYECTBOM MENKUX
BokoBbIx Noberos. AT 2MNC BCTpevalTca B KpOHaX u3penka npu onpenerneHHbIX YCroBusx, Koraa B
npouecce pasBuTUS BeTBU TpPebyeTcsl MHTEHCUBHOE BbIHECEHME (DOTOCUHTETUYECKOW MOBEPXHOCTU
Janslue Ha nepudeputo KpoHbl. PopMUPYIOTCA Takue CUCTEMbl B COCTaBe OCeW BTOPOro, TPETLEro U
peako 4YeTBepToro NopsakoB. Takke B cOCTaBe CTBOMA Ha paHHUX CTaausix OHToreHesa aepesa (B oc-
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HOBHOM B BUPMUHUIIBHOM OHTOrEHETUYECKOM COCTOSIHUM) BCTPEYAOTCA KPYMHbIE «CyneppoCTOBbIE»
2MNC, matepuHCKun Nober KOTOPbIX UMEET HECKOMLKO NEPMOAOB pPoCTa.

2lC B KpoHe AepeBa 0bnagaeT CBOMCTBaMM, HE 3aBUCSALLMMUN OT BHELLHWUX YCITOBUIA €€ CYLLECTBO-
BaHWS N OTpaxkaroLLMMy NPorpaMmy pasBuUTUS apxXUTEKTYpPbI KpoHbl (AHTOHOBa 1 BapT, 2019). MNpn atom
B MOCTPOEHUUN KPOHbI Kak LIeNOCTHOW nepapXmyeckon CUCTEMbI B MOSTHON Mepe NPOsIBNSETCS CBONCTBO
MynesTumaciuTabHoctn (AHToHoBa 1 ®atbaHoBa, 2013). B aaHHon paboTe paccMmaTpuBaeTcsl ypoBeHb
BETBU [epeBa KakK LieNoCTHOM 3aKOHOMEPHO pa3BMBaOLLENCSH eCTECTBEHHOW €ANHULIbI KPOHBbI, SBMSHO-
LLeCs, C OAHOW CTOPOHbI, COBOKYNMHOCTLIO 2INC, HO nNpu aTom obnagatoLlen cobcTBEHHBIMU MOpdho-
PYHKUMOHAMNBbHLIMU CBONCTBAMN.

BeTBb OT cTBONa — Hambonee KpynHas eguHasi B MOPGOreHETUHECKOM CMbICNE Knaccugukawm-
OHHas efMHMLIA KPOHbI, COCTOSLLAsA U3 MOHOMOAWANBHOMO UMM CUMMNOAMAanbHOIoO Komnnekca noberos,
Npoun3oLleaLllero N3 ogHOM NasylwHOW Mepuctembl MatepuHckoro nobera 2MC cteona (AHTOHOBa U
datbsaHoBa, 2016).

MpuHUMNManNbHbIM Ka4eCTBOM ABYNIETHUX NOOEroBbIX CUCTEM, CriaraloLinx BETBb OT CTBOMA, SIBMS-
eTcsi pasnuyne 6okoBbix Noberos 2MNC, 06pasyowmnxcs B pasHbIX NOMOXEHUAX HA MaTepUHCKOM nobe-
re. 3To 0OyCrNOBNEHO 30HANBHOCTLID MaTepPUHCKOro nobera, OTYETNIMBO NPOSIBMSIOLLENCA B CTPOEHUN
2INC Ha BTopown rog (AHToHoBa u Bapt, 2018; AHToHOBa M MHunosckas, 2013). Hambonee kpynHele
OOMroXMBYLLME BETBM OT CTBOMA Pa3BMBaOTCA U3 30HbI BEPXHUX KPYMHbIX GokoBbIX noberoB Ha 2I1C
(Puc. 1A, B). Takve BeTBM, ANUTENbHOE BPEMS COXPaHSASICb B KPOHE, MapKUPYIT roAMYHbIE Mpupo-
CTbl CTBONa — ABYyneTHMe noberoBble cuctembl B ero coctaee (Puc. 1C). Mopdonornyeckoe CBONCTBO
fonbLuelt MOLHOCTM BEPXHMX OOKOBbIX NOGEroB 1 GonbLuel NPOAOIMKUTENBHOCTU UX KU3HW, NPOSIBMS-
loLLleecs BNepBble Ha YPOBHe ABYrETHEN NOGEroBon CUCTEMbI, ANsl BETBEN OT CTBONA OTPaXaeTcs B
SIPYCHOCTU KPOHbI, YTO ObINO AOBOMbHO A4ABHO OTMEYEHO NIOAOBOAAMM Kak BakHOE CBOMCTBO (DOPMO-

Puc. 1. BeTBb OT cTBOMNa Kak nepapxmyeckuii ypoBeHb CTPOEHWS KPOHbI AepeBa. A —Tunbl ABYNEeTHUX No6eroBbix cuctem: p —
«poCTOBasi», 0 — KOCHOBHasA», 3 — «3anonHswLwas», B — BeTBb 0T cTBONa, OBanom oTMeyeHa 30Ha POPMMPOBAHUS KPYMHbIX
6okoBbIx Noberos Ha maTepuHckom nobere 2MNC. C — BeTBU OT cTBONA B KpoHe Aepesa. D — pa3snTne Gruomacce! KpoHb! AepeBa B
XO[le OHTOreHesa: o ocun abcumce — BpeMst OHTOreHesa, No ocu opavHat — 6romacca, E — npoueHTHoe COOTHOLLEHME KonnyecTsa
«POCTOBbIX», KOCHOBHbIX» U «3anonHsiowwmx» 2C B kpoHe BUprMHUnbHOro aepesa U. glabra ana natuneTtHen (1), WecTuneTHen
(2) v cemunetHei (3) BeTau.
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obpasoBaHus U pas3BuTUst KpoHbl Aepesa (LTt n Metnuukuin, 1940). BeTBb OT cTBONa obnagaet cob-
CTBEHHbIM OHTOFEHETUYECKMM LIMKIOM — OT pa3BopaymBaHus NOYKM Ha MaTePUHCKOM NpUpPOCTe CTBoNa
[0 OTMMpaHUs BETBU. 3aKOHOMEPHOCTU pas3BUTUSA BETBEW B KPOHE NPUBOAAT K MOCNeaoBaTenbHOW CMe-
He popMbl KpOHbI AepeBa B oHToreHese (Puc. 1C, D).

HoBbIM MOphonornyeckum CBOMCTBOM, KOTOPOE NPOSABISIETCS HA YpOBHE BETBEW OT CTBONa, CTa-
HOBUTCS Hanuune AByX MopdoyHKLMOHANbHLIX rpynn noberos 1 NoGeroBbiXx CUCTEM, KOTOpblE Obinu
0003HaYeHbI Kak «CKENET» N «KPYXEBO» KPOHbl. O6 3TNX ABYX ECTECTBEHHO BbIAENSAIOLLMXCA B COCTaBe
BeTBel AepeBa rpynnax Ha npuMmepe KpoH nNnoaoBbix AepeBbeB rosopun N.IL LUKTT, Ha3biBas ux ckenet-
HbIMK 1 obpacTatowmmm Yactamm (LLUntt n Metnuukuin, 1940).

PaHee nogpobHo obcyxaancs reomeTpuyecknii hopmanmam, NpMBOASALLMIA K pa3fgeneHmnto noberos
KpoHbl U. glabra no 3 n 4 nopsagkam BeteneHus (bapt n AHToHOBa, 2022, Antonova et al., 2021). 3To B
OCHOBHOM ONpefensieT pasgeneHne NnoberoB Ha «KPY>KEBO» KPOHbI M €ro «CKENETHY» YacTb. KoCBEHHO
pasgeneHune 6bio NOATBEPXKAEHO Ha BOMbLLIOM MaccuBe OaHHLIX: ObIN UCCnenoBaHbl MPOCTPAHCTBEH-
HO-BpeMeHHble CBONCTBa noberos naTu ocobew U. glabra no BapuaumoHHomy psgy u3 5158 noberos. B
KOHLIe BUPTMHUMBHOW CTaguU OHTOreHes3a «CKeneTHasi» 4acTb COCTaBnseT Bcero okono 6% ot Bcex no-
6eroB kpoHbl AepeBa (Puc. 2). Npy 3TOM MMEHHO «CKENeTHas» YacTb ONpenensieT apXMTEKTYPY KPOHbI.

«CkeneT» BETBU AepeBa COCTaBMSIOT KPYMHbIE MaTePUHCKNE 1 GoKoBble NoGern AByneTHMX nobero-
BbIX CUCTEM. OTO «POCTOBbLIE», KCYNEPPOCTOBbLIE», KOCHOBHbIE» 21C.

Ha Puc. 1E nokasaHo, kak MEHSIETCS MPOLIEHTHOE COOTHOLLEHME «POCTOBbLIX», KOCHOBHbIX» W «3a-
nonHsowmux» 2NC B cocTtaBe NATU-, LUECTU- U CEMUNETHUX BETBEW BUPrMHUIBbHOrO Aepesa U. glabra.
[ons «pocToBbIX» N «OCHOBHbLIX» 2[1C 3aMETHO CHUXaEeTCH, OQHAaKo MMEHHO «CKeneTHas» YyacTb 3aja-
€T BUAMMbIA PUCYHOK BETBU, €€ reOMETPUYECKUIN KOHTYP.

C kaxxgbIM rodoM pocTa BETBU YBENUYMBAETCS BKaj B ee coctas «3anonHsowmx» 2MC (Puc. 1E).
Ye Ha 7 rog pocTa BETBU BUPIMHUITbHOTO AepeBa U. glabra Bknag B obLuee KONMYECTBO «3aroriHso-

Puc. 2. Pacnpegenexve anvH Bcex noberoB nNATK NeCHbIX BUPTUMHUIBbHBIX AepeBbeB U. glabra: no ocun abcumce — KONM4ecTBo
no6eros; No ocu opauvHaT — ANUHbLI NOGEroB; MYHKTUPHbIE NMHUW ONPEAENSIOT YacTb BapuaLMOHHOIO psiaa Gonee KOPOTKMX
(NepexoaHbIX MEeXAy «CKEeneToMm» 1 «Kpy>XeBoM») Noberos; creea oT NMHWI — nobern «kpyxeeay, cnpaBa — noberu «ckenerta».
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wmx» 2INC coctaenseT 92%. Mo Mepe pocTa NPOCTPaHCTBO BETBU BCe OOrbLUE 3aMofHSAEeTCA MenKu-
MU NOOEroBLIMU KOMMSIEKCAMU, COCTOSILLMMW U3 KOPOTKMX noberoB. «3anonHsawowme» 2MC B TeveHne
BonbLuelt YacTu XKM3HM BETBU HECYT OCHOBHYIO MAcCy JIMCTLEB; B COOTBETCTBYHOLLIEM OHTOrEHETUYECKOM
COCTOSIHUM Ha HWUX POPMUPYIOTCH reHepaTuBHble opraHbl (AHTOHOBa u ®atbsHoBa, 2016). CoBokyn-
HOCTb «3anonHsawLmx» 2INC B cocTaBe BETBU CO34aET KKPYXKEBO» KPOHbI.

B oHTOreHese aepeBa «KpY>KeBO» KPOHbI aKTUBHO pa3BUBaETCH B COCTaBe BETBEN, Ha4YMHasa ¢ BUP-
TMMHUNBHOIO U BMMOTb 4O CEHUITbHOr0 OHTOreHeTuyeckoro coctosiHus. Ha Puc. 3A, B npeacrasneHbl
CXeMbl pas3BUTUSA OBYyX BeTBeW BUPruHuUnbHoro aepesa U. glabra, pacnonoXeHHbIX B pasHbIX 4acTsX
KpoHbl. Kaxxgast us Hux obpasoBanachk Ha OCHOBE KpynHOro 60KkoBoro nobera B BEpXHEM MONOXEHUN Ha
MaTepuHckoM nobere «pocTtoBon» 2INC cTeoONa.

BeTBb HUXHEW YaCcTW KPOHbI cemurneTHero Bo3pacta (Puc. 3A) nMeeT «CKeneTHble» 0CK, COCTOosLLNE
N3 MaTepUHCKNX NoberoB — rmaBHbIM 06pa3oM «oCcHOBHbIX» 2INC. Kaxaas n3 «CKeneTHbIX» ocel B ne-
pudepryeckon YacTn BETBU MpU 3TOM nepeLuna k hopMMpoBaHMIO NOBEroBbIX CUCTEM KKPYXKEBa», YTO
rOBOPUT O MPOLIECCE CTapeHUst N n3pacTaHus BeTBU. «KpyXeBO» KPOHbI, COCTOSILLEE U3 NocrenoBaTesb-
HocTeln «3anonHawmx» 2INC, pa3BmMBaeTca MeAneHHO U UMeeT BO3pacT A0 NsATU net. OTYETNUBO Bbl-
pakeH MpoLLECC OTMUPAHNS KKPY>KEBA» U OrOSNIEHUS «CKENETHbIX» 0Cel, 0COBGEHHO B OCHOBaHUN BETBMW.

MaTuneTHAs BETBb CpeadHEN YacTu KpOHbI BUPTMHUILHOIO Aepesa U. glabra xapakTepusyeTcs npo-
ueccom chopmupoBanusa «ckeneta» (Puc. 3B). «KpyxeBo» KpoHbl 06pa3yeTcs Ha OCHOBE HUXHUX BOKO-
BbIX NoberoB «pocToBbIx» 2I1C 1 B NpoLecce y)Xe Ha4yaBLUErocs n3pactaHus HEKOTOPbIX «CKENETHbIX»
ocen. OTMupaHme NoberoBbIX KOMMIIEKCOB «KPY)XeBa» U, COOTBETCTBEHHO, paspeXnBaHne BETBU Npu-
CYTCTBYET, HO Bblpa)keHo crnabo.

Puc. 3. «Ckener» 1 «Kpy>eBo» KpOHbl. A — CEMUNETHSISI BETBb OT CTBOJA HUXXHEN YacTu KPOHbI BUPrMHUNbHOTO Aepesa U. glabra:
B — naTuneTHsa BeTBb OT CTBOMA CpeaHen YacTu KpoHbl BUPTMHUIBLHOTO AepeBa U. glabra. C — pecsaTnneTHsas BeTBb OT CTBONA
cpepHeW YacTy KpoHbl reHepaTueHoro (g2) Aepesa C. sinensis: 1, 2 — noapobHoe nsobpaxeHue «kpyxxesa». D — cemnneTHAs BETBb
OT CTBOMa BEPXHEN YacTu KpOoHbl reHepaTuBHoro (g2) aepesa C. sinensis. E — cxema pasBuTUSI OCel «KpYXXeBa» KPOHbl Ha OCsX
«ckenetay: 1 — NepBUYHOE KKPY>XEBO» NEPBOrO NOATMNA, 2 — NEPBUYHOE «KPY>KEBO» BTOPOro NoaTMna, 3 — BTOPUYHOE «KPY)KEBOY.
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Kaxgasi BeTBb Ha cTBONE popMumpyeTcs Ha onpeaeneHHoM atane OHToreHesa ApeBeCHOro OpraHms-
Ma. Npu3HaKkM COOTHOLLIEHUNS KKPYXEBa» N «CKeneTa» B COCTaBE BETBU XapaKTepusyoT, C OQHON CTOPO-
Hbl, OHTOrEHETUYECKOE COCTOSHME Ha MOMEeHT 06pa3oBaHns BETBM, C APYro — COBCTBEHHOE pa3BuThe
BETBU KaK LLeNoCTHOW KPOHOBOW €QMHULbI.

Ha npumepe pecatuneTHen BeTBU CpeHeN YacTu KPOHbI reHepaTuBHOro aepesa C. sinensis otyeT-
NIMBO BUAHO, KaK NMPOUCXOOUT Pa3BUTUE «CKENETHBIX» OCEN U NOCTENeHHas CMeHa NOBEeroBbIX KOMMIEK-
COB «KpyxeBa» B cocTaBe BeTBU (Puc. 3C). «CkeneTHasa» 4acTb BETBU CTPOUTCH HA OCHOBE MaTepuH-
CKUX M MepBbIX KPYMNHbIX 60KoBbIX NoberoB «pocToBbixy» 2INC. MpaHuua Mexay noberamm «ckeneta» u
«KpYy>XeBa» y 9TOro Buaa BbipaxeHa apye no cpaBHeHuto ¢ U. glabra. «CkeneTHble» nobern nsHavyanbHO
nmetoT BonbLUY0 ANNMHY U BOMbLUIMI AnaMeTp, YBENUUMBAOLNIACA C BO3pacToM. [oberoBbie koMnek-
Cbl «KpyXeBa» ogHoobpa3sHbl no cTpyktype (Puc. 3C), cyllecTBytoT B cocTaBe BETBM OT OLHOMO A0
NSTU NET, 3aTeM OTMUPAIOT, U KCKENEeTHas» YacTb BeTBM oronsetcs. OgHoobpasve cTpyKTypbl nobe-
rOBbIX KOMMJIEKCOB «CKENETa» N «KPY>XeBay, MO-BUONUMOMY, CBA3AHO C ApeBHOCTLI0 Buaa C. sinensis
(MpyosuHckas, 1980) npy ero 06MTaHMKM B OTHOCUTENBHO Y3KOM AunanasoHe YCIoBuUMA.

CeMuneTHsA BETBb BEPXHEN YacTu KpOHbI reHepaTmBHoro Aepesa C. sinensis xapaktepuayetcsi 60-
nee MeasIEHHbIMU TEMNaMW Pa3BUTUSA «CKereTa», YTO Bblpa)kaeTcsl B MEHbLLEM KONMYECTBE MOSIBISO-
LLIMXCSI HOBbIX «CKENETHBIX» OCeN, 0OLLe BbITAHYTON (hOpMe BETBM N pacCPeAOTOMEHHOCTU «KpYy)KeBa»
(Puc. 3D). «CkeneT» BETBM Ha4YMHaETCA C AMNMHHbBIX NPUPOCTOB, KOTOPblE OLICTPO CMeHsoTCA Gonee
KOpoTKUMU. B oTnnume oT BETBU cpefHen 4acTu KPOHbI, B COCTaBe «CKerneTay» MpUCyTCTBYET eauHas
HanpasnsoLLas «CKeneTHas» oCb.

[nsi pasHbiX BUOOB BLISIBIIEHO MO KParMHeEN Mepe Tpu pasnnyHbIX BapuaHTa 00pa3oBaHus «Kpy>eBa»
kpoHbl (Puc. 3E). B nepeom crnyyae «kpy>eBo» (hOpMMPYeTCsl Ha OCHOBE HMXHUX BOKOBLIX NOBEroB «CKe-
NETHbIX» NOBGEroBbIX CUCTEM U OTPaXKaET NPUHLMN 30HANbHOCTM MaTepuHckux noberoe 2IMC (Puc. 3E, 1).
OTO «KpY>KEBO» XapaKTepHO B OCHOBHOM [N Ha4arbHbIX 3TanoB pas3BUTUs BETBY U BNOCNEACTBUN Nep-
BbIM OTMUpaEeT. Elle oaMH BapyaHT «KpyxeBa» (DOPMMPYETCS] HA KOHEYHbIX 3Tanax uapacTaHusi «cKe-
neTHbIX» ocen B ux nepudepudeckon yactn (Puc. 3E, 2). MNepeuncneHHble Tunbl «Kpy>KeBay pa3BuBa-
IOTCS HEMOCPEACTBEHHO Ha «CKENETHbIX» OCAX M 0603Ha4YeHbl Kak NepBUYHOE «KPYXXEeBO». BTOpUYHBbIM
«KPYX€BOM» Ha3BaHbl NOBEroBble KOMMIEKChI, (HOPMUPYIOLLMECS U3 Na3YLUHbIX MOYEK NOYEYHbIX YeLLyl B
OCHOBaHUM OTMepLLMX NOGEroB NepBUYHOTO «KpyxeBax» nepson noarpynnsl (Pvc. 3E, 3). Takoe sBneHve
OTMEYEHO ANl BETBEW B3POCIbIX AEPEBLEB MENMKOMUCTHBLIX BbICTpOpacTyLMX NpeacTaBuTenern cemen-
ctBa Ulmaceae n gnsa Acer negundo L. — Takke BbICTpOpacTyLLEero 1 CBETONOMBOro BMaa.

Ha Puc. 4 npuBegeHbl npumepbl BTOPUYHONO «KpyxeBa» Ana Z. carpinifolia u U. minor. Ong
Z. carpinifolia BTOpMYHOE «KpY>XEBO» CyLLEeCTBYyeT Hapsidy C NepBUMYHbIM, obecneunBasi yBenuvyeHue
(POTOCUHTETMHECKON MNOBEPXHOCTM Ha paHHUX cTagusx chopmmpoBaHust Beteu (Puc. 4A). Haobopor, y
U. minor chopmmnpoBaHme BTOPUHHOTO «KPY>XeBa» MPOUCXOAUT, KOrAa «CKereTHas» oCb yxe cdpopMumpo-
BaHa (Puc. 4B). BTopnyHOe «Kpy>XeBO» 34eCb BO3HWKAET B OCHOBaHUSAX OTMUPAOLLUX NOOEroBbIX KOM-
MMeKcoB NEPBUYHONO «KpyxeBay. Takon Kommnrekc noberoB pasBuBaeTcs B TedyeHne 1-5 nert, a 3atem
OTMUPAET U CMEHSETCA HOBbIM, BO3HMKLLUMM B OCHOBaHWUM TOTO e nobera NepBUYHOIO «KpyXXeBay Ha
«CKereTHoM» ocu. OTOT MEXaHU3M MNO3BONSAET pacnonaraTb JIMCTOBYHO NOBEPXHOCTb B OAHOM M TOM Xe
MoroXeHW B NPOCTPaHCTBE «CKeneTa» BETBU B TeYeHWe JOMroro BpeMeHn. Mexay Tem mspacrtaHue
NpoOnNCXoauT 3aKOHOMEPHO U Ha nepudepunn BETBU HOPMUPYETCH NEPBUYHOE KKPYXKEBOY.

CBolcTBaMU «CKeneTa» M «KpyxeBa» onpenenstoTcs 0COOEHHOCTU KPOHbI AepeBa B OHTOreHese.
OHnToreHes F. excelsior nogpobHo nccnenosaH J1.b. 3ayronbHoBon (1968). B ummaTypHOM BO3pacTHOM
coctosiHum y F. excelsior kpoHa fepeBa COCTOMT U3 04HOM 0COBEeHHOW ABYNETHEN NOBErOBON CUCTEMDI,
KOTopasi BCTpeYaeTcsi B OHTOreHese 0cobu Tonbko oguH pa3s (Puc. 5A). Ota 2IC xapaktepusyetcs
KPYMHbIM «CKeneTHbIM» NoGerom, Ha KOTOPOM pa3BMBaEeTCs GOMbLUOE KONMMYECTBO KOPOTKOXMBYLLINX
oaHo0bpa3HbIx HOKOBbIX MOGEroB, POPMMUPYIOLLMX MUCTOBYIO Maccy U ObICTPO OTMUpPAIOLLMX.

B BUPrMHUNBEHOM OHTOreHETNYECKOM COCTOSIHUM B COCTaBe CTBOra (ooOpMUPYIOTCA B OCHOBHOM «pO-
ctoBble» 21C, a Takke 2INC, Ha3biBaeMble «paccTaBku» (Puc. 5B). 3TOT Tun dyHKUMOHaNbHO 6m30kK K
«Y3KOKOHTYpHbIM» 2[1C, HO oTnunyaeTcs TeM, 4to Takue 2[N1C hopMmpyloTCs Y ACEHs B cOCTaBe CTBOMA.
«PaccTaBkuy», B OTNM4YME OT «POCTOBBIXY», HE HECYT B BEPXHEN YacTu KPynHbIX 60KOBbIX Noberos, No3so-
NS0T pa3HeCTU B NPOCTPaHCTBE «CKEMeTHbIe» OCKM BTOPOro nopsiaka U, COOTBETCTBEHHO, OOMMOXUBY-
LWne BETBM Ha pasHbIX NpUpocTax cTBona.

B reHepaTMBHOM OHTOreHETUYECKOM COCTOSIHUM SiCEHb UMEET CCPOPMUPOBAHHLINA CTBOM, KOTOPbIV
[0 onpefeneHHoOro MoMeHTa Hapactaetr MoHonoguansHo (Puc. 5C). B coctaBe «ckeneTHbIx» ocen
nepuogmyeckn BosHukaroT 2l1C, y KOTOpbIX Ha BTOPOMW rof OTMUPAET BepxyLleyHas oceBasi noyka u
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Puc. 4. «<BTopuyHoe «kpyxeBo»: A — BTOPUYHOE «KPY>XeBO» Ha nobere «ckeneTHow» ocu Z. carpinifolia; B — BTOPUYHOE «KpyXeBo»
Ha nobere «ckeneTHon» ocn U. minor. 1 — MecTo pasBuTUs nobera NepBUYHOTO «KPYXXeBa» C NynoM noyek B nadyxax noveyvHbIX
Yeluyw, 2 — nober NepBUYHOIO «KpyxeBa», 2* — 0TMepLUMA Nober NepBUYHOIO «KPY>KeBa», 3 — BTOPUYHOE KKPYXKEBOY.

pa3BumBaloTCH ABa KPynHbIX 60KOBbIX nobera, hopMupys pa3sBunky. B xoge pasButusa «ckeneta» KpoHbl
3TOT NPOLECC NOBTOPSIETCS, MPU 3TOM C KaXabIM pasoM, No Mepe U3pactaHns ocen, paccTosiHNE Mexay
OTMEPLUMMU OCEBLIMU NOYKaMU U, COOTBETCTBEHHO, PasBUIKaMy CTAHOBUTCS BCE MEHbLLE.

B nosgHem reHepaTUBHOM OHTOreHeTudeckom coctosiium (Puc. 5D) npomucxoanTt nspacraHme ocem
«ckeneta» (Puc. 5E), Ha nepudepun KpoHbl hOpPMUPYIOTCH OONTOXMBYLLME KOMMMEKCHI NEPBUYHOMO
«kpyxeBa» (Puc. 5F), koTopble xapakTepusylTcs HaMMEeHbLUUMW 3HaYEHUsIMU ANnH noberos 1 Hau-
MEHbLUMM KOMMYECTBOM NUCTbEB (OO ABYX Ha nobere). Takme KOHUEBble CTPYKTypbl 0OpasyloT oT-
JAenbHble HeBeTBsiLMecs WapoobpasHble CKOMMEeHNUs NUCTbEB, OTYETNIMBO 3aMeTHbIe B KPOHe. Taknm
obpa3oM B TeyeHue ONUTENbLHOIO BpeMeHn obpasyeTcs NMcToBasi NOBEPXHOCTb B OQHOM M TOM Xe
NPOCTPaHCTBE KPOHbI.

«CkeneTHble» noberoBble KOMMNIeKCb OPMUPYIOT CTBOS M OCU KPYMHLIX BETBEW F. excelsior B BUp-
rMHUIBHOM BO3pacTHOM cocTosiHum (Puc. 6A). «PoctoBble» 21C B cocTaBe CTBOMa B BEPXHEN YacTu
hOpMUPYIOT HECKOMNbKO KPYMHbIX GOKOBbIX NOGEroB, AaloLMX Ha4ano HOBbIM «CKerneTHbIM» ocsiM. B
HIDKHEN 4YacTy Ha HMX hOPMUPYHOTCA KOPOTKOXMBYLLME Nobern «KpyxeBay KpoHbl. Ha HavanbHbIX 3Ta-
nax pasBMTUS OCEN BTOPOro NOpsifKa, CrararoLLmMxX «CKeneTy» BETBEW OT CTBOMA, NEPBUYHOE «KPY)KEBO»
(nepBow noarpynmnbl) NpakTU4ecku He hopMUpPyeTCS.

B reHepaTMBHOM BO3pPaCTHOM COCTOSIHUM (g2) B KPOHE SICEHSA B COCTaBe U3pacTaloLMXCA «CKeneT-
HbIX» Ocel chopmumpyloTCa ropa3no MeHee KpynHble 2INC, o6pasytowme 6okoBble nobern «kpyxesay
(Pwvc. 6B). B nosgHem reHepaTMBHOM OHTOIEHETUYECKOM COCTOSIHUM (g3) «CKeneTHble» ocu uspegka
BETBATCS, (hopMUpyOTCA ABa MOHOMOAMANbLHO HapacTatowmx nobera B coctase 2[1C ¢ oTmepLuein oce-
BOW BepXyLLUEYHOM NoYKow Ha MaTepuHckom nobere (Puc. 6C). Ha nocnegHux ctagusax pasButus «Kpy-
»KeBay» KPOHbl Nobery CTaHOBATCA MeNKMMU, YeTkoBuaHbiMu (Puc. 6D).

B kpoHe A. hippocastanum MOXHO NPOCNeANTb HECKOMNBKO 3aKOHOMEPHO MEHSIOLLMXCH MO Mepe ee
pa3suTusa TUNoB BeTBen (Puc. 7). B coctaBe «ckeneta» BeTBen cpefHen YacTu KPOHbl BUPTMHUIBHOMO
Aepesa, KoTopble Mo aHanornm ¢ Tunamu 2NC MOXHO Ha3BaTb «OCHOBHbLIMWY, ANUTENBHO NpUpacTa-
eT ocb BTOporo nopsiaka (Puc. 7A). Ha onpegeneHHoM aTtane pasBuTUSA BETBU Ha «pocTtoBor» 2[1C
dopmupyeTca napHoe pa3BeTBMeHVe, U BeTKa NpoforkaeT pasBuTue, o6pasys nogobHbIM obpasom
HOBblEe «CKeNeTHbIe» ocu. [1Ba BepxHux nobera «pocTtoBon» 2[1C B cocTaBe Ocu AatloT SONTOXUBYLLEE
«KPY>KeBO», pacnofnoXeHHble Huxe nobern 6uICTPO OTMMPaOT. B 3aBUCHMOCTH OT NONOXEHUSA B KPOHE U
OHTOrEHETUYECKOIO COCTOSIHMSA AEPEBA KONMMYECTBO TaKNX KCKENMETHLIX» OCEN MOXET ObITb OonbLle unu
MeHbLLE, BETBb M3pacTaeTcs C pa3Hon CKOPOCTbI. «KpyKeBo» y 3TOro Buaa npeacTaBieHo YKOpOYeH-
HblMK noberamu, KOTOpble (POPMUPYIOT Ha «CKENeTe» Mano BETBALLMECS OOMTOXMBYLLME OCW.
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Puc. 5. PasBuTtne «ckeneta» n «KkpyxkeBa» B OHTOreHese KpoHbl F. excelsior. A — nmmaTtypHoe pacteHue; B — BupruHunsHoe
pacteHue; C — nepeBo B ctagun g2; D — gnepeBo B ctagum g3; E — uspacrtaHue «ckenetHon» ocu, F — «kpyxeBo» Ha nepudepun
KpOHbI. 1 — «pocToBas» 2[1C; 2 — 2INC «paccTtaBkay; 3 — MECTO OTMMUpPaHKs OCEBOI NOYKU; 4 — FOAUYHbINA NPUPOCT.

BeTBb «ynnoTHeHUs» Takke PoOpMUpYyeTCH B CPeaHen YacTu KPOHbI, OTINYAETCA OT KOCHOBHOW»
BETBU OTCYTCTBMEM WM Marow BbIPaXXEHHOCTbIO 30Hbl YBENUYEHUST KONMMYECTBa «CKEMETHbIX» Ocen
(Pwuc. 7B). Takue BETBU 3aNONHAT NPOCTPAHCTBO KPOHbI TMCTOBOW NOBEPXHOCTLIO «KpPYXXeBay, He pac-
LWMpasicb B AUCTanbHOW Yactu. B BepxHen 4acTtu kpoHbl A. hippocastanum copmupyroTca BETBYU, Y
KOTOpbIX criabo BblpaXkeHa 30Ha YANMHEHUS «CKEeNeTHOM» OCY BETBW, OCU KKpy>KeBa» NpeacTaBrieHbl
MHOFOYMCMNEHHBIMM KOPOTKMMM noberamu, obbI4HO 3arHyThl BBepX (Puc. 7C).

3aKkoHOMepHOe pacnonoXeHne BeTBEN C Pa3HbIM COOTHOLLEHNEM «CKereTa» n «Kpyxesay NnpuBo-
OUT K pa3BuUTUIO pasHbix oopM KpoHbl B3pocroro aepesa (Puc. 7D).

B ymepeHHbIX LUMpoTax KpoHa AepeBa 00bI4HO MMEET LUITMHAPUYECKYHO UK OKpyriyto chopmy. Bro-
CNencTBUM B NO3OHEM reHEPATUBHOM M CEHUITbHOM OHTOFEHETUYECKMX COCTOSTHUAX 06e dhopmbl pacna-
[aloTCH Ha TPYOQHO OnuckiBaeMble KOMMMEKChl OTAeNbHbIX BeTBeN. LLUnpoko pacnpocTtpaHeHo npeacras-
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Puc. 6. MNobGeroBble kOMMNeEKCchbl «cKeneta» U «KpyxeBa» B KpoHe F. excelsior B pa3HbIX OHTOrEHETUYECKUX COCTOSHUSIX. A —
BEpPXYLLKA KPOHbl B BUPTMHUITBHOM OHTOTEHETUYECKOM COCTOsIHUK; B — TpexneTHsas BokoBasi «cKeneTHasi» OCb B reHepaTUBHOM
OHTOreHETUYECKOM COCTOSIHUM (g2); C — TpexneTHsisi GoKoBas «CKerneTHasi» OCb B MO34HEM FreHepaTUBHOM OHTOTEHETUYECKOM
coctosHum (g3); D — MHOroneTHsIs OCb «KpyXeBa» nepuepun KpoHbl B MNO3OHEM reHepaTMBHOM OHTOrEHETUYECKOM
cocTosAHUM (g3). 1 — «CKENeTHbIE» OCK, 2 — OCK «KPY>KeBa», 3 — rOAWNYHbIN NPUPOCT.

neHwue, 4To hopma KPOHbI LIeNIMKOM 3aBUCUT OT TOrO, rAe Npov3pacTaer AepeBo: B COOOLLeCcTBe 1nm Ha
OTKPbITOM MeCTe, MHaye roBops, OT 3KOMNOrMYeCKMX yCroBuUi, NPSIMO AeNCTBYOLLMX HA 0coOb (BynbiruH,
1985; lNopbiwuKa, 1979; Unatos, 1970;). OgHako Mbl CMOTPUM Ha 3TO HECKOMbKO B Apyrom ceeTe. [NMpo-
SIBMEeHVMEe UMEHHO ABYX onpeaerneHHbIX PopM He MOXET ObITb crnyyariHbiM. [peacTtaBneHme o ToM, Y4To
Lap 1 UMIMHAP UMEKT MUHUMarbHYH MOBEPXHOCTb MPY MakCcMarnbHOM 06beme — BaKHOe reoMeTpu-
Yyeckoe coobpakeHue, OQHaKO B 3aCyLUMMBbIX YCNOBUSX NosiBRsieTcs hopmMa 30HTUKa U OAHOCTOPOHHE
BbINYKMOW fMH3bI, KaK, Hanpuvep, y akauui, 4pakoHOBOro Aepesa u ap.

Takmm 06pa3oM, AaHHbIX O COOTHOLLEHUN 06bema M NOBEPXHOCTU B CBA3U C IKONMOMMYECKUMU Tpe-
H6oBaHMAMY 30eCb OKa3biBaeTCsl ABHO HegocTaTovHo. [pn 9TOM y OAHOro M TOro e Buaa (U Aaxe y
O[HOro 1 TOrO e reHoma, BblpalleHHOro B pasHbix ycnosusax (Kyk, 2010; PomaHosckuit u LLekanes,
2014) moxHo HabntogaTb pasHble opMbl KpoHbI. CBETONMOMBLIE COCHBI, 6epesbl, OCUHbI, pacTyLiue B
Cco006LLEeCTBE, MMEIOT BbICOKO MOAHATYIO KPOHY OKPYrron chopMbl U ANWHHbLIV NULLEHHbIA BETBEN CTBOI.
OTK e BUAbl, pacTyLLme Ha OTKPbITOM MecTe, NpMobpeTaloT cHavana LUMPOKOLMITMHAPUYECKYIO, 3aTeM
OBanbHO-OKPYIIy0 POPMY KPOHbI, B KOTOPOW npomncxoguTt Bornbluas YacTb UX OHTOreHe3a — OT KOHLa
g1 v ctagus g2. 3Tn aBa BapyaHTa OpMbl KPOHbI AepeBa OTNMYaKTCS BbITAHYTbIM CTBOIOM B CO00-
LeCTBE M KOPOTKMM COEXMUCTbIM MIIOTHBIM CTBOMOM — Ha OTKPbITOM MecTe. [Nepexon k obpasoBaHuio
OKPYIIOro 3aBepLUeHNst KPOHbl Y OTKPLITO CTOSALWLMX AEePEBLEB Ha4YMHAETCA paHo, U NuAMpyoLwas ocb
TepsieTcs cpeam KpynHbIX BETBEN. TOT KOMMIEKC KPYMHbIX BETBEN, BbIpaXKEHHbIN 3Ha4YMTeNnbHo cnabee,
NPUCYTCTBYET N Y NECHOIO pacTeHUs!, HO TOMNbKO B CaMOW BEPXHEN YacTU KPOHbI.
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Puc. 7. Tunbl BeTBen B OHTOreHese KpoHbl A. hippocastanum. A — BeTBb CpeHel 4acTh KPOHbl «OCHOBHas»; B — BeTBb cpeaHen
4acTu KPOHbl «ynnoTHeHWUsi»; C — BETBb BEPXHEW 4YacTu KpPOHbl:1 — MecTa pas3BeTBMEHUN «CKeMeTHbIX» Oocen; 2 — npupocT
«CKENEeTHOM» OCU BETBU; 3 — NPMPOCT «KPYyXeBa» BETBU; 4 — OCb «KpyeBa» BeTBU. D — cxema pacnonoxeHusi BETBeN B KPOHe
BVPHUIMNBHOrO Aepesa (1) n reHepaTBHOMO Aepesa g2 (2), Ha cxeme OTMEYEHO pacronoXeHne B KPOHe BETBEW Tpex TWMOB,
n3obpaxeHHbIx Ha Puc. 7A, B, C c cooTBETCTBYOLUMMU 0603HAYEHNAMU.

O6cyxaast popmy KpOHbI OTAENbHO CTOALLMUX AepeBbEB, BEPOSITHO, MOXHO rOBOPUTL O BbiNageHuu
cTagun pasBUTUSA ANUHHBIX TOAUYHBIX NPMPOCTOB cTBOoMa. OHW POPMUPYIOT ONUHHBIA CTBOM U NO3BOMS-
t0T Pa3HOCUTb BETBW KPOHbI APYr OTHOCMTENbLHO Apyra, YTo HabniogaeTcs y necHbIx pacTeHun. NHave
roBopsi, USMEHSIETCH OHTOreHeTu4Yeckoe hopMnpoBaHme ctagmn g1 n YyacTuyHo ctaguu g2, NposiBns-
€TCS NoNMBapMaHTHOCTb OHTOreHe3a. OBOMIOLMOHHAsA Teopus roBoput 06 oTbope B xoae NpoTeKkaHus
XM3HM Ha 3emrie COOTBETCTBYHOLLMX TUMOB OHTOreHe3a, MO3BONSALMX Mydlle npucnocabnueartbes K
ycnosusm. Mpu 3TOM CyLLeCTBOBaHNE reOMeTpuyeckn onpeaeneHHbix hopM KpOoHbI, Konebnowmxcs
oKono hopM LMnMHApPa W Wapa, yKa3biBaeT B NepBYI0 o4epeb Ha CyLlecTBOBaHMWe obLeln nporpammel
pasBUTUSA (POPMbI KPOHbI, YaCTN KOTOPOWN peanuaytoTcs B pasHbIX YCIOBUAX Y BUOOB YMEPEHHOW 30HbI.

BeTBM OT cTBOMa HopMUpPYyIOTCA M DYHKLMOHUPYIOT Ha pasHbIX CTagusiX OHTOreHesa, npu 3ToM KpoHa
He nepecTaeT ObITb LIENoCTHOM CTPyKTypor (AHToHoBa u Bapt, 2018). Ha Puc. 8 npefcraBneHbl cxembl
CTPOEHMS KPOH [iepeBa B pa3sHblX YCMOBMSAX nNpouspacTaHust. 1o cTpykType BeTBeW OT cTBona B 060Mx
cryyasix MOXHO BbIAENUTb CXOXME 30HbI UX PACMONOXeHNs1 Ha CTBore. Tak, B 30HE 2 OCHOBHON (DYHK-
LMOHarnbHOM 0COBEHHOCTbLIO BETBEN MOXHO CYMTaTb NOAMUTKY NUAMPYIOLLEN BEPTUKanbHOM OCK CTBO-
na. B 30He cTBONa 3 BETBM 3aHMMalOT NO3MLMIO Gornee «paBHOMPAaBHYO» U OaXe KKOHKYPUPYIOLLYIO» C
BEPXYLUKOW CTBOMa u gpyr ¢ gpyrom. PaHee Hamu Gbina nokasaHa 30HarnbHOCTb MaTepUMHCKOro nobera
AByneTHen noberosovi cucteMbl Ana Buaos A. negundo n U. glabra. BbisiBneHo, 4To chopmmpoBaHue
«OCHOBHOM» 2INC npoucxogut nyTem aNMMUHaLMM 30HbI BEPXHUX MEXA0Y3Nuin MaTepuHCKoro nobera
2I1C u, cooTBeTCTBEHHO, BepxHMX 6okoBbIx Noberos (AHTOHOBa u BapT, 2020; Antonova et all., 2019).

OTo noaTBepxaaeTcs Hannunem ocoboro oTpeska «CKereTHbIX» OCEeN Ha KOHLe KaXaow BeTBU
30HbI 3, COCTOSALLErO M3 NOYTM OAMHAKOBbIX NOCneAoBaTeNnbHOCTEN MHOMMX NO6Geros, NpeacTaBNALLMX
MaTepUHCKMe Ansi HECKOMbKMX NOGEroBbIX CUCTEM M AalOLWLMX paBHOMNpaBHble ocu. [pu aToM Ha ogHON
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BETBM MOXET ObITb HECKONbKO TaKMX KOHLEBbIX OCel, (hOPMUPYHOLLMX KOHLEBYIO 30HY y>Ke Ha camomn
BeTBW. Ha BETBAX 13 30HbI 2 CTBOMA TAKOWM 30HbI KOHLIEBbIX OCel 06bIYHO He Habnaaertcs, YTo, No-Bu-
OUMOMY, 9BNSIETCS NPOrpaMMHbIM 3P HEKTOM.

Kak pa3BuTre camoro cTBona Aepesa, Tak U Kaxaow BETBU OT CTBONa npeacraensieT cobon coeau-
HeHne npoueccoB cTapeHnsa u omonoxeHus no H.IN. KpeHke (1940), npyyeM UMKNUYHOCTb 3TUX MpPO-
LieccoB HabnoaeTcs ¢ ABWKEHMEM BBEPX MO CTBOMY UMW BOOMb KaXA4oW 13 BeTBel. CTapeHnem MOXHO
cunTaTh NOCTPOEHME KPYMHbIX OCEBbIX MOGEroB, TO €CTb NPOLIECC NOCTPOEHUS «CKefeTa», a OMOSIOXe-
HMEM — HaKOMNJeHWe Menkmx Noberos, a 3Ha4YMT, pa3BUTUE «KpyKeBay. Npun 3TOM NpoLecc NOCTPOEHUS
KOHLIEBbIX «CKEMNeTHbIX» 0CeN OANHAKOBOW CTPYKTYpbl HAarngaHO NoATBepPXAaeT AaHHbIA Te3UC, TaK Kak
HanpsiIMylo yyacTByeT B 000X npoLieccax.

C ToukM 3peHusa HabntogaTensi B pa3BMTUM KPOHbI AepeBa yyacTByloT Asa npouecca. OauH, Hau-
bonee 3ameTHbIA, OTBEYaET 3a pa3BuUTME (U M3pacTaHME) KCKENETHOM» YacTU KPOHbI, HAa30BEM €ro
BHeLHMM. Ha Puc. 9 emy COOTBETCTBYIOT NocreaoBaTernbHble n306paxeHusi KpOH AepeBa C TeYeHeM
OHTOreHesa. BTopow npouecc — AMHamMuKa «KpyXeBa» KPOHbl, HE MeHee UHTEHCUBHbIN, YeM NepBbIi,
HO Mano3aMeTHbIN, NPOXOASALLMIA Ha CyLLEeCTBEHHO BOMbLUMX YacToTax (0603Ha4YeH OKpyrnbIMK CTpen-
kamu). Oba npouecca nayT BCe BpeMS XKM3HM KPOHbI iepeBa, HO Ha NepBbiX CTaAusaX OHTOreHesa npe-
obrnagaet nepsbii, @ Ha NocneaHux — BTopon. MNocnegHne atanbl OHTOreHe3a xapakTepusytotcs 60rmb-
LLIEN CKOPOCTbIO M3MEHEHUS COCTaBa «KpYy)XeBa» KPOHbI MPU Maron CKOPOCTU ABWXEHUS B LLENOM BCEW
KPOHbI, TO €CTb Pa3BUTUS «CKEMNETHOW» YacTu.

Mogene pacnpocTpaHeHUs BOMHblI — pacnpoCTpaHeHUs reHa B nonynsumMmM — onucbiBaeTcsa aud-
dhepeHumnansHeiM ypasHeHnem Kornmoroposa-Ilerposckoro-MNMuckyHosa (KIMIM) (LupsieB u XumMyeHko,
2003), nonyyeHHbIM B 1937 . C TeX NOp MHOrMe aBTOpPbI (HE TOMBKO FEHETUKM) MPUMEHSNN 3TO ypaBHe-
HWe ON1S ONUcaHMsa pasnuyHbIX Apyrux Guonorudeckunx npoueccos (Bnacos n NoryHos, 1986; KanuHuH,
1972; Muller and Kéhimann, 2009). B Teopun COnMMTOHOB («OOUHOKUX», «CTOSYUX» BOSH) Uccnenyer-

Puc. 8. Cxema pa3BuTHsi KPOHbI OTAENBHO CTOSILLErO AEpeBa U AepeBa, npouspacratoLlero B coobliectse: A — KpoHa OTAENbHO
crosiliero aepesa; B — kpoHa aepeBa B coobuiecTBe. 1 — 30Ha cTBona 6e3 BeTBeW, 2 — 30Ha yANMHEHWs CTBona, 3 — 30Ha BETBEN
BEpXHeit YacTu KPOHbI.
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Puc. 9. MogenbHbIv B3rMsg Ha AMHAMKKY KPOHbI B LIENTIOM B OHTOreHe3e: CreBa HanpaBo — CXeMa NocrnefoBaTenibHOro MU3MeHeHus
OpMbI KPOHbI IepeBa, OKPYITble CTPENKM — NMPOLIECC Pa3BUTUS «KPY>KEBa» KPOHbI.

cs «HenuHenHoe ypaBHeHue LpeanHrepa» (HLU), coBnagatowee ¢ KMM ¢ kyOUYHON HENMHENHOCTLHO
(npmBoanm B cokpalyeHHom Buae) (TaxtamxkaH u ®agnees, 1986):

w, =Dy tryy’-1),

rae  — pyHKLMA NPOCTPaHCTBEHHON U BPEMEHHOW KoopauHat, D — NMHenHbIn onepaTtop, K — NONoXu-
TenbHbIN KO3 MULINEHT CBA3N.

3ameTum, 4TO Npm BbIGOpe 3Haka MUHYC B Npaso Yactu HLL ypaBHeHWe npuHMmaeT BU N3BECTHO-
ro ypaBHeHus dutuXsto—Harymo (gopaboTtaHHas mopenbs XomkknHa—Xakcnm) ans pacnpocTpaHeHus
3MNEeKTPUYECKOro noTeHuuana HepBHOro MMNynNbca No akCoHy HeWpoHa (CM., Hanpumep, PU3HWYEHKo,
2010 n gp.).

lMepBoe cnaraemoe B npason 4actu HLL oTBeyaeT 3a CKOPOCTb ABMXEHUSA CaMOW BOMHbI, @ BTO-
poe — 3a ee hOpMY; 30eCb BakHa MMEHHO Kybudeckas dyHkLms oT . Jllobas dpopma ecTb NposiBrieHne
HEeKOro naTeHTHOro npowecca, HeBUAMMOro Ans Habnogatens. OyHKUMA W, onMcbiBaKoLLas OBMKEHME
CONUTOHA, MMEET [Ba BaXXHbIX CBOWCTBA: OHA COXPaHsieT CBOK (DOPMY U IHEPruto, a Takke obnagaet
6e30TpaxaTenbHOCTbI, TO €CTb BO3MOXHOCTbIO ornbartb nobble NpensTcTBUsA. 3TN CBOWCTBA 0OCYX-
Aanuce J1.A. Taxtagxadom v J1.[. ®aggeesbim (1986) ¢ MaTemaTUyYeCKOM TOYKM 3pEHUSA B TOM Cnyyae,
Korga ygaetcs nonyyntb pelueHue ypasHeHus HLU B sBHOM BuAae 1 Npu JOCTATOMHO MPOCTLIX Havarnb-
HbIX YCNOBUSX.

Tam e HaxoauMm, 4YTO «CONWUTOH NpeacTaBnsieT cobon CyLEeCTBEHHO HENMUHENHOEe sIBMeHney, Tak
KaK CyLLLeCTBOBaHWE TaKoro peLleHnst «BO3MOXHO NuLb Briarogapst HENMHENHOMY YfleHy B YpaBHEHUN
HLL» (TaxTamksH n ®agaees, 1986). OT0 03Ha4YaeT HanmMumne CKpbITOro «NpoLecca OCUUNNaLMny, onpe-
AensioLiero oopmy COnMTOHa Npu ero ABMXKEHUU (MHOrAa 3TOT MPOLECC BbINMECKMBAETCH Hapyxy B
Buae «bapalukoB» Ha BonHe). Ecnu cuntatb oyHKUMIO @ KOMIeKCHO3HayYyHow (TaxTagkaH n dagaees,
1986), TO BellleCTBEHHasl YacTb OyAeT onucbiBaTb CaMy BOSHY, @ MHMMas — NPOLECcC OCUUNNsAUmMm BO
BHYTPEHHEM «JTAaTEHTHOM» BPEMEHN.

MMeHHO Takue ABa npouecca: BHELUHUI (MOCTPOEHMUS «CKerneTar») N BHYTPEHHUIN (Pa3BUTUS «KpYXe-
Ba») — U NPOSIBNAITCS B pa3BUTMM KpoHbl. Ha Puc. 9 nepBble ABa COCTOSIHUSI COOTBETCTBYHOT «COOpKe»
CONNUTOHA, a YeTBepTOoe — MOCTENEHHOMY €ro paspyLLeHuWio, pa3bueHuno Ha YacTu, CBA3aHHOMY C noTe-
pen aHeprun.

BbiBoAbI

1) BeTBb aepeBa Kak KoOMMJieKkc nob6eros 1 NoberoBbIX CUCTEM COCTOUT U3 OBYX KPYMNHbIX MOpd)O-
beHKLI,I/IOHaﬂbeIX NPOCTPaHCTBEHHO-BPEMEHHbIX yacTten: «ckeneta» u «KpyXXeBa». 31n CTPYKTYpPbI
NpuUcyLn BeTBM Kak LennoCTHOMY 06pa3OBaHMl0 N NoABNAKTCA Ha 3TOM nepapxm4eCkomMm ypoBHE CTPO-
€HUA KPOHbl BNepBble.
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2) B CcOOTBETCTBUM C MOMOXEHNEM Ha «CKENETE» N BPEMEHEM BO3HWKHOBEHMS B COCTaBE BETBM
BblAEMNeHbl NEPBUYHOE U BTOPUYHOE «KPYXXEBO», B COCTaBe MEPBUYHONO «KpyXesa» BblAeneHbl [Be
noarpynmel.

3) KpoHa fepeBa aBnsieTcs NpoCTpaHCTBEHHO-BPEMEHHLIM KOMIMIIEKCOM U 3aKOHOMEPHO pa3BuBa-
eTCsl B OHTOreHese. YXXe B KOHUE BUPIMHUIBHON CTaauMu HadvHaeTcs nNporpaMMHoe nspacrtaHue Kpo-
Hbl. «CkeneTHas» YacTb AepeBa n3pactaeTcs B BUAE MHOXECTBA «CKENETHLIX» OCEN KaK Ha BEpXYLUKe
CTBOrMA, Tak M Ha KOHLaX BETBEW OT CTBOMAa. TN OCU CTAHOBATCS OCHOBOW MABHOW YacTu «Kpy>KeBay
KPOHbI KaK Ka)kgown BETBU, TaK U AepeBa B LIEMOM.

4) Pa3Butne «CKeneTHom» 4acTn N «Kpy>XeBa» KPOHbl — 3TO, COOTBETCTBEHHO, BHELLUHWUIA U BHYTPEH-
HWUI (NaTeHTHbIN) NpoLuecchl pa3BUTUS KpoHbl. Ha ypoBHe AepeBa B LENOM MOXHO paccmaTpuBaTh BECb
KOMIMIEKC «Kpy>XeBa» KPOHbI Kak NpyMep MaTeMaTU4eckorn Mogenu «crosiyasi BoriHa» (CONUTOH).

5) dopma KpoHbI OTAENbHO CTOSALLEro AepeBa Unmn gepesa B coobLLecTBe onpeaensercsa ero npo-
rpaMmon passutus. B yacTHocTu, okpyrnas v uunuHgpuyeckas opMbl KPOHbI ONPeaensoTca Bpe-
MEHeM pasBUTUS N 30HANbHOCTLIO CTBOMA. SBNEHWEe MHOrOCTBOMNbHOCTU OTAEMNbHO CTOSALWEro Aepesa
CBS13aHO C COKpaLLleHNEM BPEMEHHOTO nepuoaa 30Hb! 2 (30HbI BbITAMBaHWS CTBOA) KPOHLI AepeBa.

6) PasButue Kak BETBM OT CTBOMA, Tak M CaMOro CTBOfa COrnacyeTcs C TEOpUen LUKIUYHOCTM
H.T. KpeHke.
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