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B 0630pe, mepBOM Ha PyCCKOM SI3bIKE, 3aTPOHYThI BOIIPOCHI 9KOJIOIMYECKOro M 60TAHUYECKOTo (peHOMEHa
aMUdUTU3IMA COCYAUCTHIX pacTeHuit. O0cyxkmaeTcs mpodaeMa MPOUCXOXKIAEHUS SN DUTU3MA, €r0 IKOJOr1-
YeCKMX IPaHULL U COBPEMEHHOTO IIOHMMAaHMSI 9KOMOP(OIOrnyeckux ocobeHHocrei sanuduton. PaccMmotpe-
HBI pa3JIMYHbIE MOAXOAbI K KJIacCU(UKaUKU SMU(MUTOB, BKIIOYAsT aBTOPCKUE, OOCYKIAETCS COOTHOLLICHUE
COBPEMEHHOI aHIJIOSI3bIMHOM TEPMUHOJIOTUM U TPAAULIMOHHOM ISl PYCCKOSI3BIYHOM IuTepaTyphl. O0CyX-
JIeHbl HanboJiee MUCKYCCUOHHBIE ITPOoOJIeMbl B HOHMMaHUM (heHOMeHa SNM(pUTHU3Ma B MUPOBOI JIMTEpaType.
PaccMoTpeHbl MeXaHU3MbI CYILLIECTBOBAHUS PACTEHMIA, IMMOPBABIINX ¢ HA3¢MHBIMU UCTOYHUKAMU MUHE-
pasibHOro nmuTaHusl U Boabl. M3noxeHa npobiaemaTtuka u ctenedb nsydyeHHocTu CAM (crassulacean acid
metabolism) y 3nupUTOB B KOHTEKCTe MX KcepoMmopdo3a. Paccmorper MexaHu3M U (GyHKIIMOHAIbLHAS
pOoJib 00pa30BaHUsI MOJABEIIEHHBIX MOYB. OTpaXkeHbI CYILIECTBYIOLIME TEOPUU U AUCKYCCUOHHBIE TTpO0Iie-
Mbl MUHEPAJIbHOTO MUTAHUS SNTU(PUTOB, B YACTHOCTU a30THOrO NUTaHus. OGOOIIEHBI pa3IMYHbIe OMOJIO-
TMYeCKHUe acreKThl OCBOSHUS KPOH: IMACIOPOJIOTHS, CTPOSHUE SMUMUTHBIX COOOIIECTB U 9KOCUCTEMHAs

pOJIb AIU(MUTOB.
DOI: 10.31857/50044459621050043

BnuduTtel (0T rpey. EmL — “Ha” U UTOV — “pac-
TeHHUEe”) — 3TO OPraHU3MBbl, KOTOPbIE TIPOU3pPACTAIOT
Ha IpyruxX pacTeHUSIX, UCTIOIb3YsI MOCAEIHE TOIbKO
B KayeCTBE OMOPHI U CyOCTpaTa, MpU 3TOM He SIBJISISICh
napasutamMu. B caMmoMm mupokom cMuiciie snuguTa-
MU SIBJISIIOTCSI MHOT'ME€ OpraHM3MBbl: OaKTepUH, IPU-
OBI, BOHOPOCJIM, JUINANHUKKN, MXA MU COCYIUCTHIC
pacteHUs. B pyccKOSI3BIYHONM HAyYHOM JIMTEpaType
3TOT TEPMUH YIIOTPEOISIETCS YpE3BhIUYATHO IIIPOKO.
Hamnpumep, mouck B Google Scholar Ha ci1oBocoue-
TaHue “3NMUGUTHBIE MUKPOOPTraHW3MbI~ BblIaeT 060-
aee 2000 pe3ynabTaToB (PYCCKOSI3bIYHBIC CTAaTbU U
yIoTpebJieHUe CIOBOCOYETAHUS B CTAaThsIX). TepMUH
“anuduT” MUPOKO YHOTPeOIsIeTCs naxke IIPUMeHN-
TEJIBHO K ITOABOTHBIM 00beKTaM (Hamp., BuHorpamosa,
1989). OmHako, roBops 06 3nuduTax Kak 0 XU3HEH-
HOM opMe, KaK IIpaBUJIO, UMEIOT B BUIY COCYOU-
CTbIE paCTeHUSI, MpoM3pacTalollie Ha CTBOJIaX U BET-
BSIX IPEBBEB. DTO CBSI3aHO C TEM, UTO OHU, B OCHOB-
HOM CBOEMN Macce, rOMOMOTUIPUYECKUE PACTEHUS C
MPUCIIOCOOJICHUSIMU IJIs1 SNU(PUTHOIO odpasza Ku3-
HY (B OTJIMYME OT MOMKUJIOTUAPUIECKUX Oeccocyar-
CTBIX SMU(MUTHBIX MXOB 1 JIMIIAWHNUKOB). IMEHHO B
9TOM KOHTEKCTE MBI OyIeM TOBOPUThH O (peHOMEHe
srm¢uTU3Ma B paMKax 3Toli cTaThu. B psime ciydyaen
(IOBOJBHO PENKMX) MOXHO TOBOPUTH O 2unepanugu-

max (anuduTax, IpPoru3pacTaroIInuX Ha APYTUX IMU-
¢uTax) uiau o Ipon3pacTaHUU COCYAUCTHIX paCTCHUM

KaK snuguinoe' (T.e. pacTyIIMX HA JUCTbIX APYTUX
pacTeHuit).

HaHHBII 0030p mpeciienyeT HEeCKOJIbKO IeJiei.
Bo-niepBbIX, TO3HAKOMUTH PYCCKOSI3bIYHBIX OOTaHM-
KOB C COCTOSIHUEM TMPOOJIeMbl U3yUYEHUST COCYAUCTBIX
SMUdUTOB, BeAb TPAAWILIMOHHO BCE, UTO KacaeTcs
TPOIMYECKUX IKOCHUCTEM, OCTAETCS MO OOJIbIIEH Ya-
CTU BHE T10J1s] BHUMaHUSI OTeYeCTBEHHOI HaykKu. Bo-
BTOPBIX, Mbl TOCTAPAIUCH MOAUYEPKHYTb U BbIIEIUTD
T€ CYIIECTBEHHBbIE YepThl (OT (PU3MOJIOTMUECKUX 1O
MOMYJISIIUOHHBIX), KOTOPbIE OTIMYAIOT COCYIUCThIE
SMUMUTHI OT HAIIUX CEeBEPHBIX pacTeHuil. B-Tpe-
TbUX, Mbl CTAaBUJIU CBOEI 11€JIbI0 CUCTEMATU3UPOBATh
MHOTOUYHCJIEHHYIO JIMTEPATYPY O COCYIMCTBIX 3IMHU-
¢duTax B KOHTEKCTE IBOJIOLIMOHHON CXEMbI, B paM-
KaX KOTOPOH 3MUMUTHI CTAIM YHUKAJIbHBIM OMOJIO-
T'MYECKMM OOBEKTOM, KOTla BIievaTisioliee Ouopas-
HooOpa3ue OblJI0 [IOCTUTHYTO B OYEHb Y3KUX
9KOJIOTUYECKUX paMKaxX. DTU paMKU MOTYT ObITb CBE-
JIEHBI K TPEM 3KOJIOTMYECKUM “BbI30BaM’ OOMTaHMSI
Ha cTBoJie nepena: (1) 6anaHc (paKTOpPOB yBIAXKHEHUS

' B nonapnsionem GONbUIMHCTBE 3TO SBIEHUE XapaKTEpHO ISt
MXOB U1 JTUIIAHUKOB.
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VBenuueHue OCBELIEHHOCTHU U TIEpEIaaoB B.

Puc. 1. CxeMa OCHOBHbBIX 9KO(MU3NOJIOTUUYECKUX U OHO-
MOPGhOTOTUYECKUX afarTanii SNMUMUTOB TPU OCBOSHUU
BEPTUKAJIbHbIX MecTooOuTaHuil. CHU3Y BBepxX lepeBa
pacTeT yBeJIMYeHUE OCBEIIEHHOCTU M TepernajioB BiIaXk-
HOCTHU (KaK Ce30HHBIX, TaK M CyTOUHBbIX). OT LIEHTpa K re-
pudeprun KpoHBI YMEHBIIAITCA pa3Mepbl 3MUGUTOB U
pacteT ux kcepoMopdo3. Ha TOHKMX KpaeBbIX BETKaX 10~
MUHHPYIOT HeOONbIIMe CYKKyJIeHThie snudutel ¢ CAM
(@), OCHOBHBIM UICTOYHUKOM MX MUHEPAJTbHOTO ITUTAHUS
SIBJISIFOTCSI aTMOC(epHbIe AeO3UTHI (0). Bivke K LIeHTpy
KPOHBI PAcIoJiaraloTcsi aKKyMYJISITUBHBIE SMUMUTHI:
IHE30BbIe () — HaKaruIMBalollMe MOIBEIIeHHbIE M0Y-
BbI, MUPMEKOGWIbHBIE (2), CKOOOYHBIE (0) U KypTUHOO0-
pasywoiue (e). MuHepalibHOe TUTAHUE AKKYMYJISITUB-
HBIX 3NTM(UTOB HAMHOTO Goraue, Gyaromgapst onamy (),
CMBIBaM I10 CTBOJIaM U C KPOH (3), MyTyaJIu3My C Mypa-
BbSIMM (#) ¥ IPYTMMU KOHCOPTHBIMU opraHu3mamu. Ha-
KOHeLI, MoIy3nudUTHI (k) UMEIOT B TO UM UHO CTere-
HU CBSI3b C 3eMJICH U MOJIy4aloT YaCTh MUHEPAJIbHOTO MU -
TaHUsT W BOIObI U3 TOYBBI. B HIUXHE 4yacTU CTBOJIOB
pacrojaraioTcst cliuo@uibHble dMUdUTH (1), HAaMMeHee
MPUCTIOCOOJICHHbBIE K IJIMTEIbHOMY MEePEChIXaHUIO U KO-
JieGaHUSIM BJIaXKHOCTU BO3IyXa.

M OCBEIIEHHOCTH; (2) CTPOro JUMUTUPOBAHHOE MHU-
HepajabHOe nuTaHue; (3) 3aKperieHre pacTeHUH U
X TUACIIOp B KPOHAX JCPEBLEB.

Bce sttuduTh 1711 0ocBOeHUS SITM(PUTHBIX MECTO-
OOUTAaHWN MOJKHBI OBUIA PEIIWTH 3THU ITPOOJIEMHI,
peoOpa3yst He TOJBKO CBOM rabuTyC, HO U CUCTEMY
BOcIipou3BenaeHusd U npopactanus (puc. 1). Takum
o0Opa3oM, CTPYKTypa JaHHOMW pabOTHI MACT BCIESI 3a
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9TOI CXE€MOIi: Mbl pacCMaTpHBaeM CHadana cam ¢e-
HOMEH snuduTtu3Ma (BKjIodas npobjieMy KilacCu-
dukanuu 3nMudUTOB), TIEPeXoaruM K UX 3KOGhU3UO-
JIOTUM ¥ MHUHEPAIIbHOMY MUTAaHUIO M 3aKaHYMBAEM
npo0bJyieMoit paccesieH!sT B KpOHAX, CTPYKTYPOIi 31U -
(GUTHBIX COODIECTB U UX 3KOCUCTEMHOM posbio. Ha
OoJIblllee MBI HE TIPETEHIOBAJIM, TaK KaK IIOJTHOIIEH-
HBIIT 0030p COBpPEMEHHOI JIMTEpaTyphl 000 BCEX ac-
neKTax OMOJIOTMM 3MUMUTOB BO3MOXKEH TOJLKO B
paMKax oOIIMPHON MOHOTpadnm.

1. BKOMOP®DOJIOI'MA U ITPOBJIEMbI
I'PAHULIBI STTUMPUTU3IMA

1. 1. 2Kuznennas copma unu sxoepynna?
Macwmabrocms u pacnpocmpanenue

B Havase XIX B. antucuThl ObITM ONpeieieHbl Kak
pacTeHusl, Mpou3pacTallle Ha IPYyruX pacTeHUsIX,
“He moaydas oT Hux InmraHue” (Brisseau-Mirbel,
1815). Hcrtopuuecku >mudUTHl paccMaTpUBAINUCh
Kak oOTHeJibHasl >XU3HeHHasi ¢dopma. DTOT B3I
npemoxXeH eme I'yMOOIbTOM, BBIIECIUBIIMM OT-
nenbHylo dopmy snudutoB — “dopmy opxuaein”
(TopbimuHa, 1979). Ilo Paynkmepy (Raunkiaer,
1934), smmduThl SBISIOTCA KM3HEHHON (HOPMOIi,
BXoJsIIel B rpymmy dhaHepoduTtos. pyroit kpaiiHe
pacIpocTpaHEeHHbI B PYCCKOSI3BIYHOM JUTEpaType
MOAX0Md, XapaKTepHbI AJI1 OT€YECTBEHHOM IIKOJIbI
ouomopdosnorun (knaccudukauusas M.I'. Cepebpsi-
KoBa, 1964 T.), mIpenrioyiaraeT pasaejieHrue KU3HeH-
HbIX (D)OPM Ha KyCTAapHUKH, KYCTApHUYKHU, TPABbI U
T.I1., HO OH HE OCTaBJISIET MeCTa IJIs1 3MU(MUTOB KaK
IUJIsl 0CO0O0i KaTeropuu KU3HEHHBIX (hopM.

Jo HemaBHEro BPEeMEHM HACUMTHIBAJIOCH OKOJIO
27600 BUIOB COCYAMCTHIX SNUGUTOB U3 73 ceMeiicTB
u 913 pomoB, 4TO cocTaBisIeT 9% OT BCeX BUIOB COCY-
IUCTBhIX pacteHunt (Zotz, 2013a). OmHako nmyoOnauKa-
LM TIEPBOTO MOJHOTO CIUCKA COCYAUCTBIX dMUpU-
TOB IIOKa3ajla CYILIECTBEHHO OoJblliee MX YMCIIO:
28227 nBetkoBbIX M 3084 crmopoBbIX BUIOB (Zotz
et al., 2021a). OcHOBHas 4aCTb COCYAUCTBIX IMMUDU-
TOB IIPUXOOUTCS Ha MAaIOPOTHUKU U OJHOIOJIBHBIC,
ocobenHo Ha ceMericTtBa Orchidaceae, Bromeliaceae,
Araceae (Zotz, 2013a). HeGoJbloe 4uciio anuduToB
U TIOIY3ITM(AUTOB NPUXOIUTCS HA OBYOOJbHBIC pac-
TeHUs, B TOM umncie n3 cemelcTB Ericaceae, Gesneri-
aceae, Piperaceae (Krémer, Gradstein, 2016). Tpanu-
HMOHHOE IIPeHEOpeXKEeHUE COCYAUCTHIMU SITU(PUTA-
MM B OTE€UECTBEHHOMW Hay4YHOM JIMTEPaType MOXKHO
OOBSCHUTH U TeM (haKTOM, YTO OHU TIOYTHU TMOJHO-
CTBIO OTCYTCTBYIOT Ha TEPPUTOPUM MCTOPUIECKOM
Poccuu (Bkiatouast Poccuiickyro umneputo u CCCP).
bonabmias yacts 6Mopa3zHO0Opa3ust AMUPUTOB cocpe-
JIOTOYCHA B TPONMYECKUX U CYOTPOIMMUECKUX 001a-
ctax 3emun (Benzing, 1990; Zotz, 2016). OgHako co-
CYIUCTBIC AMUMUTHI LIUPOKO PACIpPOCTPaHEHHbl U B
YMEPEHHBIX O0JIACTSIX I0OXXHOIO MOJIyIIapusl C OKea-
HuyeckuM kiaumatoMm (KommoOen, 1948; Banbtep,
Ne 5
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1974). Hanpumep, smudpurHas ¢daopa xapakTepHa
st HoBoit 3enannuu (BKJrouast supUTHBIE OPXUI-
Hble) U s FOxHoro Yunu (BaJibAMBUMCKUI Jiec)
(Zotz, 2005). I1penrmonaraercs, YTO JUMUTAPYIOLINM
¢dakTOpOM IS pacCHpOCTPaHEHMSI COCYAUCTHIX D1 -
GUTOB  SABISIOTCS  TpPaHUIBI  paclpOCTpaHEHUs
YCTOMUYMBEIX OTPHULATEIbHBIX TeMIIEpaTyp 3UMOM
(Nieder, Barthlott, 2001). Tak, e1MHCTBEHHBII NIpe-
CTaBUTEb COCYAUCTBIX AMTU(PUTOB B yMEPEHHOI 30HE
Lenrpansroii EBporisl — Polypodium vulgare (Pvaapac,
1961; Banbrep, 1968), KOTOPBIi B 10XKHBIX YacTsax EB-
poribl 1 Ha YepHomMopckoMm mobepexbe KaBkasza
(KONMXUACKMIA 1ec) cMeHsieTCsT OJM3KuM Buaom P cam-
bricum (bepr, 1952). 91t nBa Buaa SIBISIOTCS HACTO-
SIIAMU 3MU(PUTAMU, HUKOTIA He CTAaHOBSICh Ha3eM-
HbIMU. P. vulgare B ceBEepHBIX YaCTSIX CBOEro apeaja
craHoButcst tutodutoM (PomuH, 1934). OgHako Ta-
KO B3IJIS11 UTHOPUPYET O0MIre 3MUMUTHON (hOpMBI
P. vulgare Bo BIIaXXHBIX TOPHBIX Jecax AJbIl (Stager,
1908; Wilmanns, 1968). I110THOCTh €ro cooO0IIEeCTB
nocturaet 300 3K3./ra, a BBICOTa MpOU3pacTaHUS Ha
dopoduTax — 10 14 M, IprIeM B 3TUX JiecaxX OBIBAIOT
JUTATEIIbHBIE TepUOAbI 3MMHUX MOP030B (Zotz, 2002;
Zotz, List, 2003). [TomrMo oObuIMSI B TOPHBIX Jiecax
Ha ceBepe Aibl, P. vulgare Takke peryisIpHO BCTpe-
yaeTcs Kak 3nu¢uT B 6ojiee MATKOM Kiaumare FOx-
Hoii EBpornibl, Hanmpumep, B Utanuu (Beguinot, Tra-
verso, 1905), na Kopcuxke (Fliche, 1902) unu Bmax-
HbIx Jecax CeBepHoii [Topryranum (Schimper, 1888).
B BenukoOputanumu, Ha Azopckux um KaHapckux
OCTpOBaXx IOSIBISIOTCS SIMU(MUTHBIE TAKCOHBI ITAaII0-
poTtHUKOB cemelictB Hymenophyllaceae unu Gram-
mitidaceae (Riibel, 1912; Tansley, 1939; Page, 1977,
Bennert et al., 1992).

B menoM, ogHako, 3MM@UTH peIKH BO BCEX DTUX
dnopax. Hanpumep, Ha KaHapckux ocTpoBax 3MU-
dutsr coctaBiaroT b 0.2% OT 06IIIETO YMCIIa BU-
noB (Kunkel, 1993). B To Bpems kak or CeBepHOit
EBpasuu oTaesaeH oT BO3MOXHOTO (hJIOPUCTUIECKOTO
BiusiHUS Tponudeckoii ILlenTpanbHoit Adpuku Ca-
xapoii, a ot TpormkoB IOro-Bocrounoit Aszum —
orpoMHbIMU MaccuBamu I'mmanaeB u ITamupa, Ce-
BepHast AMepuKa OoJjiee HOCTYIIHA IJISI pacCelICHUS
KPYITHBIX TpoHu4ecKux pomoB ammueuroB (Gentry,
Dodson, 1987). Hanpumep, ripeacTaBUTEIb KPYITHOTO
S1M(GUTHOrO HeoTpormdeckoro popa, Tillandsia us-
neoides, 3aXO0UT JaJleKO Ha ceBep, Jjocturas 36° c.1iI.
(Garth, 1964). B 1iesioM ke yMepeHHbIe pernoHbl Ce-
BEPHOTIO IOJyIIapus HAMHOIro OeaHee 3nuduTamu,
yeM IOxHoro (Zotz, 2005). I1pu nuasMeHeHUM IIUPOT-
HOTO MJIA BBICOTHOT'O I'PaJMeHTa B CTOPOHY TTOXOJIO-
JIaHYS B SIIM(UTHBIX COOOIIECTBAX PACTET IOJISI CIIO-
poBbIX pacteHuii (Zotz, 2005). OgHako mpobGiema
BOJIOCHAOXKEHUSI WJIM HU3KUX TeMIIepaTyp He MOXKeT
OBITh MpU3HAHA €IWHCTBEHHOII IMPUYMHOI KpaiiHe
CKYIHOT'O MIPUCYTCTBUS SIMU(PUTOB Ha OONbIICH Ja-
ctu IN'onapktuku (Zotz, 2005). Psin BUooB Ha3eMHBIX
IIBETKOBBIX pacTeHUii EBpOIbI ITOCTATOYHO YacCTO
CTAaHOBUTCS B IOAXOMSIIMX YCIOBUSIX (paKyIbTaTUB-
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HbiMu snimutamu. Tak, JI.C. bepr (1952) yka3biBaeT
IUIST KOJIXUACKOTO Jieca (pakyabTaTUBHBINA STMGpU-
t™m3M Oxalis villosa, a nins TmpkaHckoro jieca — Car-
damine hirsuta, Geranium robertianum n Ty Xxe O. vil-
losa. llenenanpaBiaeHHbIe UCCeIOBaHUs (hbeHOMeHa
CJIy4aitHOTO 3NMU(pUTU3MA Y CEBEPHBIX PACTEHUI IT0-
Ka3bIBalOT €T0 BIECUAT/IAIONIME MAcCINTaObl: TakK, B
ycnoBusax LlenrpanbHoit EBporisl (ropsl I'apir, I'ep-
MaHus1) BbisiBJieHO 100 BUAOB Cliy4ailHbIX 3TTM(PUTOB
n3 39 ceMeiiCcTB, IIpXU 3TOM OHM HAOIIONAIVCh Ha YeT-
BepTU MccienoBaHHbIX AepeBbeB (Hoeber et al., 2019).

Mexny (pakymbTaTUBHOCTBIO M OOJIMTaTHOCTHIO
SMUMUTOB I'paHUIIA HE oueBUIHA. B Oojiee mo3mHUX
paboTtax OB NPeAJIOXEH PsII KPUTEPHUEB IJIs1 pellle-
HUST TpOOJeMbl Pa3HOM CTENEHW BOBJICYECHHOCTHU
pacTeHuil B anudUTHBIM obpa3 xu3Hu (Benzing,
1990; Ibisch, 1996; Burns, 2010). Hanpumep, M6um
(Ibisch, 1996) Bwimensr “obGmauraTHBIE” STUGUTHI
(6onee 95% BCex MpencTaBUTENIel BUAa B ompeie-
JICHHOM PEruoHe pacTyT KakK 3MMU@UTHI), “Cclydaii-
Hble” anuduThl (6onee 95% mnpencraBurtencii Buaa
pacTyT Ha 3emiie) U “daKyabTaTUBHbIE” STMUGMUTHI
(TIpOLIEHT 3MUMUTOB pacIpenesieH MeXIy 3TUMU
IBYMSI TIOJISIPHBIMM BapuaHTamu). OITHAKO MpPaKTU-
yecKoe MpUMEHEHHUE TTOA0OHOTO MOIX0/1a 0KAa3aI0Ch
HEOCYIIECTBUMO M3-3a CIOXKHOCTU MOAPOOHOIO MO~
cueTa. TaknM 00pa3oM, O CTeIIeH! STTN(pUTHI3Ma MHO-
I'MX BUJIOB Mbl MOXEM TOJIbKO Tagatb. Kpome Toro,
OOBIYHA CUTYallMsI, KOTaa OAWH U TOT K€ BUJI PacTeT
KakK 5IU(UT U KaK Ha3eMHOE pacTeHUE B Pa3HBIX TH-
nmax jeca (Gomes-da-Silva, Costa, 2011; Kirby, 2014).

JIpyToii CTOPOHOM ITPOOJIEMBI TPAHUIL SITUPUTU3-
Ma SIBJISIETCSI yTpaTa CBSI3U C TOYBOM y MOJIy3nudpu-
ToB. OTHM aBTOPBI PA3INYAIOT IIEPBUYHBIE I BTOPUY-
HbIe TTOJY3NMUGUTHI, TIpearnojaras, 4YTo NepBUYHBIC
MOJY3NUMUTHl TPOXOAAT CTAAWIO 3MUMUTUIMA J0
YCTAHOBJIEHMSI KOHTAaKTa KOPHEi ¢ IOYBOii, a BTO-
pPUYHBIE TTOJYy3HU(MUTHI IIPOPACTAIOT HA 3eMJIe, HO B
Mpoliecce pa3BUTUS YTPAYMBAIOT CBSI3b C TIOYBOI U3-
32 OTMUPAHMUSI HIDKHEM, IPOKCUMANILHOM YacTH obe-
ra (Kress, 1986; Putz, Holbrook, 1986; Vargas, Andel,
2005). OngHako U3y4eHUEe HECKOJbKUX BUAOB Philo-
dendron 1 Monstera, KOTOpble OOBIYHO CUUTAIOTCS
BTOopu4yHbIMU Tonyanuuramu (Croat, 1978; Wil-
liams-Linera, Lawton, 1995), nmoka3zajo, 4To y Bcex
B3POCJIbIX PACTEHUI MPUCYTCTBYET CBA3b KOPHEl ¢
mouBoii (Zotz, 2016). bruio npeanoXeHo oTKa3aTbCst
OT UCIIOJIb30BaHUSI TEPMUHA “BTOPUYHBIN MOJYIITH-
but” (secondary hemiepiphyte) (Zotz, 2013b) B 1101163y
TepMUHaA “KoueBas jo3a” (nomadic vine), Tpenyio-
xxeHHoro Modderrom (Moffett, 2000). KoHceHcyc-
HBIM Ha CETOOHSIIITHUI MOMEHT SIBJISIETCS UCITOJIb30-
BaHME TepMUHA “TIONYy3NNPUT’ UCKITIOUYNTEITBHO OIS
MEPBUYHBIX MOTy3nmruduToB (Zotz et al., 2021b). Otu
pacTeHUS HAYUHAIOT CBOIO XKU3Hb B BHUIE SMUMPUT-
HBIX MOJIOIBIX OCOOEi1, a 3aTeM YCTaHABJIMBAIOT KOH-
TaKT KOPHSIMU C TIOYBOI, & B HEKOTOPBIX CiIydasix
(kak y (pUKyCOB-AYIIUTENCH) daxKe pa3BUBAIOTCS B
MOJIHOLICHHBIE JepeBbs. [IpyMeHeHne 3TOro orpe-
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JIeJICHUS HE TOJDKHO HaXOAUTHCS B KOHTEKCTE “TIOIY-
anubutHOU” Ga3zpl. CKopee, TEPMUH “TOTYIIMU-
¢GuT” onmchIBaeT KOHKPETHBIN TUIT OHTOIeHEe3a WIn
nporpammbl pocta (Moffett, 2000), KOTOpbIif BKIIIO-
yaeT IOBSHUJIbHYIO 3MU(UTHYIO (a3y, 3a KOTOpOi
clienyeT Ha3zeMHas ¢a3za ¢ YKOpeHeHUeM B ItouBe. bo-
Jiee TOTO, 3TOT TePMHMH HE 3aBUCHUT OT KOHKPETHOM
XKU3HEHHON (OpMBI: TeMUINUGUTHEI MOTYT OBITh
JIPEBOBUAHLIMU, KYCTApPHUKOBUIHBIMHU, JIMaHAMMU,
TPaBSIHUCTBIMM pacTeHUSIMU. B 1ie1oM smumuTh
BMECTE€ C IIOJy3Nu(pUTaMU paccMaTPUBAIOTCS B
TPYIIIE CIMPYKMYPHO 3A8UCUMbBIX pacmeHulil (Structural-
ly dependent plants): nuaH, “KO4YyloIInx J03”, IOy~
mapasuroB (Zotz, 2016). Takum o6Gpa3oM, MOXKHO
CKa3aTh, YTO SMUMUTHI SIBJISIIOTCS OTHOM M3 3BOJIIO-
IAOHHBIX CTPATeruii IJISI OCBOCHUSI HEOOJBIINMU
pacTeHUSIMU 1OJIOTa U KPOH JIECHBIX 9KOCUCTEM.

1.2. Knaccugukayuu snugpumos

IMonbiTKM KIaccuduipoBaTh Mopdooruye-
CKHE CTPYKTYPHI TPaBSIHUCTHIX MHOTOJICTHHUKOB, a
MMEHHO K HUM MOXHO B OCHOBHOI MacCe€ OTHECTU
SMUGUTHI, B OTEYSCTBEHHOI JIMTEepaType Mpearnpu-
HuManuch HeogHokpaTHO (I'oiry6eB, 1958; Cepebpsi-
koB, CepebpsikoBa, 1965; Jliobapckuii, 1973; CMmup-
HoBa, 1990; Tatapenko, 1996; Hyxumosckuit, 1997,
2002; Konomeiinena, 2003, 2006; MasypeHko, Xox-
psikoB, 2010, u gp.). OgHM U3 3TUX CUCTEM IIPECIIEIO-
BaJIM y3KO crienududecKkue Leau (Hampumep, clie-
JJaTb 00pabOTKYy KakKOW-JIMOO CUCTEMATUYECKOMN
TPYMIIbI pACTEHUN WU pa3paboTaTb METOMUKY (hJIO-
PUCTUYECKUX ONMCAHUI), IPYTYe MbITAJIUCh PEIIUTh
m100abHbIe QUIIOTeHeTUYECKIE 3a1aUl WIM CO3aTh
eINHYI0 OMOMOpP(OJIOTUYECKYIO CUCTEMY B paMKax
onHoro ceM. Orchidaceae (CmupHoBa, 1990). Cyiie-
CTBYET MHOKECTBO IIPU3HAKOB, IT0 KOTOPBIM MOXKHO
oxapakTepr30BaTh OMOMOPMBI paCTUTEIBHBIX OpTra-
HM3MOB, HO B 3aBUCHUMOCTH OT 1IeJIeli UCCIeNOBaHUMI
OOBIYHO aHAJIM3UPYETCS TOJBLKO 4acThb IPHU3HAKOB.
[MonpITKM TpOaHAIM3UPOBATh U BKIIIOYUTh B CHCTE-
My BC€ M3BECTHbIE MOpPQOJOrHYecKre MPU3HAKU,
KakK IIpaBWJIO, IPUBOAMIIM K CO3IaHUIO TPOMO3IKIX 1
TPyAHO mpounThiBaeMbiX cucteM (HyxmumoBckumii,
1997, 2002). OpmHako »3n0uUdUTHI, Kak IIpaBuUJIoO,
YCKOJIB3aJIM OT 3PEHUSI OTEYECTBEHHBLIX OOTAaHMKOB
BBHUIY COCPEIOTOYCHHOCTH ITOCIECIHNX HAa TEPPUTO-
puu oeiBuIeit CCCP.

EBporeiickasts 1, B 0COOEHHOCTU, aHIIOSI3bIYHAS
HayKa HAaMHOTO JaJibllle TTPOABUHYJIACh B 3TOM BO-
nmpoce. B cBsI3u ¢ TeM, YTO TPOMUUECKUE COCYTUCTHIE
SMUGUTEL MOPDOTOTUYECKU TOBOJILHO CBOEOOpa3-
HBI, 11X e1ie B XIX B. MeITAINCh K1acCuUIIMPOBATH B
COOTBETCTBUM C 3Kojiorveii um OGuomopdosorueit
(Schimper, 1888). OnucaHHbIe B 3TOM pabOTe TUIIHLI
SN GUTOB (MPOTOIMUMUTHI, THE3AOBBIE U CKOOOU-
Hble 3NU(UTHI, pe3epByapHbIe SMUMPUTHI, TTOJYIITHU-
¢GuTH) IepexXonmyii U3 CBOOKMU B cBOAKY (Puuapmc,
1961), TaK 1 He TTOJYYUB YETKUX A(PUHULINI C TOUKU
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3peHus1 0oJiee COBPEMEHHBIX B3IVISIIOB Ha 3KOMOP-
donoruo U 3K0pU3MNOJIOTHIO pacTeHuii. B ocHOB-
HOM MpoOieMa 3Toi Kiaccudukanuu OOHaXKAeTCs
IIpd MPOBEASHUU TPaHUIILI MEXIY SIU(PUTAMU U
onomMopdaM Ha3eMHBIX Y BOMHBIX PACTCHUIA.

IlepBoii cepbe3HOI MOMBITKOI BITMCATH SMTUMUTHI
B 6M1OMOP}hOJIOTrNYECK1t KOHTEKCT Ha COBPEMEHHOM
YPOBHE CJieyeT, MO-BUAMMOMY, CYUUTATh BhIIIEYIO-
MsIHYTOIO Kilaccudukauuio Paynkuepa (Raunkiaer,
1934). OnHako HEBO3MOXHO M30eXaTb HEKOTOPOit
KypbE3HOCTH, MPUMEHSISI B OTHOILIEHUU STMU(PUTOB
METOJIMKU, OCHOBAaHHbBIC Ha y4eTe HEOOJIbIIIOTO YMC-
Jia mpu3HakoB. Tak, HalpuMep, COrJIaCHO OOILIEeTIPU-
HSITOMY TIPUHIIUITY BbIIEIEHUS XKU3HEHHBIX (POPM 110
Paynkuepy, anuduThl ciaeayeT oTHECTH K (haHEpo-
¢uram. OtHeceHue K daHepoduTaM 3OUGUTHBIX
TpaB — JIOBOJIbLHO TMapagoKcajlibHasi, HO BIIOJIHE
ornpaBaaHHas Mepa. I[ToCKOJBbKY aBTOp KOHLEIIUN
KOHKPETHO He TOSICHW, 4To ¢haHepodUThl Helpe-
MEHHO JOJIKHBI UTPaTh PoJib Cpeaoodopa3oBaTeseii u
caMU TTIOJHUMATh CBOU MOYKY BO30OOHOBJICHUSI BHICO-
KO HaJl 3eMJieil, Mbl BIIpaBe MPUUYUCIUTH OOJIBIIYIO
JacTh 30MUGPUTOB MMeHHO K ¢aHepodutam. [lpm
5TOM OCHOBaHHBIC Ha paHHUX €BPOIEeiiCKUX Happa-
TUBaX TPaAUILIMOHHBIE B3IJISIIbI POCCUNCKUX MOPDO-
JIOTOB (3aHUMAIOIIMXCS U3YYEHUEM TPaBSIHUCTBIX
pacTeHU yMEpeHHOro KJnuMaTta) Ha cpeaooopasyro-
Y10, 3allIMTHYIO M OMOPHYI (DYHKIIUIO TOPU30H-
TaJIbHO PacmnoJOXEeHHOTo cybcTpaTa, KaKk Ha eIMH-
CTBEHHO BO3MOXHBIII BapuaHT, He pabOTalOT B CIIy-
yae c snuduTaMH, KOTOpble PacTyT B YCJIOBUSIX
HeJoCTaTKa Bjaru, CUJIbHOM COJTHEYHOU pagualuu,
BEPTUKAJIbHBIX OJIMTOTPO(HBIX CYyOCTPaTOB.

ITo HalleMy MHEHUIO, K U3YYEHUIO MOP(DOJIOTUU
TPOIMYECKNX SIU(GUTOB HEOOXOAUMO HOAXOIUTh
IMpe, ONUpasich Ha Oojiee CBOOOOHYIO TPAKTOBKY
cpenoobpa3yolleit poayu KJIMMaTUIEeCKUX 1 31adu-
yeCKMX (paKTOPOB B YCIIOBUSIX TPOITMYECKOTO KIMa-
Ta. IIpobiemMa COOTHOIIEHUS OTEYECTBEHHOIO MOpP-
¢ 0J0rMYecKOro MBILLUICHUS U TIPUHSATOrO B aHTJIO-
SI3BIYHOI JIUTEepaType MOAX01a IIPOUJLIIOCTPUPOBaHA
Ha puc. 2. [1pu popmanbHO-MOpHOITOTUIECKOM MO~
XOJIe OCTaHETCSI OTHECTH BCE TMTAHTCKOE pa3HOOOpa-
3ue 3MUQGUTOB K TpeM—YEeThIpeM MOAESISIM U 3TUM
orpaHnuuTbesl. Ho m B aHIIOS3BIYHON JIUTEpaType
CYIIECTBYeT MHEHUE, UTO OIpeIe/ISIIOIIei XapaKTe-
PUCTUKOM 3TM(UTOB SIBJISIETCS UX 00pa3 XU3HU, U
YTO 3NUMUTHI OOKHBI OBITH OTHECEHBI K Pa3ind-
HBIM >KM3HEHHBIM (opMaMm, Hampumep, KyCTapHU-
KaM, TmaHaMm 1 TpaBaM (Mori et al., 2002). [1ist co-
BPEMEHHOI0 IIparMaTMYHOIO B3IJIsSAa XapaKTepHO
MOHUMaHUe SMUMPUTOB KaK eIMHOTO 3KOJIOTUYECKO-
ro (peHOMEHa, 4TO OTOOpaxKeHO, 110 KpaliHell Mepe, B
BaxkHemmx MoHorpadusax no ux ouonorun (Ben-
zing, 1990; Zotz, 2016).

B xpoHax nmepeBbeB HEM3MEHHBIMU OCTAIOTCS Ta-
Kue OnoMopdoornyeckKrue XapakKTepUCTUKM, KaK
CIIOCO0 BETBJICHMSI, XapaKTep OCHOBHOI ocH (HaIu-
Ne 5
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que WIN OTCYTCTBUE KOPHEBUIIA), HO TIPH 3TOM CTa-
HOBSITCSI TOYTU OECKOHEYHBIMU BapUaHThI UX BUIO-
U3MEHEHUI Ha MyTU afanTUBHOI 3BooLun. Takue
Opu3HakKM, Kak MeTamMopdnl I100eroB (crebneit
W/WJIU JIUCThEeB) U KOPHEil, MOTYT ObITh KaK TOMOJIO-
TMYHBIMU, TaK ¥ aHAJIOTUYHBIMY Y Pa3HBIX TAKCOHO-
MUYECKUX TPYII M OTpaxkaTh OOIIME amanTaluyd K
MOJIyYEHUIO, PAlIMOHAJIBHOMY MCIOJIb30BAHUIO U CO-
XpaHeHUI0 BOAbl. OOGBIYHO ITOCIIETHUIT KpUTEpUiA
paccMaTpUBaIOT KaK 0a30BbIi agallTUBHBINA OTKIMK
pacTeHUsI Ha YCJOBUSI OCBEIIEHHOCTH U YBJIaXKHE-
Hust. [ToaTOMY TPagUIIMOHHO BBIAEISIOT JBA OCHOB-
HBIX DKOJOTMYECKUX THUIIA 3NU(PUTOB: 2eauopumot
(conmHeuyHble 230UGUTBI) U cyuogumsl (TEHEBbBIE
snuduTtel) (Hamp., Pittendrigh, 1948). CormnacHo
npencrabieHussM bensunra (Benzing, 1986a, b),
onpenenspoiuM (GakTOpoM B 3aceliIeHUU IoJiora
nepeBa 3MU(PUTaMU ABJISAETCS CTENEHD NOCTYITHO-
CTU BJIaTV — ITOCTOSTHHAS WJIN BpeMeHHast. MoxaHc-
coH (Johansson, 1975) paccMOTpes1 BO3BMOXKHYIO KOp-
PENSIUAIO MEXOY OBYMSI TPYIIaMU 3KOJOTMYECKUX
daxkTopoB 1 pacnpenencHUeM MUGUTHBIX OpXUIeit
BIOJIb OOJIBIIINX BEeTBeM AepeBa-xo3sinHa. CoriacHo
ero MOJEeJU, B IepBYIO TpyIny ¢GakKTOPOB BXOAST OT-
HOCUTEJIbHAS BJIAXXHOCTh BO3Ayxa, CTPYKTypa U
BJIAXKHOCTb KOpPBI JepeBa, a TaKxKe HaJlmyue Ha Heit
nuraTeabHoro ciost (rymyca). Bo BTopyro rpymmy
$akTOpOB BXOIAT OCBEIIEHHOCTh, TeMITepaTypa BO3-
oyxa u cuia Betpa. 1o HampaBJIeHUIO OT CTBojla K
KOHIIaM BETBEI BIMSIHUE IIEPBOI IPYIIBI (PAaKTOPOB
ocitabeBaeT, a BTOPOIl — YCHJIMBAETCSI, 1 HAOOOPOT.
DTa MoIeb MOKAa3bIBaeT, YTO I'paHUIAa MEXIY pa3-
JIMYHBIMU TpyIIaMu 3MUMUTOB XOTS W BUAHA Ha
MOP(OIOTNIECKOM YPOBHE, HO MOXKET OTCYTCTBO-
BaTh Ha 2KOJIOTMYECKOM (MJIU, O KpaliHeil Mmepe, He
OuYeBUIHA). AKKYMYJIUPOBAHNE U COXpaHEHUE BOIBI
SIBJISTIOTCSI OCHOBHBIMUY a0MOTUYECKUMU (PaKTOpaMU
pocTta 3MM(GUTHBIX BUAOB, B TO BpeMsI KaK HaJIM4ue
3JIEMEHTOB MUHepaibHOTO nuTaHus (DMII) u coin-
HEYHOEe W3JIyUYeHUE OCTalOTCS BTOPOCTEITEHHBIMU
(Zotz et al., 2001; Laube, Zotz, 2003). DTOT BBIBOJ,
MOATBEPXKIAETCS WM UCCIIENOBAHUSIMU, B KOTOPBIX
SMUMUTHI CPAaBHUBAIOTCS HATIPSIMYIO C PACTCHUSIMU,
HE3aBUCUMBIMU OT JIe(OULINTA BJIaTY — MOJIyTlapa3uTa-
MU: TIOKA3aHO, YTO CBET IIPEUMYILIECTBEHHO OIpeIe-
JIIeT pacIpoCTpaHEeHUEe OMeJl, a BIIAXKHOCTb — JITU-
¢dwuros (Taylor, Burns, 2016).

YV OonpmmHCTBA 3MU(MUTOB €CTh amaIllTUBHBIC
CTPYKTYpbI, TaKHe Kak IiceBnoOyaronl (Orchidaceae),
BeJlaMeH BO3IyIIHbIX KopHeli (Orchidaceae, Araceae),
a TakKe TPUXOMBEI TNCTheB (Bromeliaceae), KoTophie
MOMOTalOT MOIJIoaTh U pallMOHAJIBHO HMCIOJIb30-
Bathb Boay (Benzing, Sheemann, 1978). Kpome Toro,
CTeOJIM M CTOJIOHBI MOTYT CTAHOBUTBLCS ITOTOJHU-
TeJIbHBIMU (DOTOCUHTE3UPYIOIIMMU U cOeperarom-
mu Bony opraHamu (Rodrigues et al., 2013).

YuuThIBas BbIIIECKA3aHHOE, MbI IIPUIIJIA K MHE-
HUIO, 4TO 3KOMOpdonorndyeckast KiiacCCupukaius B
MEePBYIO oYepeab TOJKHA OTpaXkaTh UMEHHO Te aJall-
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Puc. 2. OnuH U3 caMbIX M3BECTHBIX “KJIaCCUYECKUX”
sanudutoB Ctaporo Cserta Asplenium nidus. B 3aBucumo-
CTH OT GMOMOPGHOTOTUYECKOTO MOAX0AA 3TO MOXET ObITh
MOHOTOIUAJIbHBIN KOPHEBUILHBII TPaBSIHUCTBI MHOTO-
JIeTHUK (poccuiickasi MopdoJiorndeckasi 1IKoJja), THe3-
noBoit anuduT (“epiphytes with bird-nest”; Zotz, 2016, u
np.), anuduT “mycopHoit Kop3uHbsl” (“trash-basket epi-
phyte”; Benzing, 1990). KOxwnblit BeetHam, H.T1. Bumyn
Hyii-ba.

TUBHBIE OCOOEHHOCTU BETE€TATMBHOTO TeJla pacTe-
HUI1, KOTOpbIE TOMOTAIOT UM TIepeXXnUBaTh Ae(UILIUT
BJard B €CTECTBEHHBLIX MECTOOOMTAHUSIX, a BBIOOP
OCHOBHBIX IPU3HAKOB TS SKOJIOTMYECKOM Kiaccuu-
Kalyy 3MU@GUTOB CKJIOHSIETCS B MOJIb3y Mapbl KCEPO-
(WILHOCTE/TUTPOWILHOCT, a He TIelIno(pUiIb-
HOCTh/cLIMoDMIbHOCTL. KcepodUiIbHOCTE CBsSI3aHA CO
CIMOCOOHOCTBIO PACTeHUM TEepEeHOCUTh aTMOC(hEPHYIO
U CyOCTPATHYIO 3aCyXY, VCITOJIB3YsI OCOOBIN THUIT Me-
tabonuzma (CAM-poTOoCHMHTE3), BUIOU3IMEHEHMUS
noberoB U KOPHEM, CE30HHOE OTMMpPaHUE OPraHOB
BO BpeMs Iepro/ia TIOKOSI, U B KOHEUHOM UTOTE OCBa-
WBaTh OJIMTOTPO(MHBIE MECTOOOMTAHUS B KpOHax
(puc. 1, 3).

Ha cerogHsiiiHuii 1eHb B aHIJIOSI3bIYHOM JIUTEpa-
Type HMEETCS HECKOJIbKO KiaccuUKalMOHHbIX
CXeM 3MUMUTOB, MIPUBEACHHBIX B MOHOrpacduu beH-
suHra (Benzing, 1990), a Takke B Apyrux padorax,
KOTOpbI€ BOLIIW MOYTU O0€3 U3MEHEHUS B OJUH U3
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MOCJIEIHNX KPYITHBIX 0030pOB OMOJOTHH SITM(MUTOB
3orna (Zotz, 2016):
1. I1o oTtHOIIIEHUIO K HOPODUTY (IEPEBY-XO3IMHY):
1. Cny4gaitHble
2. ®akynbTaTUBHBIE
3. O6auraTHBIC SITUMUTHI
4. TTomy>nmmUTHI
4.1. Aymmrtenn
4.2. Hepymmrenn

5. “KoueBrble 103b1” (TOJIBKO KOIIa MOKa3aHo, YTO
OHM HE3aBUCHMBI OT 3¢MJIN)

I1. ITo xapakTepy pocrTa:
1. depeBbs
2. Kycrapaukn
3. TpaBIHUCTBIE paCTEHUS
3.1. KinyoHeBbIe

3.1.1. 3anacaromue, TepeBIHUCTBIC WA Tpa-
BSIHUCTHIC

3.1.2. MupmekodMIbHBIE, B OCHOBHOM Tpa-
BSIHUCTBIE

3.2. CunapHO mMOJI3y4YMe: OEPEBSIHUCTBIC WINA
TPaBSIHUCThIE

3.3. Cnabo nos3y4yre: B OCHOBHOM TPaBSHUCTHIE

3.4. PozeTouHbIe: TPABSIHUCTBIE

3.5. KopHeBoii/MMCTOBOI “KITyOOK”: TpaBSITHUCTBIC

3.6. “I'ne3noBble” 3MUMUTHI: TPABIHUCTHIE
I11. TTo TpeGoBaHMIO K YBAAXKHEHUIO:

1. Ioilikunoruapuyeckue (KOJMYECTBO BOIBI B
TKaHSIX 3aBUCUT OT YPOBHSI BJIaXKHOCTH CPEIbI)

2. 'omoitoruapryeckue (CrIOCOOHBIE MOANEPXKU-
BaTh B TKaHSIX OTHOCUTEJILHO MTOCTOSIHHOE CoAepKa-
HUE BOJIBI)

2.1. T'urpopnte!
2.2. Me3oduTtsr
2.3. Kcepodputsr
2.3.1. 3acyxoyCTOiYnBbIE
2.3.2. “N3beratenun” 3acyxu
2.4. CyKKYJIeHTBI

IV. Ilo Tpe6oBaHmIo K ocBemeHnio (mo: Pittendrigh,
1948):

1. 'ernodmiabHBIE (COTHLETIOOUBBIE)

2. IIpoMmexXyTOUHBIE
3. CunoduiibHbIe (TEHEBBIHOCIUBBIE)

V.1lo T[)Ogl)H‘-IeCKOfI 3aBUCUMOCTH OT g]zopongTa:

1. OTHOCHTENBEHO HE3aBUCHUMBIE OT opoduTa
1.1. ArMocdepHbie S1TUGUTHI
1.2. ObuTaTen TOHKMX BETBEN 1 KOPBI

1.3. Onmudurel, obpaszyoime “rmoaBeIeHHbIE”
TTOYBBI WJIM IIPUBIIEKAIOIINE MypPaBbUHBIC KOJTOHUHT

2. Wcnonw3ylommue ormazn ¢gopoduTra U CTeKalo-
IIIYIO II0 CTBOJIY BOIY

2.1. 'ymycoBbIe 3TN UTHI
2.1.1. Menkue rymycoBbie (hOpMBbI
2.1.2. I'nyboxkue rymycoBbie (DOPMBI
2.2. “CkobouHBbIe” 3MTNPUTHI

Kak BugHo, cymecTByroiue KiaccupuKauy o -
HOG(AKTOPHBI, (PaKTUISCKU IIPEIIOXKEHBI pa3HbIe
KJjlaccudukaluu s pa3Hbeix neneil (Benzing, 1990;
Zotz, 2016), 6Ge3 ITONBITOK CBECTH UX BOeAMHO. BMme-
CTe C TeM JII000e OMOIOTNYeCcKOoe sIBIeHUE o0agaeT
BHYTPEHHUM €IMHCTBOM, M YeM MOAPOOHee KIacCu-
dukanuus oTodpaxaeT pas3IMYHbIE acTIeKThl OMOJIO-
rum, TeM oHa 1osHee. Hanboiiee coBepleHHOI SIBH-
Jlack Obl Mepapxuyeckasi Kjaaccudukalusi, crocoo-
Has oOTpa3uTh KaK B9KOJIOTMYECKUE “BBI3OBBI”,
cTosIMe Iepesn snuduTamMu, Tak 1 9K0(hU310I0r -
yecKue “OTBEThl” Ha 3TU BBI3OBBI, BBIPAKCHHBIC B
KOHKPETHBIX 3KOMOP(OIOrMYeCKMX MOJIEISIX. DTO
3aCTaBWJIO HAC paHee MPEeIIOXUTh TaAKyI0 CUHTETH-
YeCcKylo Kjiaccudukanuio, KoTopasi Obljaa Ipu3BaHa
TUIU3UPOBATH SMMQPUTHI IO 3KOMOPPOIOTNIECKUM
OCOOEHHOCTSIM 1 TPO(UUECKUM CBSI3SIM, 1 BMECTE C
TeM II0Ka3aThb BCE pa3HOOOpa3ue MPUCIIOCOOICHUIA
aMUdUTOB K XKU3HU B KpoHe nepeBa (Ecbkos, 2012,
2018). MBI npyuMeHWIN TPEXyPOBHEBYIO MEPAPXUIO,
pas3aeauB M3HAYAIBLHO Bee SMUMUTHBIE pacTeHUS Ha
TUIIbI 2eAU0pUmMO8 U cyuopumos — ypoBeHb, OTpaxKa-
oI TIepBBIN 0a30BBI “BhIZ0B” sanmdpuTtnimMa. Ko
BTOPOMY YPOBHIO Mbl OTHECJIU TIOATUIIBI, KaK HAaOOP
OCHOBHBIX aJalITUBHBIX CXEM B XOJI¢ 3BOJIOLIMOHHO-
ro OTBETAa HA OCBOCHME KPOH B YCIOBUSIX IMMUATHUPO-
BAaHHOI'O YBJaXHEHUSI W MHUHEPaJbHOTO ITMTAHMSI.
M HakoHell, TpeTbUMM YpPOBHEM KilaccupuKalun
SIBIJINCHh KOHKPETHBIE MOP(MOJIOTNUECKIE CXEMBI pe-

Puc. 3. buomopdosiornueckoe pazHoobpasue snmndUTOB. JIMCTOBBIE CYKKYJIEHTHBIE 3MUMUTHI: @ — HeOOJIbIIIast MOHOITOAV-
anpHas opxunest (pesepsat Janym Bamnu, Cabax, bopHeo), 6 — Bulbophyllum semiteretifolium (cnesa) u B. pinicolum (cripaBa)
(u.1. Bunyn Hyii-ba, BeetHam); arudutHbie tnanst: ¢ — Hoya merrillii (opanxkepest [BC PAH); “armocdepHbie” snubuThr:
e — Tillandsia sp. (Kocra-Puka, c paspemenus O. TrokaeBa), 0 — npopoctku Tillandsia sp., camoceB Ha paduiie (opaHXepeu
I'BC PAH), e — TpuxoMbl Ha TUcTbsix Tillandsia recurvata (opankepeu ' BC PAH); kopHedoTocuHTE3UpYyIolIe 0e3IMCTBEH-
Hble armdursr: ae — Taeniophyllum pusillum (oparnxepeu [BC PAH); “nakumnabie” anudutsl: 3 — Eria spirodela (opanxepeun
I'BC PAH); “ckobounbie” anuduthl: u — Aglaomorpha brooksii (pesepsat Janym Bamiu, Cabax, bopHeo); “THe3moBbie” amu-
¢buthl: kK — Microsorum punctatum (H.1. Kat-TheH, BbeTHaM); KypTuHOOOpasytolue anubuThl: 2 — Pleurothallis sp. (opaHxe-
peu 'BC PAH); cTe6ieBbie Mupmekodutsl: M — Myrmecophila sinuosa, n — Hydnophytum formicarium (a.1. bako, CapaBak,
BopHeo); dakynpraTuBHBIN nony3nudur: o — Medinilla sp. (H.n. Kunabany, Cabax, bopHeo); nonysnudurHas 1uaHa: n —
Freycinetia sp. (H.11. Kunat6any, Cabax, bopHeo); cunodunbHbie anuduThl: p — opxunest Podochilus sp. pacTeT BriepeMexXKy ¢
MOMKWJIOTMAPUYECKHM TTAITOPpOTHUKOM 13 ceM. Hymenophyllaceae (H.1. @y-Kyok, BbeTHaM), ¢ — B TOpHOM MOXOBOM Jiecy
snudutHsle Hymenophyllaceae He Hyxxnatotcst B 3areHeHuu (H.1. Kunabany, Cabax, bopHeo).

XYPHAJI OBIIIEM BUOJIOTUM Tom 82 Ne 5

2021



344

ECBKOB, KOJIOMEMNLIEBA

Tab6auma 1. Knaccudukaimust cocynuctbix anuduTos ¢ mpuMmepamu (11o: Ecbkos, 2012)

DKOJIOTUYECKUI DKODU3NOTOTNIECKUIA DkobuomopdoiornyecKas
TunuuHble MpencTaBUTEIN
TUI MOATHUII Monesb (3koornomopda)
KcepodunbHbie anudUTHI JIucToBbie CyKKyJeHTHBbIe a1~ | Cattleya Lindl. sp. nonn.,
Gurer Vanda Jones ex R.Br. sp. nonn.
(Orchidaceae)
DnudUTHBIC TUaHBI Vanilla Mill. sp. nonn. (Orchida-
ceae),
Hoya R.Br. sp. nonn. (Asclepiad-
aceae)
PenykrokopModuTHBIE Kcepo- | “ATMochepHbIe” 3MUMPUTHI Tillandsia usneoides 1. (Bromeli-
bwibHbIE STTUHUTHT aceae) U MHOXKECTBO JIPYTUX
(penyKTOKOPpMOMUTHI) npeacTraBuTesieii 3TOro poaa
Kopuedorocunresupylomue, Chiloschista Lindl.,
0e3TMCTBEHHbIEC SMTUMUTHI Taeniophyllum Blume
(Orchidaceae)
CrebeBble CYKKYJIeHTHbBIC 31U~ | Rhipsalis Gaertn.
GuUTHI (Cactaceae)
“HakunHbie” anuduTh Drymoda Lindl.,
Eria spirodela Aver. (Orchida-
ceae)
AKKYMYJISITUBHbIE 3TTUDUTHI “Cko00uYHbIe” 3T GUTHI Platycerium Desv. (Polypodia-
ceae),
Bulbophyllum beccarii Rchb.
(Orchidaceae)
I'enuoduTs

“I'me3moBbie” a3nU(PUTHI

Asplenium australasicum Hook.
(Aspleniaceae)

“T'He3moBbIe” AMUMUTHI C OTPU-
LIATEJIbHBIM T€OTPOITU3MOM KOP-
HEel

Cymbidium finlaysonianum Wall.
ex Lindl.,

Catasetum Rich. ex Kunth sp.
nonn. (Orchidaceae)

CrebiieBbie MUPMEKOMIUIIBI

Myrmecodia Jack.
(Rubiaceae),

Lecanopteris Reinw. (Polypodia-
ceae)

JluctBeHHBIE MUPMEKODUITBI

Dischidia R.Br. sp. nonn. (Ascle-
piadaceae)

KyprtuHoo6pasyiomnine s3nuduThl

Bulbophyllum Thouars. sp. nonn.,
Pleurothallis R.Br. (Orchidaceae)

“PesepByapHbie” 30UDUTHI

BoJbIIMHCTBO MpeacTaBUTEICH
ceM. Bromeliaceae Juss.

lloepanuunas gopma

KycrapHukoBble (BILIOTh 10
HeOOJIbIIUX AePEBbEB) MU~
GbuUTHI, C pa3IMYHBIMU KITyOHE-
BbIMU OpraHamu (1 6e3
HUX)**

OnudutHbie Ericaceae, Melas-
tomataceae, Araliaceae.
Bo3MoXHO, Bce M OOJIbIINH-
CTBO SIBJISIIOTCS (DaKyJIbTaTUB-
HBIMU NojiyanuduTamu (Zotz
etal., 2021b)
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DKOJIOTUYECKUIA DKODU3NOTOTNIECKUIA BDkobuomopdoiornyecKas
TunuuHble MpencTaBUTEN
TUI THOATHUII Mozeb (3koormomopda)
Ionysnuduter “Hymmrenn” Ficus L. sp. nonn. (Moraceae)
I'ennoduter [TonysnuduTHbBIE TUaHBI Monstera Adans. sp. nonn.

Philodendron Schott sp. nonn.
(Araceae)

T'omoitorunpuyeckre Me30-
bwibHBIE M TTOTYKCEPODUITb-

“PoseTrounbie” sarm@uUTE***

Vittaria Sm. sp. nonn.
(Vittariaceae)

HBIE STTM(UTHI

CauoduThl

Kyptunoo6pa3syiomue anudurtsl| Barbosella Schitr. sp. nonn.

(Orchidaceae),

Microgramma C.Presl sp. nonn.
(Polypodiaceae)

IMolikuoruapuaecKue SIm-
GUTHI

KypTtunoo6pasytoiye snudutsl| BoablIMHCTBO MpencTaBuTeein

ceM. Hymenophyllaceae Link

IIpumeyanue. sp. nonn. — HEKOTOPbBIE MPEACTABUTENIN Pojia (J1aT.); pOA WK CEMEMCTBO Oe3 yKa3aHUsI BUIOB IaeTCsl B CIyvae MpUuHajI-
JIEXKHOCTU OOJIBIITMHCTBA UX TAKCOHOB K JAaHHOU MOJIE/ N, TIOJTHOE Ha3BaHWE BUJIA JAeTCs B CIydae MPUHAUIEXKHOCTH TOJTBKO eIMHUY-

HBIX MPEICTaBUTEIICH pojia K MOJICJIH.

* CMBICJI Ha3BaHUsI B YIIPOIIEHUU MoGera, pelyKIIUs OMHUX OPTaHOB IMPUBOJIUT K COCPEIOTOYSHUIO Pa3TUUHBIX (DYHKIIMI B APYTUX
(Kak To: BcachlBaHME, (POTOCUHTE3 U 3allacaHue), JaHHBI TEpPMUH HE UMEET aHAJIOTOB B aHTJIOSI3IYHO JIMTEpaType.

** JlaHHasI TpyIIIa BbIAEISICTCSI HAMU B paMKaxX 3TOM CTaThHU IO UTOTaM AMCCKYCCUM, BbUIMBIILIEIics B myOaunKaiuio Zotz et al., 2021b.

** B maHHOM CJIy4ae TEpMUH YIIOTPeOJISIeTCS B UMCTO (DM3MOHOMMYECKOM CMBIC/IE, aHAJIOT TepMHUHA “rosulate epiphytes” mo cyiie-

cTBylonMM Kiaccubukanusm (Benzing, 1990; Zotz, 2016).

ajM3alluy TAKUX afalITUBHBIX CXeM — SKOOMOMOP(dEI
(Tabx. 1, puc. 3).

MHurtepecHa (1 peaka st OoTe4eCTBEHHOM 00TaHU-
K1) KJIaccuuKalys S1M(UTOB, TIPEIIOXKEeHHAST He-
nasHo H.M. [epxaBuHoii (2019). BoineneHHble aB-
TOpoM MOpGhODYHKIIMOHAIBHBIE TUITBI OTOOpaKaIoT
MIPUCIOCOOJIEHUSI COCYOMCTBIX 3MU(PUTOB pa3HBIX
JKM3HEHHBIX (DOPM K YCJIIOBUSIM OOUTAHUS B MOJIOTE
Tponmdyeckoro jeca. B mpenemax MopdodyHKIINO-
HaJIbHBIX TUIIOB ((paKyabTaTUBHbBIC STU(MUTHI, 001~
raTHbIe 3MUMUTHI, TEMUINUMUTHI) BbIIEIECHBI MOP-
¢oiormyeckre rpyniibl ¥ IOATPYIHIBI II0 OCOOEHHO-
CTSIM MMHEpaJbHOIO TMTAaHUSI U BOJOCHAOXEHUS.
OCHOBHBIM HEJIOCTATKOM 3TO# KilaccuduKaluum, 1Mo
HaIlleMy MHEHUIO, SIBJISIETCSI COCPEOOTOUYECHIE Ha T1a-
MOPOTHUKAX (KOTOpPBIE SIBJISIOTCSI MEHBIIMHCTBOM
cpeny STM(UTOB) U HEKOTOPast TEPMHUHOJIOTMYeCcKast
BOJILHOCTb. Tak, aBTOp YIOTpeOJsIeT TepMUH “¢ha-
KyavmamugHsie” STMGUTHL B TOM CMBICIIE, B KOTOPOM
MBI ynoTpeoiasieM “cuuoguavhbie” (“menesbie”) 311~
¢uTHI, a He B 3HAYCHUM CJIyYaliHOro MJIM HeoOs13a-
TeapHOoro 3nnduTn3Ma. Kpome Toro, HEImMOHITHO OT-
HeceHUe K 3nuduTaM mojylapa3uToB U3 ceMeiicTB
Loranthaceae u Viscaceae. 1o HaliMm naHHBIM, Ma-
JIOBEPOSATHO HaJM4We y 3NUMUTOB M OIOCPEIOBaH-
Horo napasutusma yepes rpuosl (Eskov et al., 2020),
TeM 0OoJjiee CTpaHHO paccMaTpuBaTh KJIacCUYECKUE
MoynapasuThl Kak anmudurel. HecMoTtpst Ha To, 4TO
UCTOPUYECKHU TaKOM B3TJISIA MUMeJ MecTo (Hamp., Ben-
zing, 1990; Assede et al., 2012), ceromHsI oH cKopee
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MOXET pacCMaTpUBaThC KaK aHaXpoHu3M (Zotz,
2016).

2. DKOPU3NOJIO0TrA
N MUHEPAJIBHOE ITMTAHUE

2. 1. Accumunayus yeaepooa u eco u30mMonHulil cocmae

M3BecTHO, uyTO MHOTMM Ha3eMHBIM (Bone et al.,
2015) n stmduTHbIM (Silvera et al., 2005, 2009; Qiu
etal., 2015, u np.) opxumesMm, a TakKe 3MUPUTAM
npyrux cemeiictB (Griffiths, Smith, 1983; Winter
et al., 1983; Medina, 1996; Zotz, Ziegler, 1997; Zotz,
2004; 3utTte u ap., 2008; Silvera et al., 2010; Silvera,
Lasso, 2016, u np.) cBoiictBeHeH CAM-¢oTocuHTE3
(crassulacean acid metabolism — KUCJIOTHBII# MeTa-
0O0JIM3M TOJICTSIHKOBBIX). B 9BOIIOLIMOHHOM CMBICTIE
CAM gBuicsl o4YeHb YOOOHBIM MEXaHU3MOM JIJIsI
S1MGUTOB Ha MyTU KcepoMmopdo3a ST OCBOCHUS
HanboJIee 3KCTPEeMaJIbHbIX MECTOOOUTaHUIA.

PasHuiia M30TOIMHOrO cocTaBa yriepoaa MEXIy
C;-pacTeHusiMU (K KOTOPBIM MpUHAMLJIEXAT MHOXE-
CTBO XOPOIIIO 3HAKOMBIX HaM O0peaibHbIX pACTEHUIA)
u C,- wiu CAM-pacteHusiMu cyiiectBeHHa (Martin
et al., 1990, 1992; Diels et al., 2004) u MOXeT OTJIM-
yaTbest Ha 10%o0 u 6oiee (Tuyros, 2007). Teopetnde-
CKU MaKCUMAJIbHBIN Mokaszaresb 0°C (1osist OTKIoHE-
HUS OT cTaHgapTta coctasirstioniero 0) y CAM-pac-
teuuii 12%o0 (3urre wu gp., 2007). Hwuskasg
nuckpuMmuHanus C y CAM-pacTeHunii cBsizaHa ¢
CUJIBHBIM CYyXEHHEM YCTBbHUII BO BpeMsI YCBOCHMSI
CO, (3utte u ap., 2007) — MexaHU3M, IPETISATCTBY -
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0L otepsaM Boabl. Takum o6pasom, 63C cayxur
OYEHB XOPOIIUM Y TOYHBIM MAapKEePOM TOTO UJIM MHO-
ro Nyt (poTOoCHHTE3a B MCCICAyeMOM MaTepuale
(3urre u ap., 2007; Tuynos, 2007).

IMpssmast cBSA3b CYKEHUST YCTHUII U CHUXKCHHOI
auckpuMuHanyuu BC roBoput o TOM, YTO pacTeHus,
MIPOSIBJISIIONINE 3TOT 3(PPEKT, HAXOISATCS B YCIOBUSIX
octporo aedunuta Biaaru (3urre u ap., 2007). s
SMUMUTOB 3TO ITOJKHBI OBITh TaK Ha3bIBaEMbIE IIT1-
(UTBI KpOH WU TeInoGWIbHBIC STTU(UTHI, HAXOHSI-
IIMecs B TeX YacTsIX KpoH (GopodUTOB, KOTOPBIE UC-
MBITBIBAIOT PETYJSIPHbIE CYIIECTBEHHBIE CYTOUYHBIE
nepenansl BraxkHocty (Johansson, 1974, 1975, 1978;
Sugden, 1981; Benzing, 1981, 1986a, b, 1987; Jacome
et al., 2004, u np.). 1 B camom gese, most SupUTOB
¢ CAM pacreT cHM3Y BBepX 1o BbIcOTe nepena (Silvera,
Lasso, 2016) 1 yMeHBIIIaeTCsI 10 Mepe MPOABUKEHUS
B ropsl (Hietz et al., 1999).

Bonpoc cBsizsu CAM-doTocuHTE3a ¢ 9KOJI0oTrnde-
CKOM MJIACTUYHOCTBIO B IIOTPAHWYHBIX YCIIOBMSIX
(HampuMep, IpH 3aTCHEHNN ) MaJIO U3yYeH Y I~
ToB. Jeaununudpukauus (Ipolecc BBICBOOOXICHUS
CO, U3 I67104HOM KHUCIOThI) 3aBUCUT OT OOTyUEHUs,
NAJIbHUI KpacHBI CBET 3TOT NPOLIECC CTUMYJIMPYET
(Barrow et al., 1982). M3yuyeHue BIUSHUS KpaTKO-
CPOYHOTO U JOJTOCPOYHOTO BIMSIHUS 3aTCHEHMS Ha
anuduTHoe 6poMenuBoe (Adechmea) c CAM mokasa-
JIO TIpY KPaTKOCPOYHOM OTpaHMYCHUH CBETa HEIIPU-
CITOCOOJICHHOCTD (TMOENIb XJIOPEHXUMBI, U3MEHEHUE
colepxaHusl sI0JI0UHOI KUCJIOThI, b6anaHca CO,), a
IIPU TOJITOCPOYHOM — O0Jiee YCIEITHYIO IIPUCIOCO0-
nsiemocTth (Ceusters et al., 2011).

Mopenb pacopenelieHUsI Tuna (pOoTOCUHTE3a
BHYTPH TPYIIIBI C OOJIBIION M0JIei STIM(UTOB XOPO-
IO M3ydyeHa Ha OpoMenueBbIX. [ ompeneseHus
CAM- u C;-dortocrHTe3a ObUI caesaH U30TOIHBII
aHaIM3 yriepoaa B TKaHaX 1893 BumoB 6poMeTneBhIX
(57% ot ob1iiero yuciaa BugoB) U3 57 ponos. Y 1074
Bu0B (57 %) 3nadenue 83C tunuunoe mist Cs-poTo-
cuHTe3a (mHeBHas pukcanus C), Torna Kak'y 819 Bu-
noB (43%) noka3zaHa HoYyHas (puUKcalus yriepoaa 1
CAM-dortocuHTe3. [To BBICOTHOMY paclpenejieHuIo
HauboJibliee ynuciao C;-6pomMenunii OblJIO OOHapyxe-
HOo Ha cpenHeii BeicoTe oT 500 mo 1500 M Hanm yp. M.,
TOTna Kak yactora BcrpedaeMoctTu CAM-BUIOB MO-
HOTOHHO YMeEHbIIIajJaCh C YBEJIWYEHUEM BbICOTHI
(Crayn et al., 2004, 2015).

OO0cyxXmaeTcsl TakKe OOJMratrHelii M (hakysbTa-
TuBHBINA XapakTep CAM y 3nuduUTOB U €ro CBSI3b C
KU3HEHHBIMU (popMaMU 1 MeCTOOONTaHWEM. Bumbl
¢ oouratHbiM CAM umenu 3HadyeHue 10—20%o, 00-
auratHeiM C; — 23—35%0 8"C. Haubonee kcepo-
¢duTHBIe BUIBI (aTMOChEpHBIE OpOMEIMEBbIE) BCE
nMmenn CAM-¢poTocuHTe3 1 Ipou3pacTain B Oonee
CYyXUX YCJIOBMSIX, pe3epByapHble OpOMETUM WMENHN
IIIPOKOE TeorpaduvecKoe paclpocTpaHeHUe, OHH
BKJItouanu ¢akyiabratuBHble C;-BUlbl U (haKynabTa-
TuBHbIe CAM. TeHeBbIHOCIUBBIE OPOMEIUU, PACTY-
TIIe TIPU BBICOKOU BIIAXXKHOCTH BO31yxa, Bce Obiu Csy
(Griffiths, Smith, 1983). ¥V opxumeii Ha mpumepe

JKYPHAJI OBLIEN BUOJIOTUU

18 sMPUTHBIX, TUTOMUTHBIX M Ha3eMHBIX BHUIOB
p. Cymbidium OblTu OOHapyXeHbI TPU KaTEropuu
(GOTOCHMHTETUYECKOM aKTUBHOCTU: cuiibHbIE CAM,
cnabbiit CAM u C;. CAM oOHapyXeH y 3nu(GUTHBIX
U JTUTOMDUTHBIX BUAOB, Y HA3eMHBIX BUIOB — BCeTaa
C;, HE3aBMCUMO OT UX MECTOOOUTAHUIi. ABTODHI Ae-
JIaloT BBIBOM, 4TO cinadeiit CAM — HaciaenoBaHHBIN
MpU3HAK y UTMMOUIUYMOB, a cuibHblii CAM u C; no-
SIBWINCH IIOCJIEIOBATEIbHO B XO/IE€ SBOIOLIMH pomaa
(Motomura et al., 2008).

CAM He Bcerna sIBIsieTCS HEOOXOIUMBIM YCIIOBU -
eM JIJISI OCBOCHMUS 3NU(PUTHBIX MecTooOuTaHuii. On-
HO U3 TJIaBHBIX CEMEMCTB audUTOB (Araceae) uMeeT
enmHCTBeHHBIM B ¢ CAM 1 TO cpenm Ha3eMHBIX
npencraButesieit (Zamioculcas zamiifolia) (Holtum
etal., 2007). I'eneruueckue npuunHel CAM wmajo
MOHSITHBI, BO MHOT'OM OHU OCTAIOTCS “depHBIM SIIIIU -
kom” (Liittge, 1989). Takum obpa3om, HE U3BECTHO
rmoyeMy, HaIllpuMep, Y TPYMITbl GJIU3KOPOICTBEHHBIX
BUJIOB, Cpely KOTOpPOil mpeBaiupyoT C;-pacTeHusl,
BcTpevatoTcst Bugbl ¢ CAM (Tsen, Holtum, 2012). He
BCErlia OYeBUIHBI M 3KOJIOTUUECKHE TIPUIMHBI 3TOTO
(Silvera et al., 2010). CAM MoXeT nepekIirouaThcst Ha
C,; BHYTpM onHOro Bujaa snudurta, Hocd dakyibTa-
TUBHBIN XapaKTep, B 3aBUCUMOCTHU OT YCJIOBUIA TIPO-
uspactanuii (Qiu et al., 2015). I1Tpu atom CAM u C,
HE COBMECTHUMBI M He MMCIOT B3aMMHBIX IT€PEeX0I0B
(Sage, 2002). XoTs1 UMEIOTCS €IWHUYHBIC TAaHHBIC,
YTO 3TO HE TaK M BO3MOXeH (akymbratnBHEIT CAM
y C,-pacrenuii (Winter, Holtum, 2017).

WHTpUryonmmM MOMEHTOM SBIISIETCS HEIAaBHO
OOHapy:XKeHHOE pa3Idre TUIIOB (OTOCHHTE3a y pa3-
HBIX BereTaTUBHBIX OpraHoB 3nuduToB. Tak, moka-
3aHo, uTo y Cattleya walkeriana B COYHBIX, CYKKY-
JICHTHBIX TUCThsIX UMeeTcst CAM, a B KOpHSIX 1 TICEB-
nooynpbax — HeT; Oncidium ke copta “Aloha”,
o0JIagaronii TOHKUMHU JMCcThbsimMu, nmen CAM B
KOpHSIX M TIceBAOOyJbOax, HO He B JUCTbsix (Ro-
drigues et al., 2013). 3T0 TOBOPUT O TOM, UTO pa3HEIC
BeTreTaTUBHbIC OpraHbl 3MU(UTa CAMOIOCTATOYHBI B
ropasno OOJIbIIIeil CTeIIEH!, YeM Y Ha3eMHOTI'O pacTe-
HUSI, OpraHbl KOTOPOIO CTPOro (pyHKIMOHAJILHBI U
COOTBETCTBEHHO B3auMOCBS3aHbl. MOYHKIIMOHAJIb-
Hasl OTuBepcUUKALIMSI OPraHOB y 3MOU(UTOB BO3-
MOXHO SIBJISIETCSI IPUYUHON PEAYKLIMU HEKOTOPBIX
W3 HUX B IIpoliecce 3Bomonny. OHa 3aX0auT HaMHO-
ro Jajbllie, YeM Y Ha3eMHBIX CYKKYJIEHTOB, HaIlpu-
Mep, KaKTyCOB WM MoJiodaeB. Tak, 3koonoMopdo-
JIOTUYECKHUU TUTI SITM(PUTHBIX OpXUACH, MMEHYEMBIiA
B aHIVIOSI3LIYHOM JIUTEpaType “shootless” , IMeeT I10JI-
HOCTBIO peAyIUPOBaHHBIE JIUCThS, IIPEBPATUBIINECS
B KaTauabl U CeNsTYMi YIUIOLIEHHbIN mooder. Ta-
KM 00pa3oM, Bce (POTOCHMHTETUYECKME (DYHKIINU
GepyT Ha cebs Bo3myliHbie KopHU (Benzing, 1996).
OT1u GhoToCUHTE3UPYIOIIEe KOPHU (pUC. 3o1c), SIBIISI-
IOIIMECs eOIMHCTBEHHBIM “3€JICHBIM~ OPraHOM (XOTSI
Ha BUJ OHU U HE BBITJISIST TaK) y shootless, TakKe UC-
MOJIB3YIOT TUII (DOTOCHHTE3A, SIBJISIOIIETOCs BapruaH-
ToM CAM, HECMOTpPS HAa OTCYTCTBUE YCTBUYHOTO all-
mapata (Cockburn et al., 1985; Winter et al., 1985).
Takue KopHM OoJiee YCIIEIITHO COITPOTUBIISIIOTCS BBI-
Ne 5
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CBIXaHUIO P 00Jiee TOHKOM (B ABE KJIETKU TOJII-
Hoii) BenaMmeHe (Benzing et al., 1983). Tonkuii Bena-
MEH SIBIIIETCS, IO-BUIMMOMY, HEOOXOIUMBIM YCIIO-
BHUEM Ta3000MeHa Mpr POTOCUHTE3€ B KOPHSIX.

2.2. Pocm

OO61masg cBsI3b MPOIIECCOB pocTa M (POTOCHMHTE3a
pacTeHuil SBisieTCsl OMHOU M3 (yHIaMEHTaIbHbIX
mpobjeM coBpeMeHHol Owuonorum (3uTTe M IOp.,
2007). PocT ¢ 3KOJIOTMYECKOM TOYKU 3PEHUSI — ITO
MPoLeCC MHBECTUIIMM U Mepepaciipee/ieHUs acCu-
MugTOB. Tak, MoKa3aHo, YTO cyxas Macca KOpHei u
JIMCTBhEB C BO3PACTOM IaaaeT y anuGUTHOI opxuaeu
Dimerandra emarginata, a macca crebieii (BUIou3-
MEHHBIX B TICeBIOOYIBOBI) pacTeT (Zotz, 1998; Zotz
et al., 2001), 9To TOBOPUT 00 SKOJIOTUIECKOM CTpaTe-
MY WHBECTUPOBAHUS B 3aracatoliue opranbl. Kpo-
Me TOr0, KOHIIEHTpallMU a30Ta B CyXOli Macce HUXKe y
Snu(UTOB, YeM Yy Ha3eMHbIX pacteHuit (Schulze
et al., 1994; Roderick et al., 2000). DTo, omHaKoO, HE
00s13aTeIbHO  SIBJISIETCSI TIPU3HAKOM HeIocTaTKa
OMII, a MOXKET OBITh CBUAETEILCTBOM MHOI MOJEIU
a30THOIO MUTaHUS y 3MUGUTOB, CBSI3aHHOW C Mel-
JIEHHBIM pocToM (Stuntz, Zotz, 2001). Takum obpa-
30M, M3 BCETO BBIIIEU3JIOKEHHOTO CTAHOBUTCS T0O-
HSITHO, YTO POCT 3NUMUTOB JOJKEH UMETD PSil OCO-
OCHHOCTEH, CBSI3aHHBIX CO CIEUUM(MUKONA UX
9KO(U3UOIOTUN.

MBI N3y4MJIM POCT BO3MYIIHBIX KOpHeit 20 BUIOB
AMUGUTOB U MOTYy3NUDPUTOB ex sifu U3 8§ ceMeilcTB
(Orchidaceae, Bromeliaceae, Araceae, Cactaceae,
Moraceae, Rubiaceae, Asclepiadaceae, Zingiberaceae)
(EcpkoB, 2018). bruio moka3aHo cieaylolee:

1) y BO3OYNIIHBIX KOPHEM IIBETKOBBIX 3MU(MUTOB
BMECTO YETKO BBIPAXECHHOM allMKaAJIbHONH MEpHUCTE-
MBI BbIsSIBJIEHA €MHAasl 30Ha pOCTa, KOTOpasi XapakTe-
pU3yeTCs OTCYTCTBUEM Y MEPUCTEMBI SIBHOI IpaHU-
1bI ¥ TIPOJOIXKAIOIIUMUCSI MUTOTUUECKUMU AeJIeHU-
SIMUA B 30HaX KOPOBOIi MTapeHXMMBbl U PU30IEPMbl Ha
MPOTSKCHUM 3HAYWUTEILHON YacTu 30HBI pacTsikKe-
Hus (puc. 4), IIMHA 30HBI PACTSKEHUS IIPSIMO IIPO-
MOPLUMOHATIbHA CKOPOCTU POCTA;

2) CKOpPOCTh pOCTa BO3AYLIHOTO KOPHSI, €ro JJIMHa
M TOJILLIMHA KOPPEJUPYIOT CO CAEAYIOIIUMU (DYHKITU-
OHaJIbHBIMU TapaMeTpaMMu LIBETKOBBIX 3MNUMUTOB:
MOJIOXKUTEJIBHO — C YAEJIbHOI JIUCTOBOI MOBEPXHO-
CThIO XUBBIX JJUCTbEB, OTPULIATEJIBHO — C yIIeJIbHOM
JIJIMHO# KOpHEM, colep:KaHUeM U U30TOIMHBIM COCTa-
BOM a30Ta U yIiaepoaa B JUCTbIX U KOPHSIX.

DTO CBHACTEIBCTBYET O TOM, UYTO 3MHUQPUTHI C
CAM (muarHoCTUPYEMBIM MOBBIIIEHHBIM COJEpXKa-
HueM BC) MMeT HU3KYIO MTOTPEOHOCTh B a30Te€ U
MmemneHHee pacTyT (EcbkoB, 2018).

2.3. Ilodeewennwvie nousst u cumobuomuveckue césa3u

2.3.1. YTo Takoe moaBelIeHHbIE MOYBBI? DBOJIIO-
L1 21U GUTOB 11Ia HE TOJILKO B HaIIpaBJIeHUM CTPO-
roro xcepomopdosa, BO3MOXHA U aJlbTepHATHUBHAS
cTpaTerus, Koraa anu@uT BEICTYIAeT KaK CBOETO pO-
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Ia saugukaTop B KpoHax Jjieca. B pamMkax peanmsa-
IIMM 3TOM CTPATErMM BOKPYI KOPHEBOM CUCTEMBI
SMM(GUTOB 00pa3yIOTCSI OCOOBIE ITOYBONOAOOHEIC
cyocTpaThl — nodeeuientsvie TouBbl. OOpa3oBaHMe Ta-
KMX TIOABEIICHHBIX MOYB MOTUMHSIETCS HECKOJIBLKO
WHBIM 3aKOHOMEPHOCTSIM, 4YeM MpPOLECCHl “HOp-
MaJbHOTO” TIOYBOOOpPa30BaHMUSI B TPOIMMYECKUX
yciioBusx. IlogBenreHHbIE IIOYBBI OTHOCSTCS K KaTe-
TOPUM OPTraHWYECKUX ITOYB WJIU ITOYBOIIOTOOHBIX 00-
pa3oBaHUil, XOTSI UM He yIeJISIeTCs JOJDKHOTO BHU-
MaHM1S HU B OgHOM Kiaccudukanum mouys Poccnm n
Mupa.

HenoolieHeHa poJsib MoABEIEHHBIX TTOYB B KPYTO-
BOPOTE OPTaHNMYECKUX BEIIECCTB M OMOMUIIBLHBIX DJIe-
MEHTOB. /1JIsI HEKOTOPBIX MOYB, B YACTHOCTH OpPraHO-
reHHbIx, F0.C. TomyenpHukoB (1985) BBEn TepMuH
“BBIPOXAEHHOE MTOYBOOOPa3oBaHUe” , TIPU KOTOPOM,
B YaCTHOCTH, HEIPOMOPLIMOHAIBHO YyMEHbIIAeTCs
pOJIb TOTO WJIW MHOTO (paKTopa MOYBOOOpPA30OBaAHMS
(B JaHHOM cJlyyae MoyBooOpasympliieii Mopoibl), YTO
KUCKJIIOYaeT BO3MOXHOCTb MX (DYHKIIMOHWUPOBAHUS
Kak MoyB B skocucteMme. K MmomoOHbIM (yHKIIMO-
HaJIbHO TTOYBOITOJOOHBIM TeJIaM OTHOCST U 300T€H-
HbIE TIOYBBI, BCcE OoJiee aKTUBHO M3y4yaeMble B IO-
cienHee BpeMsi (AbakymoB, 2014). OnHaKO UMEIOTCS
JIMIIb €AMHUYHBIE pabOThl, BOCIPUHUMAIOIINE 300-
TeHHbIE TTOUBBI KaK (PYyHKIIMOHAIBHBIN OJIOK BKOCHU-
creM (Harp., Frouz, Jilkov4, 2008). CymiecTByeT Tak-
K€ TIOHSITHE O TTOYBE KaK JIEMEHTE “2KOCUCTEMBI O -
Horo pacteHus” (YeptoB, 1983), HO COOCTBEHHO
MOJIBEIIIEHHbIE MTOYBbI, COMPOBOXAAIOIINE SNUDUT-
HYIO KOJIOHU3ALIMIO B TPOMMKAaX, OCTAIOTCSI MaJIOU3Y-
YEHHBIMMU.

INonserieHHBIE TOYBBI OTIPEAEIISIIOTCST KaK Opra-
HUYECKHE CyOCTpaThl M pACTUTEIbHBIC OCTATKH, 3a-
IepkaHHBIe B SMMMUTHBIX COOOINECTBAaX, KOTOPHIE
HE MPOLLIM TOJHYIO CTaAuio AETPUTH3ALMU U HeE
MIpeBpPaTUJINCh B TyMyC Ha3eMHBIX TOYB (Shaw, 2013).
Hetputusanus SIBIsIeTCs] OMHUM M3 BaXKHBIX TIPOLIEC-
COB (PYHKIITMOHMPOBAHUS JIECCHBIX 9KOCUCTEM, 0Oec-
TTeYMBAIOIINM KPYTOBOPOT BetrecTB. CKOpOCTh pasiio-
JKeHUsI OpraHMYECKUX BEIIECTB YaCTO HAXOAUTCS B 3a-
BHICUMOCTH OT KJIMMaTUIECKUX YCIIOBUI (TeMIIepaTyphl
n konmuyectBa ocangkoB) (Trofymow, Moore, 2002),
OGMOJIOTMYECKOM TOCTYITHOCTH pa3jiaralolerocst MaTe-
pHajga M cocTaBa COOOIIECTB pemyleHTOB. JlaHHBII
MpolecC HAaYMHAETCsI CO CTapeHUs JIUCThEB, JIMCTO-
mama M OCaXIeHWs oltama B JIECHON TOICTHIIKE
(Hempfling et al., 1991). OgHako eciu 3Ta mocJjeno-
BaTeJIbHOCTh HapyIIaeTcsl, OpraHMIeCKOe BEIIeCTBO
He TIoNamaeT B MOICTWIKY cpasy, a HaKaIlJIuBaeTCs
Ha TIOBEPXHOCTH TIpenaTcTBUil. Takne mMoIBbI MOTYT
IOJITOe BpeMsI CYIIECTBOBAaTh B (DOpMe HepasTOKIB-
ILIeTOCSI OpraHUYECKOIo BEIlIeCTBA, YAePXX1MBAeMOIo B
KpPOHAaX pa3TMIHBIMU BUIAMU STTH(HUTOB.

INonBelreHHBIE IIOYBHI B JIECHOM I10J10I'€ UCIIBIThI-
BaloT OOJIbIINE TTEpPeTaabl TEMITEPaTyp 1 BIaXKHOCTH,
yeM B JiecHoi moactuike (Bohlman et al., 1995), u
CKOPOCTb Pa3JIOXeHUsI OPraHUYECKOro BeIlleCTBa B
I1OJIOTE IO CPAaBHEHUIO C IOACTHIKOM MOXKET OBITh
nHoit (Lindo, Winchester, 2006, 2007). Tak, o aHa-
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Puc. 4. PazHuia B opraHu3alnu MpoleccoB pocTa MOA3eMHBIX KOpHei (Ha npuMmepe Arabidopsis) N BO3AYIIHBIX KOPHE 31K~
buToB 1 nosryanudutoB (Ha mpuMmepe Monstera). IlonzeMHbIi KOpeHB (@) 0OBIYHO OTHOCUTEILHO TOHKMH (X1 MM), MMeeT X0-
pOLIO Pa3BUTHIN KOPHEBOI YEXJIMK M YE€TKO JIOKAJIU30BaHHbBIE 30HbI MEPUCTEMBI, YIJIMHEHUS U AuddepeHaium, 4to gua-
THOCTHPYETCSI 110 MOSIBJICHUIO KOPHEBBIX BOJOCKOB; CPEIHSISI JUTMHA KJIETKU 9KCITOHEHIIMAIbHO YBEJIMYMBAETCS Ha TPaHUIIE
MEpPUCTEMBI U 30HBI pacTsikeHus (6), JJIMHA KJIETOK pU301epPMBbI O0JIbliIe, YeM ITMHA KJIIETOK KOPbI; 8 — MEPUCTEMA 3aKPBITOTO
THIIA. Y BO3AYIIHOTO KOPHS (2), KOTOPbIA HAMHOTO TOJIIIE MOA3EMHOr0 KOPHS (21 MM), peayLiMpOBaHHbII KOPHEBOI YEXJIMK,
MepucTeMa U 30Ha PaCTSKEHUST CIMBAIOTCS B KOMOMHUPOBAHHYIO 30HY POCTa, KOTOpasi He UMeeT YeTKOUM IpaHUIIbl C 30HOM
nuddepeHUManu, KOpeHb B 30He nuddepeHunanmu (BOJIOCKUA He pa3BUBAIOTCS); CPEAHSIS JUIMHA KJIETKU JIMHEWHO pacTeT
Ha 60J1b110¥ TTo1Ianu (d), B TO BpeMsi KaK POCT MOXKET COMIPOBOXKAATHCS KIIETOYHBIMU AEICHUSIMU, IJIMHA 3aBePIIMBIINX POCT
KJIETOK KOPBI OOJIbIIIe, YeM KJIETOK PU30IEPMBI; € — MEPUCTEMa OTKPBITOTO THUIIA.

JIN3Y Pa3JIOKEHUS IEJUTIOIO3HBIX TUCKOB 9KCITePH-
MEHTaJIbHO OBLI MTOKa3aH 0oJiee MEIICHHBIN pacman
OPraHMYECKOTO BEIEeCTBa B YCIOBUSIX “BO3MYIIHBIX
nouB”, yeM Ha 3emie (Nadkarni, 1986). B monBereH-
HBIX TTIOYBaX MPUCYTCTBYET U MOYBeHHas (hayHa, Ha-
npumep, kiemu (Lindo, Winchester, 2007) 1 Horo-
xBocTtku (Shaw, 2015). IIponecc 3aceneHus1 KpOHBI
JiepeBbeB HeseTalonieit ¢ayHol M3y4eH IUIOXO, HO
MPEATONIOXUTEIBHO BKIIOUAeT B ce0s1 MUTPALIMIO T10
Kope nepena (Shaw, 2015).

KYPHAJI OBIIIEM BUOJIOTUN

Takum 00pa3oM, MOABEIIEHHBIC TIOYBBI SIBJISTFOTCST
MHTEPECHBIM OOBEKTOM M3Yy4EHUSI He TOJILKO M3-3a
HeTpPagUIIMOHHOIO IIpoliecca IOYBOOOpa30BaHUSI,
HO M BCJEACTBME TOTO, YTO IIPEACTABISIIOT COOOIi
BaXXHbIIl (pakTop coxpaHeHUs] OuopaszHooOpas3ust
“sammduTtHOMN (hayHBI”. BumoBoe 00raTCTBO U BUIO-
BOI COCTaB MypaBbeB 3aBUCST OT pa3Mepa SIuduTa u
Hammuus TonBeineHHoi mmouBbl (DaRocha et al.,
2015). OTmeueHo, 4YTO OMoMacca oouTaTesei ImoaBe-
IIeHHBIX 1T0YB B 20 pa3 IpeBHIIIaeT TAKOBYIO B HaM-
OoJjiee obuTaeMoM ImoYBeHHOM ropu3oHTe (Cepreesa
Ne 5
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u 1p., 1989). B HeckobKMX “THe3max” OOHOIO TOJb-
KO Buna Asplenium nidus, COOpaHHBIX U3 TPEX MECTO-
oburanmit Bo BeeTHamMe, HaiineHo 150 BUmoB Gecrio-
3BoHOYHBIX (Cepreesa u ap., 1997).

B xome Hammx ucclienoBaHUil OBLIO BBISIBIEHO,
YTO TNOJBEIICHHbIE ITOYBHI XapaKTEpU3YIOTCS Ma-
JIBIM COAEpKaHMEeM apoMaTUYECKUX COECIUHEHUIA
(Abakumov et al., 2018; Rodina et al., 2020). Co-
IJIACHO TePMOAVMHAMMNYECKOM KOHIEITINY TyMU(U-
kauuu (Schnitzer, 1978), mpoucxoguT TepMoOaUHA-
MUYECKMI OTOOP T'yMMHOBBIX BEILIECTB Ha OCHOBE
0T6Opa YCTOMYMBBLIX apOMAaTUUECKUX KOJIEL, COMpSI-
KEHHBIX ¢ KapOoKcuiiaMu, a aaudaTrudecKasl nepu-
depust He3HAYUTEIBHO YMEHBIIIAETCS 32 CYET MUHE-
pamuzauuu. [ToaydeHHBIC HAMU Pe3yIbTaThl COOTBET-
CTBYIOT HAHHOII KOHLEMLMU: JIOJISI apOMaTHMYECKUX
BEIIECTB B COCTAaBE CTPYKTYPHBIX COCIUHEHUIT TYyMU-
HOBBIX KMCJIOT BBILIE, YeM B BaJJOBOM OPraHUYECKOM
BellecTBe. TakuM 00pa3oM, MOXHO CAelaTh BBIBOI,
YTO B IMOJBEIICHHBIX ITOYBAX MPOMCXOAAT MPOLIECCHI
rymMmudukanyuu. DTo BaxXHOE HAOIoAeHNE, TI0KA3bI-
Balolllee, 4TO, XOTS CYIIeCTBOBAaHME MOABEIICHHO
ITOYBbI JIMMUTUPOBAHO BpEMEHEM KM3HU CaMoro ¢o-
poduTa, 3TO HOYBa B OYKBAJTEHOM CMBICJIE 3TOTO CJIO-
Ba, TAC IMPOMCXOIST MPOLECCh T'yMU(DUKALINU, CXO-
XK€ ¢ HACTOSIIIUMM, Ha3eMHBIMU ITouBaMu (Abaku-
mov et al., 2018; Rodina et al., 2020).

2.3.2. MexaHu3Mbl HAKOILIEHHS NOABEIEHHbBIX I0YB.
Js1 amnduTOB XapaKTepHBI pa3HBIe CITOCOOBI 00pa-
30BaHMs ITTOABEIICHHBIX MOYB. Y psga 3nudUTOB
MMOYBBI (POPMUPYIOTCS TTOA caMOil KypTuHoO. O4eHb
YacTo B KYpTUHE 3MU(pUTA IOCEISIIOTCS MypaBbU, UT-
paloliye BaxKHYIO pOJIb B T€HE3MCe MOIABEIICHHOM
nousbl (DaRocha et al., 2015). B ciy4ae “raesmoBoro”
srmduUTU3Ma ylaBIUBaHUE OMNaga OCYIIECTBISICTCS
BOPOHKOI JINCTHEB, a pa3pacTaHne KOpHel, hopMu-
pylolee BOKPYI KOPHEBO CHUCTEMbBI MOILIHBIA TOY-
BEHHBII1 KOM, BU3YaJIbHO HAIIOMMHAET IITUYbe THE3/IO.

“Cko00YHBIe” 3MUGUTHI UCIIOJb3YIOT TTOXOXUM
MeXaHM3M, 00pasysl ¢ MOMOIIbIO CIIeATN3UPOBAH-
HBIX JINCThEB-CKOOOK BOPOHKM JIsI cOOpa orajga u
noxneBoit Bonbl (Benzing, 1990; Zotz, 2016). Y p. Dry-
naria poiab “CKOOOK” BBITIOJHSIOT CTePWIbHbBIC LIETb-
HbIE JKECTKIE Baiin 0co60it MOP(MOIOrnu, XUBbIE TKA-
HY KOTOPBIX pAHO OTMUPAIOT, HO CAaMU Balivl COXpaHsI-
IOTCS Ha pacTeHWM MHOTHe Toabl. Macca KOpHEBOTO
KoMa y “CKOOOYHBIX” 3MU(PUTOB MEHBIIE, YeM ¥
“rHe3moBbIXx”. Tak, mM3MepeHHass Macca “rHe3ga”
(cybocrpat + KopHU) 111 Asplenium nidus B KOHIIE Cy-
XOoro ce3oHa coctapJsiia 5099 r, a nuctbeB 958 1; mis
“ckobouHoro” snudura Drynaria laurentii ipu 06-
meit Macce 938 r macca KOpHei M MeperHosl COCTaB-
ssa Beero 222 1 (Banbtep, 1968). B 1ieioM raesno-
BbIe 3OU(UTHI CITOCOOHBI HaKaIrmBaTh A0 30—40 kr
OpraHMYeCcKOro cyocTpaTa Ha 9K3eMILISp, a B paMKax
coobmectBa — 1o 277.9 xr/ra (Pocs, 1976). [Nocnen-
HSISI OLIEHKA, CKOpee BCEero, CUIbHO 3aHUKEHA.

B HeHapylieHHOM JIeCy YU CI0 THE3A0BbIX SITU (M-
TOB MOXeT mocturath 600 3K3./ra mpu cpeaHeit Macce
“rae3nma” 3—5 kr (3oHH, JIu Yan-Kseii, 1958). bonb-
IIast Macca MoABEIIEHHBIX TI0OYB OU€Hb CEPhE3HO Me-
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HsIET peXUM BOIOCHAOXKeHUs 31mupuToB. Biaroem-
KOCTh V “THE3I0BBIX” 3MU(PUTOB, B 3aBUCUMOCTU OT
MopdoJIoTHHY U cieun(pUKHA “THE300BOT0” KOMa, KO-
nebsercs ot 45.4 1o 334.9% 1o OTHOLIEHMIO K UX CY-
xoit macce (Pocs, 1976). [laxke B cyXoif CE30H BJIaX-
HOCTh 3MMM@UTHBIX CyOCTpatoB B 2.5 pasa BBIIIE
BJIAXXHOCTU BEepXHEro nmouBeHHoro ropusoHra (Cep-
reeBa u 1p., 1989) n 6;1mska Kk 80%. DTo cBSI3aHO C TTe-
pexBaThIBaHMEM KalleJIbHOI0 KOHIEHCaTa, Ocemalo-
IIET0 HOYBIO B KPOHE U IIPaKTUYECKUA HE JOCTUTAIO-
mrero 3emau (ITandwios, 1961).

B psime ciyyaeB rHe3noBBIe SMMUMPUTHI 00pa3yIoT
crieuMajIbHbIe IPpUAATOYHbIE (M1 OOKOBBIE Y IIpUIA-
TOYHBIX) KOPHU C OTPUILIATEILHBIM T'€OTPOINU3MOM,
BBITTOJIHSIIONIME POJIb “LIETKU”, B KOTOPOIi 3acTpeBa-
eT oman (puc. 5). B aHIIOA3bI9YHOI TUTEpPAType ITU
KOpPHM HMeHyloTcsa “impoundment” “KOpHU-
ymasauBatenn” (Benzing, 1996). Panee st KopHU
OBLIM OTMEYEHBI Y OPXUIHBIX ponoB Catasetum (Ben-
zing, 1996), Ansellia u Graphorkis (Johansson, 1974).
ITo HamuM HaOMIOOMEHUSIM, OHM XapaKTepPHBI TakKXKe
IUJIsL APYTUX poaoB opxuaeii Tpudsl Cymbidieae: Cym-
bidium, Acriopsis, Stanhopea, Gongora, Cycnoches,
Grammatophyllum (Orchidaceae) 1 HEKOTOPBIX IpY-
rux. Cpeau MHBIX CeMeiiCTB OHM €CTh y psiia IIpe-
craBuTenei p. Anthurium (Araceae).

I'He3noBbIe STIM(MUTHI C 3TUMU KOPHSIMU, a TAKXKe
JPYTUMMU MPUCTIOCOOCHUSIMU JIJIST yIep>XKaHUSI BOJIbI
U ornaaa, MOJYYWJIUM B aHIJIOSI3BIYHOU JuTepaType
yCTOWYMBOE HaMMEHOBaHUE “MYCOPHOI KOP3WHBI”
(trash-basket) (Benzing, 1990). Mopdonorust KopHe-
BOI cucTemMbl “THe3nma” y TpeAcTaBUTeNeil NByX pas-
JIMYHBIX CEMENCTB cx0Xa, YTO MO3BOJISIET pacCMaTpu-
BaTb 3TO SIBJEHUE KaK TMpOsIBI€HWE KOHBEPIeHLIWU.
dusuonoruyeckass e MNpUUYMHA OTPULIATEILHOTO
reoTpornu3Ma B JaHHOM cliyyae MajoIoHsTHa. TeMm
He MeHee B JIUTepaType BCTPEYaloTCs JaHHbIE, yKa-
3pIBaloIll€ Ha 3aBUCUMOCTb OOpa3OBaHUSI TaKMX
KOpHeii oT ypoBHs ocBelieHus: (Werckmeister, 1971).
B xome Hamwmx McciienoBaHU Mbl BBISICHWIN, YTO
areoTpOIHbIE  BO3AYIIHbIE KOPHHU-YJIaBIUBATENU
OOBIYHO JIMIIIEHBI MEPUCTEMbI, UMEIOT SIPKO BbIpa-
JKEHHBI NeTepMUHUPOBAHHBI POCT U 00JamaloT
0Cc00011 MexXaHMYECKOIi IIPOYHOCTHIO 32 CUET BUTOU3-
MeHeHMs KieToK ctenu (EcbkoB u ap., 2017). C Tou-
KU 3peHus GYHKIMOHAIBHON POJIM MOXHO CKa3aTh,
YTO JAaHHOE IPUCIIOCOOJIEHUE SIBJISIETCSI TPUMEPOM
aJanTUBHOI 3BOMIOLIMU, O1arogapss KOTOpoii pacTu-
TEeJIbHBIM OpraHU3M B XOAE OHTOreHe3a (popMUpyeT
cpeny, oOJieryaloulyr ero cyliecTBoBaHUe. Takum
00pa3oM, XapakTep pOCTa BO3AYIIHOTO KOPHS Ha-
MPSIMYIO CBSI3aH C ero 3AU(UKaTOPHOUN POJIbIO, €CIn
JUJTSl JAHHOTO BUJa 3nuduTa XapaKTepHO AETOHUPO-
BaHWE OPraHWYECKOTO BeIlleCTBa B BUJE MOABEIICH-
HBIX TTOYB.

2.3.3. Kosonuzanmusa mypaBbsiMu. Psim TakcoHOMM-
YeCKMX TPYIII 3MU(MUTOB SIBJISIETCS BbICOKOCIICIIA-
JIM3UpOBaHHBIMU MuUpMekoduramu (Janzen, 1974;
Davidson, Epstein, 1989; Benzing, 1990; Gibernau
et al., 2007; Zotz, 2016). TakoBbI, HATIpUMeED, TIPE-
crautermu 1onTpmoel Hydnophytinae, cemeiicTBa
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Puc. 5. AreoTportHble KOpHU: a — HeOOJIbIIast KypTUHA OpXuneu Acriopsis indica ¢ XopoIlIo pa3BUTOM “IEeTKOIM” arpaBUOTPOIT-
HbIX KopHeii (H.1. bako, CapaBak, bopHeo), 6 — snudutHas opxunes Grammatophyllum speciosum (opanxepeu 'BC PAH),
6 — apounHbIl STudUT Anthurium crassinervium (opamkepest T bC PAH).

mapeHoBbIe (Rubiaceae), BkiItogaoleii IsITb pOooOB
(Chomicki, Renner, 2017), pacrnpocTpaHEeHHbIX B
IOro-BocrouHoit A3uu u ABcTpanazuu. s 3Tux
pacTeHUit XapaKTepHBI KayIecOoTom0o0HbIE TOMaIINT
(moabple 06pa30BaHUS MUPMEKOMIILHBIX PACTCHUH,
npeaHa3HauYeHHbIC JTs TOCEJIEHUSI MypaBbeB), oOpa-
30BaHHBIC ITyTEM pa3pacTaHUsI TUITOKOTWIISL. DTO SIB-
JIeHVE He CIeIMUIHO W TIPOMCXOIUT BHE 3aBUCH-
MOCTH OT HAJIMYUS WM OTCYTCTBUSI MypaBbUHOM KO-
JoHuzauuu. IlokazaHo, YTo HecneuuUIHOCTh
CUMOM03a C MypPaBBbSIMU SIBJIICTCS JUTSI TPYIIITHI UCXOM-
HOI1, XOTS W yTpauyuBajiach B XOfe 3BOIOLMHU 12 pa3
(Chomicki, Renner, 2017). IIpu 3Tom 13 pa3 BO3HUK-
Ui (BKJIIOYAs CYIIECTBYIOIIUIT) MyTyaJ3M C Mypa-
BBbSIMU OTPAaHUYMBAETCS TIOYTH ITOJTHOCTHIO POIOM
Philidris (Chomicki et al., 2017).

Taxcxke oOUTaTHBIMU MUPMEKOMUTAMHU SIBIISTIOT-
¢ >NU(UTHBIE TATIOPOTHUKU U3 ceMeiicTBa Polypo-
diaceae pomoB Solanopteris (Forel, 1904; Goémez,
1974, 1977), Lecanopteris (Gay, 1991, 1993a, b; Gay,
Hensen, 1992; Haufler et al., 2003) u ogHoro mpen-
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craButenst pona Polypodium (Koptur et al., 1998). Ho-
MallMsIMU B TAaKOM cJlydae ClIy>KaT pacllMpeHHbIE MO~
JIble KOpHEBMIIA, WJIM KIIYOHEIIOgOOHbIE 0Opa30oBa-
HUS KOPHEBOTO MPOMCXOXIEHWsSI. B psme ciydaen
IoMaItieM BBICTYIIaeT, CYAd IT0 BCEMY, caMa KypTH-
Ha, KaK 3To ObLIO MOKa3aHOo sl SMU(UTHOTO Maro-
potHuka Antrophyum lanceolatum (Vittariaceae)
(Watkins et al., 2008).

Bomnpoc, 3aueM UMEHHO HY>XXeH KOHCOPTHU3M C My-
paBbaMu 3nuduTam, ciioxkeH. CoBeplIeHHO OYEeBHI -
HO, 4TO JJISI YaCTU MM (GUTOB BaskHA MUPMEKOXOPHUSI
MPU pacceJeHUU U 3aBOEBAaHUU SMUMPUTHBIX MECTO-
obutaHuii (Janzen, 1974). B psine ciaydyaeB MypaBbU,
oOuTarone B 3nuduTe, MOTyT OBITh HEIUIOXOil 3a-
IIATOM pacTeHWIo. Tak, ecim ST MUPMEKO(DUTOB
Craporo CBeTa 00bIYHBI KOHCOPTHI U3 CPaBHUTEIBHO
0e300uaHbIX npenacraBurencii p. Philidris (Chomicki
et al., 2017), To n1ss AMEpUKHU 9aCTO XapaKTEePHO I10-
ceJieHUe B anuduTax p. Azteca, ApOCTHBIX 3alIMTHU -
KOB pacTteHUsi-xo3siuHa (Gomez, 1974). 1 Tporu-
YyecKMX JIeCOB 0. bopHeo mokazaHoO, 4TO ymajJeHue
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MypaBbeB-KOHCOPTOB Buma Crematogaster difformis
PE3KO YBEJINYMIO MOBPEXIaeMOCTh (puToparaMu He
TOJIBKO 3MUGUTOB, HO U (HOPODUTOB, Ha KOTOPHIX
nocnenHue pactyt (Tanaka et al., 2009).

Ho camas oueBuaHas mpuyrvHa cuM0103a — TPO-
¢duueckas. MypaBbu TPOIMMIECKUX IKOCUCTEM B IIe-
JIOM MOTYT BJIMSITb Ha a30THOE MUTaHUE APEBECHBIX
pacTeHuii, cpeau KoTopbeix oouTtatoT (Pinkalski et al.,
2015). ITomumo “TpamgUIIMOHHBIX” UCTOYHUKOB a30-
Ta, MUPMEKOMIMIbHEIC SIU(UTHEI MOTYT IIOJTy4aTh €ro
U3 IIPOAYKTOB XKU3HEIESATEIbHOCTU MYpPaBbeB. DTO
ObLI0, B YaCTHOCTHU, IOKA3aHO MPUMEHEHUEM Meve-
HOTO a30Ta B IIPOIYKTaX, KOTOPBIMUA KOPMMWJIN Mypa-
BbEB, U KOTOPHIii 1O UCTEUESHU U OTIpee/IEHHOTO Bpe-
MEHHU OKa3bIBaJICsI B MUPMEKO(MUIBHBIX 3MUMUTAX
(Gay, 1993a). [Ina snudurHoro p. Squamellaria (Ru-
biaceae) oTMeUeH ciay4yail “McTUHHOTO (hepMepcTBa”
MypaBbeB. OHM He TOJIBKO 3aIIUIIAIOT X035IMHA, HO 1
OTKJIaJbIBAIOT 3KCKPEMEHThI UCKITFOUNTEILHO Ha BbI-
POCTBI CTEHOK I10JIOCTeI-ToMaIlnii, B KOTOPBIX O0M-
TalOT MypaBbU. DTU BBIPOCTHI O0OJAHAIOT TUIICpAI-
COpPOLIMOHHBIMM CBOMCTBaMU ISl COEAMHEHMIA a30Ta.
Orta amanTaius SBJISIETCS UTOTOM IJIUTEIbHOM COB-
MECTHOU 3BOJIOIMUA MYpaBbeB U 3SMNU(GUTOB
(Chomicki, Renner, 2019). MypaBbu, Kak 1 Tipouue
)KMBOTHBIE, UMEIOT OTJIMYHBINA OT paCTEHUI N30TOII-
HEI1 cocTaB azoTa (Vanderklift, Ponsard, 2003), uto
MO3BOJISIET 3a4aCTyIO TOYHO YCTAHOBUTH (haKT MOy~
YeHUs a30Ta 3MU(PUTOM OT KOHcopTa. Takum obpa-
30M, M3OTOIHBIM COCTaB a30Ta 3MM(UTA OTpaxKaeT
TpodruecKoe BIUSHUE “KMBOTHOTO” KOHCOPTHU3Ma.
Hampumep, 66110 M3ydeHO BIMSHUE JAATYIIKU (Sci-
nax hayii) Ha MUHEpaJIbHOE TUTaHUE TAHKOBOIi OpO-
Menuu Vriesea bituminosa, B KOTOPOW 3Ta JATYIIKA
JITHeM HaxoouT cebe yoexwmie. ITokasaHo, 9To 6po-
MEJIMU C KUBYIIMMHU B HUX JISITYIIIKAMU UMeu Gonee
BBICOKME 3HaueHUs1 "N, ueM 6e3 HUX (B ITOJIEBOM
sKcnepuMeHTe). B yciaoBusIX opaHKepen II0JIydYeHBI
cxonHbIe pe3yabTtaThl (Romero et al., 2010). IToxoxe-
ro 3¢pdeKTa MOXHO OXMAATh U IS MUPMEKO(MUIIb-
HBIX 3ITM(PUTOB, 4YTO M OBLIO TTOKa3aHo Ha Dischidia
major (Asclepiadaceae), y Kotopoii 29% a3ora okaza-
JIoCch “MypaBBMHOTO” mpoucxoxkmeHusi. MHTepecHO
OTMETUTH, YTO 39% yriaepoaa 3To pacTeHUE, JOMAally-
SIMM KOTOPOTO CJIy>KaT CAMHU 3eJICHBIE JIUCThSI, UMEIO-
II1M€ MEIIKOBUIHbIE TTOJIOCTU, TaKXe IIOJIydaeT OT
nbixaHust mypasbeB (Treseder et al., 1995). B xone Ha-
IIMX WMCCISAOBAaHMI MOJYy4YEHBI MaHHBIC, KOTOpPHIC
MO3BOJISIFOT TOBOPUTH O BJIUSIHUM MypaBbUHOM KOJIO-
HU3alMK 31TM(UTOB Ha MUHEPaJIbHOE ITUTAaHUE Aepe-
BbeB-Xx03s1eB (puc. 6). B tanHHOM ciiydae He popodut
yepes onaa (opMUpyeT IOJABEIIEHHYIO ITOUBY, a 3MH-
GUTHBIN KOM, Oylaromapss MypaBbMHOIM KOJIOHM3a-
LU, BIUSIET HA a30THOe nMuTaHue popodura U ero
OpraHMYecKoe BEIIeCTBO, BO MHOIOM 300T€HHOI
npuponsl (EcbkoB u ap., 2017).

2.4. MunepanvHoe numanue 3nugpumoes

2.4.1. 3ameHa (PYHKIHMOHAJIBHOM POJIM KOPHEi B M-
HepPaIbHOM NHTAHWU. MUHepaabHOE TMTaHUE 2TH-
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dUTOB OCTaeTCsT MAaIOMCCIENOBAHHONM 00JIaCThIO
(Clarkson et al., 1986; Benzing, 1990). ®dyHKIIHO-
HaJbHAsg POJIb BO3AYIIHBIX KOPHEl B MUHEPATILHOM
NUTAaHUM SNU(GUTOB OOCYXIaeTcsl M He OYeBHUIHA
(Benzing, Renfrow, 1974; Antibus, Lesica, 1990; Ben-
zing, 1990, 1996; Alien et al., 1993). Han6onee monHo
OCOOCHHOCTM MMHEPaJIbHOIO IHMTaHUSI SMUMUTOB
MU3y4eHbI I TponukoB HoBoro CBeTa, B YaCTHOCTH,
st opoMenneBbIX. [IpsiMoe yyacTue nucTbeB Opome-
JINEBLIX B MUHEPAIbHOM MUTAHUU U TIOTJIOIIEHUU
MOHOB OBUIO TOKa3aHO aBTopaguorpadueii MedeH-
HBIX TPUTUEM aMUHOKMCJIOT Yepe3 JIMCTOBBIC TPUXO-
MBI (Benzing et al., 1976). bpoMmenueBble MOIyJaroT
3JIEeMEHTbl MUHepajibHOro nutaHus (OMII) u3 mo-
KO, TyMaHa, NbIIA, ITyTeM BbIEIaYNBaHUS WU
pasnoxeHus oranga GopoduToB, a TakKKe U3 OCTaT-
KoB XuBOoTHBIX (Benzing, 1990; Bermudes, Benzing,
1991; Romero et al., 2010). Bto mpoucxoaut OJ1aro-
Japsl HAJIMUKMIO y OpoMeIueBbIX 0c000it GuomMopdo-
JIOTMYECKOM MOAEIN: pO3eTOK, WIN “TaHKOB”, B KO-
TOPBIX MPOUCXOAUT AKKyMYJISILIASL BOIBI, OIaaa M,
BO3MOXHO, ITocejieHue XuBOTHBIX (Benzing, 1990,
2000; Romero et al., 2010).

Po3zeTouHbie 6poMennBBIE UMEIOT TOJICTBIE KYTH-
KYJIbl JIUCTHEB, BBICOKUI YCTbUYHbINT KOHTPOJIb, JIO-
KaJIM30BaHbl B BepxHeidl 4yacTu KpPOH M Osaromaps
9TOMY YCIEUIHO IMPOTUBOCTOSIT BBICOKOW CTEIEHU
nHcojssmun 1 BhickixaHmio (Reyes-Garcia et al.,
2008). Bunpl ¢ O0JBIIMME pe3epByapaMi BBIACPKU -
BalOT JUIMTEJIbHbIE MEepUOoIbl 3acyxu. HakoruieHHast
BOJla MOXET BBICOXHYTh 4€pe3 OJHY—/BE Heaelau
(Zotz, Thomas, 1999), u1 mostToMy pe3epByapHbIE
OpoMeJiMeBble TI0JlaraloTcsi Ha CIOCOOHOCTh Mepe-
kmouarbes ¢ Cs;- Ha CAM-doTocuHTe3, 4TOOBI Ne-
peXWUTh 3TU Tlepuonabl HexBaTKW BoAbl (Benzing,
2000). Hannyue DMII, Kkak mmpaBuio, MEHEE BaXKHO,
yeM nocTynHocTh Boabl (Laube, Zotz, 2003), HO MO-
KET ObITh IUMUTUPYIOIIUM (haKTOPOM MPU HATUUUU
BOJIBI.

2.4.2. Ectb 1 Tpocdhuueckas cBsa3b Mex 1y hopodu-
TOM M 3nuduToM? DKCIIEpUMEHTAJIbHbIC JAaHHBIE O
BO3MOXHOI TpoUUECKOI CBI3U Mexny (popoduTa-
MU U 3nr(UTaAMU IPOTUBOPEYMBLI. B TOpHEBIX jecax
OMII meHee mocTynHEI, YeM B Hu3nHax jieca (Grubb,
1977). Onpnako ucciegoBaHust IMII BOoab BHICOT-
Horo rpagueHTa B Kocra-Puke He mokazanu cBs3u
MEXIY XUMU3MOM JIMCTbEB 3IMU(MUTOB U BBICOTOM
IS 110001 13 M3YYEeHHBIX STIM(UTHBIX TPYIII, KOTO-
pble BKJIIOYAJIM ITAaIIOPOTHUKM, OPXUIIEH M OpoMeInn
(Cardelus, Mack, 2010), T.e. He TTOKa3bIBaJIl CBSI3U B
TpodpusMe Mexny snudutamu u dopodpuramu. C
JIIPYroii CTOPOHBI, MHOTOJIETHUE OITBIThI BHECCHUS
MUHEPAJIbHBIX MOAKOPMOK B “31bGpUIICKOM” Jecy
Ilyspro-Puko mokazanu, yro modasieHue DMII B
MOYBY CTUMYJIUpPYeT pocT nepeBbeB (Walker et al.,
1996) n yBenmuuBaeT conepxanue DMII B 1uCTBeH-
HbIX nopoaax (Yang et al., 2007), 4yTo, B CBOIO Oue-
pelnb, HOBIMSIJIO HAa POCT SMU(MUTOB Ha 3TUX Iepe-
BbSIX. DNU(PUTHBIE OpOMETNUH, TIpou3pacTalole Ha
MOAKOPMJICHHBIX JIEPEBbhsIX, YETKO pearupoBayd Ha
DOMII: yBenmueHMEeM TeMIia pocTa, OOpa3OBaHMS
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B, BN@=081)

ITonBeleHHBIE
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Puc. 6. Cxema IBMXKEHUSI DHEPTUM U a30Ta B SNUMUTHOM COOOIIECTBE. YKa3aH XapaKTep BIMSIHUS Pa3IUYHbIX KOMITOHEHTOB
CHCTEeMBbI IPYT Ha JIpyra: cTpesika — BbICOKasl CTeTNieHb KOPPeJIsaliK, 0OpaTHasi CTpeJika — OTpUllaTesIbHas WJIM OYeHb cyiabast
KoppeJsiysi. BUnmHoO, 4To MypaBbU-KOHCOPTHI SMTM(MUTOB 0Ka3bIBAIOT CYIIIECTBEHHOE BIMSIHUE Ha CUCTEMY, BKJII04ast (hopo-

dwurtsl (mo: EcekoB u ap., 2017).

TUI0I0B U MPOIOJIKUTEIbHOCTH XKU3HM (Lasso, Ack-
erman, 2013).

Ot uccnegoBanus (cMm. Takke Benner, Vitousek,
2007; Boelter et al., 2014) npenrmnosaraioT, 4TO 3ITU-
¢GUTH OTpaHMYEHBI B MUHEPAIILHOM IIMTAHUM, 1 UYTO
Mexay popodUTaMH U STTM(PUTAMHU CYIIIECTBYET TPO-
¢duyeckast cBSI3b. DTa CBSI3b MOXKET OBITh OCOOCHHO
aKTyaJbHOU 111 OPOMENMEBBIX, ITOCKOJIBKY MX OMO-
MopoJIs TTIO3BOJISIET YIaBJIMBaTh onaj ¢ (popodura.
OpHako 3MUUTEl C IPYTUMUA MEXaHU3MaMu cOopa
DOMII MoryT OBITH HE CBsI3aHBI ¢ UX aepeBom (Car-
delus, Mack, 2010).

buomMacca annpuToB MOXET OBITH CPaBHMMA C Ta-
KoBoit y nmcTBeHHBIX nepeBbeB (Nadkarni, 1984;
Hofstede et al., 1993), BciencTBue 4ero 30U@UTHI
MOTYT UTPaTh BaXXHYIO poJib B ukjiaax DMII B obmau-
Hbix Jecax (Coxson, Nadkarni, 1995). DTo 6110 N0 -
TBEPXKIEHO B MHOT'OJIETHUX MCCJIEIOBAaHMSX ITOJIOTa
Jeca u skocucteMbl B MoHnTeBepnme, Kocra-Puka
(Nadkarni et al., 2000a, b). ITokazaHo, 4TO 31TU(PUTHI
M COINPOBOXIAIOIIEe MX OTMEpIIee OpPraHMYECKOe
BEIIESCTBO BIMSIIOT Ha UMKl OMII B mecy MoH-
TeBeple 3a cYeT MX BbICOKOiT 6momMacchl (Nadkarni
et al., 2000b), BBICOKOI1 CTTOCOOHOCTH HECOCYIMCTHIX
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3nuhUTOB K MomoleHuo atMochepHoro NO; u

NH; (Clark et al., 1998), Bki1ana 3nudpuToB B 06U
onan (Nadkarni, Matelson, 1992), a Takxxe MeajieH-
HBIC TEMITbI Pa3JIOKEeHUS SMU(UTOB, YIMaBIINX Ha
nouBy (Matelson et al., 1993).

XOTs 3TU UCCAeA0BaHUsI TIOKA3bIBAIOT, YTO SITH-
¢GUTHI BO3IEHCTBYIOT Ha collepXKaHUEe a30Ta B TPOITH -
YyeCKMX OOJIAUHBIX JiecaX, B3aMMOICHCTBUS MEXIY
IWKJIAMU TUTAHWS STTMPUTOB 1 GOPOPUTOB OCTAIOT-
¢ HesicHBIMU. Haim mccnenoBaHus mokasajiu, 4To B
IByX M3 Tpex Mecrtooburanmii KOxHoro BbeTHama
M30TOMHBIN cOCTaB a30Ta 3MUPUTOB U GHOpodUTOB
3HAYMMO CKOPPEIMPOBAH, YTO TOBOPUT O B3aMMHOI
Tpoduyeckoii csa3m (puc. 7) (Eskov et al., 2019).

2.4.3. A30oTHOe nuTaHue 3nuduToB. 3a MocjeIHIe
JIECATUIECTUSI METOIbl M30TONMHOM 3KOJIOTMU CTajlu
BaXKHBIMWU WHCTPYMEHTAMU IJIsI 9KO(PU3UOIOTUU U
n3yyeHus skocucteM (Ehleringer et al., 1993; Hog-
berg, 1997; Griffiths, 1998). Pe3kuii ecTeCTBEeHHBIM
rpagveHT WM30TOITHOTO COCTaBa “XWBOTHOTO” U
“pacTUTETLHOTO” a30Ta MO3BOJISIET ITOHSITH BO3MOXK-
HBIE MYTU €r0 MUTPALIMU B SIU(MUTHOM COOOIIIECTBE
M €ro UCTOYHMKU. B KimaccuyeckoM ucciaeqoBaHUN
Ne 5

TOM 82 2021



COCYIUCTDBIE SITUPUTHI

R2=0.471
P<0.001
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Puc. 7. Koppensiius Mexny 3HaYUeHUsSIMU 8N tunnunbIx anuduToB (rpymnmna 1) u_pacreHuii KpoH (1mosy3nuduThl, Mojyra-
pasuThl), UMEIOLIMX JAOCTYIl K aBTOXTOHHOMY a30Ty (rpymra 2), u 3HadeHusiMu 8 °N (hopoduToB B Tpex M3YUEHHBIX Cpellax

obutanus: bunyn (a), ®y-Kyok (6) nu Kar-TeeH (6). CpenHue HopMaJIM30BaHHbIE IO MMOYBE 3HaUYeHUs A

N (+ 1 SE) nna

rpynti 1 1 2 B Tpex MecTax oOMTaHMs IIpUBEACHBI BHU3Y cripaBa (). Bo Bcex MecTax oOuTaHusI pa3HULIA MEXY CPEIHUMU 3Ha-
yenusmu APN B rpynmnax 1 u 2 6suta gocroBepHoii (P < 0.01, rect HSD) (no: Eskov et al., 2019).

Xaiitca ¢ coaBropamu (Hietz et al., 2002) BoIsicHWIN,
YTO AMUMUTHI HA HEOOJIBIINX BETBAX O€3 MOABEIIIEH-
HOI1 ITOYBBI UMEJIN O0Jiee HU3KHUE KOHIIeHTpauu N B
JINCTBAX U TIOHKEHHBIH 6PN, yeM Ha3eMHBIE pacTe-
HUSI, B CWJIY TOTO, UTO MEPBbIE MOJyYaroT OOIBIIYIO
nojio N HEMOCPEACTBEHHO OT MO (CoaepKalllero
00eMHEeHHBIN TSKEIbIM M30TOIOM a30T). Y anudu-
TOB 06110 MeHbIIe 8N (—3.9 + 2.3%0), ueM y dopo-
duroB (—1.1 £ 1.6%0), a monBelIeHHBIC TIOYBHI TME-
Jm 6onee Huskue 3HadyeHust (0.7 + 1.2%o), yem Ha-
3eMHBIe (3.8 + 0.7%0). ABTOpHI IeafoT BHIBO, YTO
A30THBIM LUKJI, MO-BUAUMOMY, B 3HAUUTEJILHOI CTe-
MEHU OTAEJIEH OT LIMKJIa IepeBa-X03sIMHa.

B nomnosiHeHMe K a30Ty OCaaKOB, pa3jaralpuieincs
OpPraHUKU U DKCKPEMEHTOB XXMBOTHBIX, HEKOTOPHIE
BUIBI 3TIM(PUTOB MOTYT UMETH JOCTYI K aTrMochep-
HoMy N,, GUKCUPOBAHHOMY MUKPOOPTraHW3MaMHu,
Ne 5
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SKMBYIIUMM Ha JTUCThsX (Brighigna et al., 1992), wiu
XKUBYIINX KaK cMMOMOHTHI B KopHsx (Dighe et al.,
1986). IIpsimoii iepeHOC a3oTa, GUKCUPYEMBI CBO-
OOMHOXMBYIIUMHU SMUPUIIAMU — LUAHESIMU, ObLT
oOHapyeH 1jis1 HazeMHoro pacteHus (Bentley, Car-
penter, 1984). 310 Tak:ke MOXKET OBITb BaXXHBIM KC-
TOYHUKOM IS HEKOTOPBIX 3MUGUTOB, PACTYIIUX B
sipycax KpoH, OJIaTONIPUSITHBIX IJIsI OOMTaHUS a30T-
buKcUpyIINX CBOOOTHOXUBYIIIMX U CUMOMOHTHBIX
MaHobakTepuit (Forman, 1975).

B KopHsix 3nu¢UTOB BCTpEUYalrOTCSI MUKOPHU3bI
pa3HBIX TUIOB, BaxHEIe Wi ycBoeHuss DMIT (Ber-
mudes, Benzing, 1989; Janos, 1993). Ctioapt c coaB-
Topamu (Stewart et al., 1995), ocHOBBIBasiCb Ha 3Ha-
yeHuu 8N 1 061LIE KOHLIEHTPALIMU a30Ta, BbIIEIN-
JIW IBE TPYTIIbI AMTUGIUTOB: OAHY — C HU3KUM OOILIUM
a30TOM M HU3KMM cofepxxaHueM SN, npyryio — ¢ 60-
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Jiee BBICOKMM OOLIMM 3HaueHueM azora u 0°N. Dto
TOBOPUT KaK MUHUMYM O JIBYX OCHOBHBIX MCTOYHU-
Kax a30Ta AJisl SITM(PUTOB.

2.4.4. Ocraabnbie D MII u Mukpoajiementnl. Cocy-
IUCTBIe SNUMUTHI HU3MEHHBIX TPOMUYECKUX JIECOB
orpannyeHsl DMII, B ocHoBHOM (hochopom, a nHO-
rma a3oToM, Wi GocdopoM U a30TOM OJTHOBPEMEH-
Ho (Zotz, Richter, 2006; Zotz, Asshoff, 2010; Wanek,
Zotz, 2011). B ropHom Jiecy HaOyrogaeTcsi pe3koe
yBeJIMUeHUE YMCIEHHOCTH W BUAOBOro OOTaTcTBa
anudUTOB MpU BHeceHUU docdopa B TedueHue 15 Jer,
HO 3TOro He HabJromaeTcs NPy BHECEHUHU a30Ta WU
npyrux OMII (Benner, Vitousek, 2007). MccnenoBa-
HUS GPOMETMEBBIX TAKXKE YKA3bIBAIOT HA TUMUTUPY-
oI XapakTep coaepkaHus docdopa s pocTta u
pasButus snuduroB (Zotz, Richter, 2006; Lasso,
Ackerman, 2013). Hakonnenune P, Zn, Al, Fe, Na B
TKaHu JMCTbeB Werauhia sintenissi, pacTylieili Ha
y4yacTKax, YI0OpsIEMBIX PeryasipHoO B TedeHue 10 et
Makpo- u Mukpo-OMII (Lasso, Ackerman, 2013),
MpearojaraeT NoTpebaeHe U XpaHeHUEe HE TOILKO
docdopa, Kak coobImaIochk panee Wi Vriesea san-
guinolenta (Wanek, Zotz, 2011), HO TakXKe U APYyTUX
OMII.

B necax, pactyiiux Ha yJIbTpaOCHOBHBIX OpOAaX
(Hosas KanenoHust), 60raThiX TSIKEJIBIMU MeTajlaa-
MU U MUKPO3JIEMEHTaMU, He HabJIIogaeTcsl HaKoTIe-
Hud ux B anudurtax (Morat et al., 1984). 'opazno 60-
Jiee OYEBUIHO TIOCTYIUIEHME UX U3 aTMocdhephbl BO
Bpems goxneit: K, Ca, Mg, Na mig pe3epByapHBIX
opomenuii (Benzing, 1990), u naxxe yiaBiuBaHue Ta-
KHMX MOHOB, Kak Zn, Pb, Cd, Cu, Ni, Cr, Sn, V, atM0-
chepHbiMu o6pomenusmu (Shacklette, Connor, 1973;
Schrimpff, 1984), yTo MO3BOSIET UCMOIB30BATh UX
KaK MHIMKATOp aTMOC(hEpPHbIX 3arpsiI3HEHUI.

3. IUACITOPOJIOI' YA, CTPYKTYPA
COOBIIECTB U 5KOCUCTEMHAA POJIb

3. 1. Cmpykmypa snugpumuuix coobujecme

CTpyKTypHOCTh STMM(MUTHBIX COOOIIIECTB — 3TO,
MmoXaJyi, repBoe, YTo OpocaeTcsl B Iia3a MpU Ha-
OfoAecHUM SIUAUTOB TPONUYECKUX MECTOOOMTa-
HU, MO3TOMY COBEpIICHHO HEYIWBUTEIBHO, YTO
3TOil TeMe MOCBsIIeHa OOIIMpHAd JIUTepaTypa, TeM
HEe MeHee CTeleHb M3YYeHHOCTH BOIIpoca Jajieka OT
3aBEPIICHHOCTU. DNUMUTHI SBISIOTCS CTPYKTYPHO
3aBUCMMBIMM pACTCHUSIMU, a cpela UX OOUTaHUS
TpexMepHa, OyIydu TIPOCTPAHCTBOM IPEBECHBIX
KPOH, B OCBOEHUU KOTOPOIl pOJib UTPAIOT HE TOIHKO
otHoieHus ¢ ¢opodurom (Hietz, 1997), Ho Takke
knumat u tonorpacust (Rees et al., 2001). Cnenosa-
TeJIbHO, MOXXHO OXHWIATh, YTO IIPOLECChl, (hopMUpY-
olmre 3MUGUTHBIE COO0IlecTBa, OyAyT IO CBOEH
MPUPOAE OTIUYHBLI OT IMPOLECCOB (POPMUPOBAHUS
camoro sieca (Watkins et al., 2006).

JlocTymnHbIe pe3yabTaThl UCCJIENIOBAHUM C HECOCY-
OUCTBIMU 3nUdUTaMU (HalpuUMep, MXaMU WU JI-
IaifHUKaM1) TakKKe MOTYT UMETb OrpaHUYEeHHYIO
npuMeHUMOocTh K cocynucTteiM srmduram (Ellis,
2012). Tak, TMIaiiHUKA 1 MXH B JIeCax C YMEPEHHBIM
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KJIMMaTOM BEIyT ce0s KaK “ITOYBOMOKPOBHEIE” Me-
tanonyasauuu (Snall et al., 2005), 1 3T0 TToApaszyme-
BaeT, YTO JIOKAJIbHbIE OTMUPAHUSI OOBIYHO ITPOUCXO-
IIST U3-3a TTOBPEXACHUS KYPTHUH (T.€. MafaecHUsI Aepe-
BbeB; Lobel et al., 2006). HanpoTuB, HemMHOrue
JaHHBIE, TOCTYITHBIE IJISI COCYOMCTHIX SIHU(UTOB,
YKa3bIBalOT Ha OYE€Hb Pa3HYIO TMHAMUKY, IIPU KOTO-
POl OTMUpaHUSI TIPOUCXONIT YacTO He U3-3a Iaje-
HUs nepeBbeB uiu BeTBeli (Laube, Zotz, 2007).

B 6oTanmueckoii muteparype OBIJIO HEOIHOKPAT-
HO OITMCAaHO 30HMPOBaHME SITM(GUTHBIX COOOIIECTB B
3aBUCMMOCTH OT MeCTa MPOU3PACTAHUS PACTEHUI B
KpoHax nepeBbeB (Johansson, 1974, 1975, 1978; Sug-
den, 1981; Benzing, 1981, 1986a, b, 1987), a Tak:xe ux
BumoBoii coctaB (Sugden, Robins, 1979; Ter Steege,
Cornelissen, 1989). B nmociegHee BpeMsl Ucclea0Ba-
TeJIN CTalu YOeAsATh BHUMAHWE U3YYECHUIO 3aKOHO-
MepHocTeili BumoBoro 6orarctsa (Kromer et al., 2005;
Cardelds et al., 2006). XOTsI 3TO MOJIE3HO B HECKOJIb-
KMX KOHTEKCTaX: HalpuMep, IMpU aHaInu3e U3MEHe-
HUII pa3HOOOpa3us II0 I'paAyieHTaM BbICOThI WUJIM B
KOHTEKCTE COXpaHEeHUsI, CPaBHUBAsI paCTUTEILHOCTD
SMUGUTOB B HAPYILIEHHBIX M HEHApPyIIEHHBIX Jiecax
(Wolf, Flamenco-S, 2003; Koster et al., 2009), Ho 10-
TEHLMAJI TaKOoro IOoAxoaa ISl IMOHMMAaHUS IIpo-
CTPaHCTBEHHO-BPEMEHHBIX U3MEHEHMII B CTPYKTYype
anM(pUTHBIX coobIIecTB orpaHndeH (Mendieta-Leiva,
Zotz, 2015).

OCHOBHOIf MacCUB MCCJIEIOBAaHMWI, ITOCBSIICH-
HBIX CTPYKTYpe SIMQMUTHBIX COOOIIECTB, OIIEPUPYET
Macitabamu Bcero opodura (Bennett, 1986; Gotts-
berger, Morawetz, 1993; Carlsen, 2000; Annaselvam,
Parthasarathy, 2001; Arévalo, Betancourt, 2006; Cas-
cante-Marin et al., 2006; Goode, Allen, 2008; Hirata
et al., 2009; Aguirre et al., 2010; Adhikari et al., 2012a,
b, m mHorue apyrue). I'opa3mo pexe paccMaTpuBa-
IOTCSI OTAEIBbHO 3MU(UTHI pa3JIMYHBIX 30H JepeBa,
Hampumep, cTtBoia u KpoHHI (Rudolph et al., 1998;
Rosenberger, Williams, 1999; Pos, Sleegers, 2010).

MacmTab ncciaenoBaHUM SITM(PUTHBIX COODIIIECTB
caMmblit pa3Hblit: ot 3—5 BugoB (Winkler, Hietz, 2001;
Winkler et al., 2007, 2009) mo 336 BumoB (Kluge, Kes-
sler, 2011) u ot 127 oTHEeABbHBIX 3K3EMIUISIPOB, BOBJIC-
yeHHBIX B nccaegoBaHus (Adhikari et al., 2012a, b),
no 39735 (Linares-Palomino et al., 2009). uHamu-
YeCKOil CTOpPOHE TpaHC(pOpMalUU CTPYKTYPhI 3MU-
(UTHBIX COOOIIECTB BO BPEMEHM MOCBSIIECHO CpaB-
HUTEJILHO HEMHOTO ucciiefoBaHum (Harp., Bennett,
1986; Rosenberger, Williams, 1999; Schmit-Neuer-
burg, 2002; Laube, Zotz, 2007; Winkler et al., 2007,
2009; Goode, Allen, 2008; Werner, 2011). BpemeH-
HbIE AraIta30Hbl cocTaBiIsAioT OT 4 mecsieB (Goode,
Allen, 2008) no 8 et (Laube, Zotz, 2007).

TpexmepHoe pacripeneieHUue COCYIUCTBIX 3IU-
¢GUTOB OOBEAMHSICT pa3IMIHbIC TPAIUECHTHI KOOI~
JecKoit HeogHoponHocTH (Stein et al., 2014) u Takum
o0pa3oM mpeajaraeT HECKOJbKO BapMaHTOB Mac-
IITaOMpPOBaHUS IIPU UCCIEAOBAaHUSAX. TaKMMU MOTYT
ObITh: 1) 30HEBI IepeBa, MO0 BETBU, KPOHA WX CTBOJI
(Mehltreter et al., 2005; Irume et al., 2013, u ap.);
2) otnenpHoe aepeBo (Nieder et al., 2000; Irume
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et al., 2013, u np.) u 3) craumoHapHas riomanka (Li-
nares-Palomino et al., 2009, 1 1p.). DTU 3KOJIOTMYECKIE
MacIITaObl OMPENENIIIOTCS PA3IMYHBIMUA BHEITHUMU
dakTOopaMn WM OpraHU3allMOHHBIMM 3agadyamu. Ha-
IIpuUMep, IpU U3Y4EeHUU BUIOOCIIELN(MUIHOCTUA SITH-
duToB 1 PopodUTOB TPEOYIOTCS HMCCIEHIOBAHUS B
MacuTabax cralilMoHapHbIX Iuioanok (Vergara-Tor-
res et al., 2010).

Takum o6pa3zom, YUCIO UCCIETOBAHUN 3MUDUT-
HBIX COOOIIECTB JOBOJILHO BeJIMKO. B HegaBHel mo-
MBITKE (OopMaIM3UPOBaTh U3YYEHHUE ITOI TEMbI 00-
HapyXeHo B o0lieit cioxxHocTu 318 mcciaenoBaHui,
13 KOTOPBIX TOJBKO 26% OIMCHIBAIOT KaK BUIOBOMA
COCTaB, Tak U BUJIOBOE pazHOOOpasue, T.€. B MOJTHOMI
MEpe MOXXHO FTOBOPUTH O CTPYKTYpE IMUGPUTHBIX CO-
o6uectB (Mendieta-Leiva, Zotz, 2015). OgHako na-
K€ 9TU MCCIeA0BaHUS HACTOJILKO Pa3HOPOAHbI, UTO
He TIPUTOIHBI 11 MeTaaHanu3a. B ¢cBs3u ¢ aTuM aB-
TOpbl TMpemliaraloT CTaHIApTU3MPOBaTh U3y4YeHUE
SMUMUTHBIX COODIIECTB, Oepsl 3a SAMHUILY BEIOOPKH
¢dopoduT, a caMmo cooOI11IeCTBO MPUHUMATD KaK KOM-
naekc cocyoucmuix snugumos (vascular epiphytes as-
samblages — VEAs) (Mendieta-Leiva, Zotz, 2015).

Hammn wmccnemoBaHust 3MUMUTHBIX COOOIIECTB
JiecoB BreTHaMa 1mokasajim, 4To MpeICcTaBUTEIIN pa3-
JIMYHBIX CEMENCTB CUJIBHO OTIMYAIOTCS CBOEH UyB-
CTBUTEJILHOCTBIO K HapylieHusiM. Haubolee ysi3Bu-
MbI BUIbI OPXUAEH — OyAyYrd JOMUHUPYIOIIEH TpyII-
oA B 3MU(MUTHOM COOOIIECTBE MEPBUYHOIO Jieca,
OHU MOYTH MOJTHOCTBIO BHIMTANAIOT IPU AaHTPOIIOTeH-
HOM BO3JIEMCTBUM. YBeJINMUYEeHNE BUIOBOTO Pa3HOO0-
pa3ust 31MUTOB B MEHee HapyIIeHHBIX JiecaX IIpo-
WCXOIMT TIpEKIe BCETO 3a CYET BUAOB “HIKHUX
SIPYCOB U HAIPSIMYIO 3aBUCUT OT SIPYCHOCTU (popMa-
nuy. CHYDKEHYE Yrclia IpycoB (hOpMaliiy IPUBOIUT
K BBINTAACHNIO BUIOB “HIKHUX’ cuHy3uii (EchKoB,
2013). DTOT BBIBOJ MOATBEPKAAETCS U TIPU U3YYEHUU
SMMUMUTHBIX COOOIIIECTB MCKYCCTBEHHBIX JIECOITOCA-
JIOK, B KOTOPBIX IAaIlIOPOTHUKOBEIC 3MU(MUTHI TOMU-
HuUpyoT Hag opxugHbiMu (EcbkoB u np., 2020).

3.2. Huacnoponoeus snugpumos

PacnipoctpaHeHue u pacceieHue 3SMUGUTHBIX
pacTeHuii UMeeT psii 0COOEHHOCTE, CBSI3aHHBIX C IPO-
GsieMaMU X PUKPETUJIEHUS K cydbcTpaTaM BbICOKO Ha/l
3eMJiIeli M, COOTBETCTBEHHO, TPaHCIOpPTa IUACTIOp
51 GUTOB K 3TUM cyocTpataM. Kak Mbl 0603HauMIN
BBILIE, 9TO OJUH M3 0A30BBIX IKOJOTMYECKUX BbI3O-
BOB, CTOSIIIMX Ha MyTU 3MUGUTU3MA. DBOJIIOLIUS
IMacnop y anrudUTOB JOBOJbHO OMHOOOpA3Ha U UIIET
10 IBYM HampaBieHUsIM: 1) yMEHbIIIEHHUE CEeMEHU
IJIsl  paclpoCTpaHEHUsI BETPOM IIPU a’pPOXOpHUMH,
2) 06pa3oBaHUE COYHBIX HEOOJIbIIUX U SIPKUX SITOI
MPU pa3IMYHBIX BUIAX 300XOPUU, B MOAABJISIOIIEM
OOJIBLIMHCTBE OCYIIECTBISIEMON NMTULIAMU WU MY-
paBbsiMU. B 11eJTOM 3TU TEHAESHILIMU ObLIN MOJIOXKEHbI
B ocHoBy Kinaccupukanuu Illummnepa (Schimper,
1888), KOTOpBI BBIIEIWI TPU TPYIIILI JUACIIOP:
1) “mputeBugHBIE” (Y OpXWUACH M IAIIOPOTHUKOB),
2) Ipyrue a’poxXOopUYeCKre ceMeHa C pa3InYHbIMU
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TUIAMU MPUIATKOB (Hampumep, y Bromeliaceae —
Tillandsioideae) 1 3) 300xoprUuecKue UACIIOPHI (Ha-
npumep, y Cyclanthaceae, Araceae, Gesneriaceae,
Cactaceae). Orta kitaccuduKalys OCTaeTCsI aKTyalb-
HOI IO CEero IHS 1 B 1IeJIOM He IIepecMaTpuBajach.

VY ceMSIH OpXMIHBIX HAOJIOMAeTCs KOPPEISIIns
MeXIy 00pa3oM XKU3HU, pa3MepoM U (hopMOii ceMsIH.
st 18 BunoB p. Paphiopedilum (Orchidaceae) ObL1O
BeChbMa HaIJISITHO TOKa3aHo, YTO pa3Mep U OTHOIIIe-
HUE IJTWHBI K MIUPUHE CEMEHU YMEHBIIAIOTCA TIPU
nepexone oT Ha3eMHBIX (OpM K JIMTOPUTHBIM, 1 3a-
TeM K anudutHbeiM (Konomeiiliea u np., 2012).

Y O6poMenueBBIX TakKXe HaOMII0JaeTCs 3aBUCH-
MOCTb CTPOCHMSI TUIOJOB Y CEMSIH OT SKOJIOTMU BUA.
Tak, y Ha3eMHOro aHaHaca pa3BUBAETCSI OOJBIIOE
COYHOE COIUIONME, M PACIIPOCTPaHEHUE CEMSIH UOEeT
yepe3 3HI0300XOPHBIX AareHTOB Cpedyd Ha3eMHBIX
XnBOTHBIX. KpymHbie “pesepByapHBIE” OpOMeEIM-
BBI€, pacTyll[ie B pa3BWIKaX IEPEBbEB, Y4ACTO UMEIOT
COYHEBIE SITOMbI 1, TI0 BCEl BUAUMOCTH, PACIPOCTPa-
HSIIOTCSI ITULIAMU, TIoeaolnnMu ux. Hanboee crie-
LUAIU3UPOBAHHBIMU 3MUGUTAMU U3 OPOMETNEBBIX
ABSIOTCS npencraBurenu p. Tillandsia, menkue ce-
MEHa KOTOPHIX, PACIIPOCTPAHSIONINECS BO3MYILIHBIM
IMyTeM, UMEIOT XapaKTepHble BOJOCOBUIHEBIE BBIPO-
CTBI TECTHI M IIPU Meperiafax BIaKHOCTU BO3AyXa CO-
BEPIIAIOT BUHTOBBIE TUTPOCKOMMUYECKHE TBVKEHUSI.
Bnaromapst aToMy, cemMs BechbMa LIEITKO MPUKPETLISI -
eTCs K CaMbIM, Ka3aJloCch Obl, HEMTOAXOASIINM Cy0-
cTparam, Tae 1 rmpopacrtaet (puc. 3d). DTo He TOIBKO
OYeHb TOHKME BETBU BEPXYIIEK JePEBLEB, IIe OObIU-
HO 3IU(UTHI He BCTPEYAIOTCS, HO Y JIMHUM 3JICKTPO-
nepeaayd, 4YTo 4aCcTto yauBJIACT MHOTUX ITYTCIICCTBEH -
HUKOB 110 HOxXHO1 AMepuKe.

JuacriopoJjiorusi 3IMUAMPUTHBIX TIpeACTaBUTENCH
CceMeliCTBa KaKTYCOBBIX TaK3KE€ MMEET Psif OCOOCHHO-
creii. Tak, mpu popalliiBaHUX OOJIBIIIOTO YMCIa Ce-
MSTH STTM(UTHBIX KaKTYyCOB OBLJIO OTMEYEHO, 4YTO 3a-
POIBIIIEBEIII KOPEHb Ccpa3y IMOCJE IIOSBICHUS W3
000JIOYKM CEMEHU OOMJIBHO 00pacTaeT KOPHEBBIMU
BOJIOCKAaMM M mpeKpamiaer cBoii poct. Ilpu stom
NepPBbIX MUTOTUYECKUX AEJICHUI aMKaJIbHOM MepU-
CTeMbl Ha TaKuX KOPHSIX OOHapyXeHO He ObLIo.
JInms mo ucTedyeHUU ISITU—CEMU THEM Yy IPOpOCT-
KOB CTaJIN IOABJIATBCA aIBEHTUBHBIC KOPHU. BI/IIII/I-
MO, 3TO OOYCJIOBJIEHO HEOOXOAMMOCThIO IIPOPOCTKOB
KaK MOXHO 0oJiee TPOYHO 3aKPEIMTHLCS Ha SITUPUT-
HoOM cyOcTparte nocie nmpopacranust (ITankun, 2005).

CeMeHa IIBETKOBBIX 3ITM(PUTOB BeCchMa MEJIKHE,
JIOCTUTas] peKOPAHBIX 3HAYCHUI Y OpPXUIEid, Y KOTO-
PBIX HOCSIT CTOJIb PeIyLIMPOBAaHHBIN XapaKTep, 4YTO B
C€CTCCTBEHHBLIX YCIIOBUAX COBEPLHICHHO HE Cl'lOC06HbI
MpopacTaTh BHE CUMOMOTUYECKNX CBS3€ii ¢ Tpuba-
MU. B 1eJloM WIS AUacopoioTUY [BETKOBBIX 3ITU-
¢GUTOB XapaKTepHO MOYTH IIOJTHOE OTCYTCTBUE (pak-
TUYECKUX HAHHBIX O CIIOCOOHOCTU K PaCCEUBAHMIO
cemstH (Zotz, 2016).

MeHee NOHSITHA TUACITOPOJIOTHS CITOPOBBIX COCY-
IUCTBIX 31MpUTOB. Takke MBI HAOIIOOAIN B IIPUPO-
ne (FOxnblii BbeTHaM), 4TO ymHaBIIMe 3K3EMILISIPhI
Drynaria quercifolia He TMOHYT, a IPOAOIKAIOT PACTU
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Ha3eMHO, B YCJIOBUSIX CAaBaHHOIOJIOOHOTO peaKoJie-
Chs1, HO HUKOT/Ia HE Pa3MHOXAIOTCSI Ha 3eMJie CaMO-
crositesibHO. FOBEeHUJIbHBIE 9K3eMIUISIPBI cliopoduTa
Platycerium grande B TOM e peaKoJieChe BCTpeya-
JIUCh Ha CTBOJIaX IEPEBbEB HA BHICOTE HE BBIIIE OTHO-
ro MeTpa U HUKOTJa He HaOJIo1aIMCh Ha MTOBEPXHO-
¢ty 3emJin. Takum o6pa3oM, MOXET UMETh MECTO 00-
JIMTATHOCTb TUIMWYHBIX CIIOPOBBIX B3MUMUTOB, HO
CaMU MPUYKUHbBI U MEXaHU3M CEJIEKTUBHOIO Mpopac-
TaHMs COp NMoka He siceH. CpaBHUBasI ke MOpdoJIo-
TUIO CIIOp M TaMeTO(PUTOB SIMUMPUTHBIX ITAITOPOTHU -
KOB, OYE€Hb TPYAHO BBISIBUTH KaKylO-JIUOO YETKYIO
TeHIEHIIMIO, MPEAIoJarapllyo OOJUTraTHbIN 3Mu-
dutnzM. Ha nipuBeaeHHBIX HUXKE PUMEpax BUIHO,
HACKOJIbKO 3aTPYIHUTEIbHO BBISIBUTH CBSI3b MEXIY
SMUMPUTHBIM 00pa30oM KU3HU U MOP(POJIOTHEN CITOp
U 3apOCTKOB.

st p. Ophioglossum (Ophioglossaceae) onncaHbl
3apoCTKM 3nudUTHBIX BUA0B O. pendulum u O. pal-
matum, KOTOpbIE Yallle BCEro MMEIOT BBITSIHYTYIO
¢opMy, HO MOTYT OBITb U OTHOCHUTEIBHO Oecdop-
MeHHbIMU. OHM, KaK MPaBUJIO, OYeHb XpYIIKUE, Msi-
CUCTbIE, UMEIOT MUKOPHU3Y U HE coaepxkaT XJIOpO-
dunna. Ux cnopsl, Kak ¥ y IpoYMXx IpeacTaBUTeei
ceMeicTBa, MpopacTaloT CTpOro B TeMHoTe (ApHay-
ToBa, 2008), 4TO menaeT He COBCEM MOHSITHBIM MeXa-
HU3M UX pacnpocTpaHeHus: B nmpupojae. Criopsl 1py-
roro smmpuTHOrO ceM. Vittariaceae 3ayacTyro IIpo-
pacTaloT B CIOpaHTUSIX. KIX 3apOCTKM HMEIOT
HEOOBbIYHYIO JIEHTOBUAHYIO (POPMY U MHOTOUMCIICH-
HbI€ OpraHbl BETeTaTUBHOTO PAa3MHOXKEHUST — TeMMBI
(ApHayToBa, 2008). Kpome Toro, 3apoctku p. Vittaria
CITOCOOHBI JIOJITO KUTh He3aBucuMo. [1o ramerodury
obL1 onvcaH BuAd V. appalachiana, cnopoduT KOTOpO-
ro HemsdBecteH (Farrar, Mickel, 1991). Tyt mipocie-
>KMBAIOTCSI TMapajjied ¢ APYTUM OOLIUMPHBIM BIH-
¢utHBEIM cemeiictBoM — Hymenophyllaceae, 3apoct-
KM  KOTOPOTO  TakXe  HUMEIT  HEOObIYHYIO
JICHTOBUJHYIO WM HUTEBUIHYIO (hOPMY U HEpPelnKo
00pa3yloT d3HToMuKopnu3y. OHM MOTYT XXUTh HE3aBHU-
CHMO Ha TIPOTSKEHU U IJIUTEIbHOTO Tieproaa. B rpo-
liecce M3y4yeHUs] TaKuX aBTOHOMHbBIX raMeTo(pUTOB
OBbLJIO OTIMCAHO BAa HOBBIX BUIA, CIIOPOMUTHI KOTO-
pBIX He HaiineHbl: Trichomanes intricatum n Hymeno-
phyllum tayloriae (ApnaytoBa, 2008).

VY MoaHOCTHIO 3NMU(PUTHBIX poaoB ceM. Polypodia-
ceae, Takux Kak Platycerium v Pyrrosia, HabnonaeTcst
OIyIIIEHUE 3aPOCTKOB MHOTOKJIETOUHBIMU BOJIOCKA-
MU CJIOKHOM (POPMBI, UTO TOXKE MOXKHO paccMaTpU-
BaTh KakK MPUCHOCOOIEHUE 151 BBKMBAHUS B CTPOTO
AMUGUTHBIX YCIOBUSIX. BaxxHO 1 TO, 4TO 4acTo CIIO-
pbl 2NUMUTHBIX TANTIOPOTHUKOB COAEPXKAT XJIOPO-
bW U MacCASTHUCTBIE BKIIIOYEHUSI, BCIEACTBUE YeTO
OBICTPO TEPSIIOT BCXOXECTh M3-3a TMOJHOTO OTCYT-
CTBUSI ¥ TaKMX CIIOp Tepuona mokosi (ApHayToBa,
2008). Psia criopoBbIX COCYAUCTBIX MUGUTOB 00J1a-
JlaeT WHTEPECHBIMU MeXaHW3MaMHu BEreTaTUBHOIO
pasMHoXeHusl. Tak, snudUTHBIE TpeacTaBUTEIN
p. Huperzia (Lycopodiaceae), monangast Ha IIOIXOMsI-
L1 cyocTpaT (HarpuMep, MOKPHITYI0O MXOM BETKY),
CMOCOOHBI 0OPa30BbIBATh BHIBOJIKOBBIE TOYKU HA CBE-
IIMBAIOLINXCS BHU3 COPOMUIIOHOCHBIX YaCTSIX MO-

JKYPHAJI OBLIEN BUOJIOTUU

Oera. /InacrmopoJiornst COpoOBBIX SMHU(PUTOB, HECO-
MHEHHO, TpeOyeT AOIOJIHUTEILHBIX UCCASIOBaHUIA.

Hano orMeTuTth, 4TOo IpobieMaTuKa TUAcCIopo-
JIOTUU 3MU(MUTOB HE UCUEPITHIBAETCS TOJBKO U3yUe-
HUeM MOp(OJIOTUY UX TNACIIOP U CTpaTeruii pacce-
JICHUSI, HO JOJIXKHA OIMpaThCcsl Ha OoJiee Tiiybokoe
MMOHMMaHue OMOTUYECKMX CBsI3el “popoduT—asmm-
GuUT”, KOTOpHIE, TIOMUMO BBICKa3aHHBIX HECKOJIBKO
JIEeCITUICTUI Ha3ad cCOOO0pakeHUil Mo MOBOIY TEK-
CTYPBI KOPBI Y BUAOCIIEHIU(DPUIHOCTHU, 10 IIOCIECTHETO
BpeMEHHM ObLIIM HeIOCTaTOYHO oueBUAHBI. He MeHee
Ba>KHBIM [IJISI pacCeIeHUs SITM(UTOB OKA3aJICS TaKKe
BO3pacT U pa3Mep aepeBa-xo3sinHa (Zotz, Vollrath,
2003). Hanmpumep, ObLUIO ITOKa3aHO, YTO C yBEJIMYEe-
HHEM PacCTOSTHUSI MEXIY IepeBbsIMU Brosimum ali-
castrum (Moraceae) yBeJIMUYMBAIOTCS U TeHETUYECKUE
OTJINYUS Y UCCIEAYEMBbIX 9K3eMILISIPOB, YTO, B CBOIO
ouepeab, BIUSIET Ha COOOIIECTBO AMUMUTOB, a TAaKXKe
0ECITO3BOHOYHBIX, KMBYIIIX Ha CTBOJIE U B OIaie.
BriosiHe BO3MOXXHO, YTO B JAaHHOM CJiydyae JUMUTHU-
pyomuM (GakTopoM IS paccelicHUs OUaclop U
YCHEIIHOIO IIPOpacTaHus SIBISIIOTCS Oojiee TOHKHE
CBSI3U, HAIIpUMeEP, MPUCYTCTBUE HYXXHBIX ILITAMMOB
SHIO0MUTHBIX TPUOOB, XMMUUIECKHMI COCTaB CTEKAalO-
IS 110 CTBOJIY BOABI C BTOPUYHBIMU META0OIUTAMHU
pacTeHUsI-X03sIMHA, TOJIIMHA MOXOBOIO 1 JIMINAM-
HHUKOBOTO ITOKpoBa cTtBojia (Zytynska et al., 2011).

3.3. Dxocucmemuas poav snUpumos

M3 Bcero BbIIEU3T0XKEHHOTO CTAHOBUTCS MOHST-
HO, 4YTO 3MNM(UTHl BHOCST CYLIECTBEHHbIN BKJIad B
sKocucTeMy. Ho Kakoro poga 3ToT BKJiaJ ¥ HACKOJIb-
KO OH MaciuTabeH? ToJbKO cpaBHUTEJIILHO HEIaBHO
ObLJIO HAyaTO OCMBICJIEHME 3KOCUCTEMHON pOoJu
anucuToB (puc. 8). bbLI0 NMpelIoXXeHO CUUTaTh CaMy
JKUBYIO OMoMaccy TUTIOC pasjaralolniyrcs B anudu-
TaX OPraHUKY Y TMOJBEIIEHHbIEC MOYBbI B 1IEJIOM KaK
anuduUTHBIN Matepuan (epiphytic material — EM)
(Gotsch et al., 2016). [Toxoxuii TOIXOI UCIIOJIH30Ba-
JIV TIPU UCCICIOBAaHUM 3MUMUTOB B TOPHOM CYOTPO-
nuueckoM Jiecy B Kutae, roe aBTopbl 1j1d anuduUT-
HBIX COOOIIECTB BMECTE C COINPOBOXAAIOIIEH ero
KOCHOM OpraHUKOM MCIOJIB3YIOT TEPMUH “OpraHuye-
CKOE€ BellecTBO KpoH” (canopy organic matter — COM)
(Chen et al., 2010). ABTOpBI OLICHWIN ASTOHUPOBAH-
Hble BCOM ODMITI (N=379+9.0;P=197£047; K =
=96%£23;Ca=96+23;Mg=2.64+0.63uNa=
= (.25 £ 0.06 xr/ra) mpu ob1eit Macce COM 2261 +
+ 537 kr/ra, B KOTOPOIi ITpeodJiamaim MOXooOpa3HbIe
(73.6%) n mogBeieHHbIe TOYBH (13.9%) (Chen et al.,
2010).

DOyKIMoOHANIBHOE pa3AeieHNue COCYIUCTRIX U Oec-
COCYIMCTBIX pacTeHUA MpU U3YYEHUM SKOCHUCTEM-
HOM posn 31M(UTOB He LejIecoo0pa3Ho, U MOCIeI-
HUE TOJDKHBI YYUTHIBAThCS, IO MEHBIIIEH Mepe, B TEX
Jiecax, riie OHU HMMEIOT SIBHYIO CpPeaoo0pas3ylollylo
pOJIb: HAIIpMMeEpP, B TOPHBIX MOXOBBIX WJIX B CyOTpO-
MAYECKUX U YMEPEeHHBbIX JecaxX. Tak, mpu U3ydeHUun
a30To(pUKCcaAllMM aCCOLMHUPOBAHHEBIX C MOX000pa3-
HBIMM LIMaHoOakTepuit B bpuranckoit Komxymonn
Ne 5
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ObLIIO BBISICHEHO, UTO 4epe3 IMUMUTHbIE MXU MPU-
BHOCUTCSI B BKOCHUCTEMY CYIIIECTBEHHO OoJbllIee KO-
nmyecTBo a3zora (0.76 Kr/ra B ron), 4eM 4epe3 Ha3eM-
uoie (0.26 kr/ra B ron) (Lindo, Whiteley, 2011). Hpy-
roii OCOOEHHOCTBIO BNUMUTHBIX MOXOOOPa3ZHBIX
SIBJISIETCS TO, UYTO OHW MOTYT MOIJIONIATh a30T KakK B
OpraHMYecKoil, TaK W B HeOpraHuuyeckoil ¢opme
(Song et al., 2016), yTo memaeT UX BaXKHBIM KOMIIO-
HEHTOM ylepXaHUs a3oTa B OMoOcHUCTEME, MPErsiT-
CTBYIOILLIMM €T0 BHIMBIBAaHUIO.

IToxoxue pe3yabTaTbl XapaKTepHbl U JJI TPOIIHU-
YyecKMX MecToobuTaHuii. Tak, BO BTaXKHBIX TPOITHAYE-
ckux jecax Kocra-Puku npumeHenue Metku mo PN

nokasano, uto NO;, NH; ocaxnaiorcas EM kpoH B
MCHBIIIEI CTEeIIeHM, YeM PaCTBOPEHHbBIA OpraHuYe-
CKMIA a30T, KOTOPHI MMOYTH ITOJTHOCTHIO MOTIOIIAJICS
B KpoHax. HanbosbIliee KOJIUYECTBO MOTIIOIIEHHOTO
BN Obulo HaiineHO B 3MUQUTHBIX MOXOOOPA3HBIX
(16.4%), xoTst HanboIbIIast 1ot 6GuoMacchl EM co-
crosiima n3 cocymucTeix anndutoB (Umana, Wanek,
2010).

1 ToHUMaHWST MacIITAOHOCTU DKOCUCTEMHOM
poiii 3MU(GUTOB CaMbIM Ba>KHBIM KPUTEPUEM SIBJISI-
eTcsl KoiaudecTBeHHoe ormnpenenenue EM. Camag
Hu3kas oueHka (0.5 kr/ra) Obula 3aperucTpupoBaHa
IUTST 8-JIETHETO MOApPOCTa B CyOTPOITMYECKOM 00au-
HoM Jiecy Ha Kanapckux octpoBax (Patifio et al.,
2009); camas 6ombiast Macca (44000 kr/ra) 6bu1a 3a-
pEeTUCTPUPOBAHA [JIsI TOPHBIX JecoB B Komymouu
(Hofstede et al., 1993). Poct maccel EM nipoucxoaut
C TeYeHUEM BpEeMEHU 3SKCITOHEHIIMAJIbHO: TaK, Ha
Kanapckux octpoBax 0.5 kr/ra EM B 8-1eTHeM Jecy
yBeIn4uioch 10 205 Kr/ra mocie 25 JIeT BOCCTAaHOB-
nenusi. B mpomexyTtok Mexnmy 25—60 rogamu Macca
EM mnpopomxkaa pacTu 3KCHoHeHIMaabHO (o1 205
no 1253 kr/ra) (Patifio et al., 2009). B ropHom noxne-
BoM Jiecy MonTeBepne, Kocra-Puka, omomacca EM
B 40-1eTHeM BTOpUYHOM Jjecy Obl1a 200 Kr/ra, Toraa
kKak EM B cTapoBO3pacTHOM JieCy Ha JIBa ITOpSAKa
Bbllie U cocrabisiia 33100 kr/ra (Nadkarni et al.,
2004). UccnemoBaHa macca 3nuduToB (pacTeHus +
rymyc B 1tosore) B necax CeBepHoro Tamnanma. OHa
3HAYUTEJLHO BapbupoBaa oT 80 r/M? Ul pa3peXeH-
HBIX MOXOOOpa3HBIX 10 5882 r/M? Ul KOBPOB OPXMUJI-
HbIX. C yBeIMUEHUEM Pa3MePOB AepeBa Macca AMudu-
TOB YBEJIMUMBAETCS B 11€JIOM Ha AepeBo ¢ 73 mo 481 kT,
BO3pacTaeT OOJsI COCYAMCTBIX 3MUGUTOB U TOIBE-
IIIEHHBIX TTOYB, B TO BpeMsI KaK GroMacca MOX000-
pasHbIx cHKaeTcs (Nakanishi et al., 2016).

MacumirabHoe HakoruieHue EM maeT BO3MOX-
HOCTb MAacCCOBOIO yAEpKaHHUsS B KPOHaxX OOJBIINX
oobeMoB Bomabl. Hampumep, B Kocra-Puke mMxu B
TOPHOM JIeCy CITOCOOHBI BIUTHIBATh Boay Ha 400% ot
ux cyxoro Beca (Holscher et al., 2004; Kohler et al.,
2007), a HeoTpormueckuii Mox Octoblepharum pulvi-
natum nmeeT BiaroeMkocTb 7000% OT ero cyxoit Macchl
(Wagner et al., 2014). Ha ypoBHe Bcero IpeBOCTOSI
OLleHEeHHBbIE 3HAYECHUS IEIIOHMPOBaHHOI Boabsl B EM
cocTtapystan oT 0.81 MM B TPOITMYESCKOM TOPHOM JIECY
Kocra-Puxu (Holscher et al., 2004) 1o 5 MM B MOXO-
BoM obOyiauHoM Jiecy B Tansanuu (Pocs, 1976). I1pu
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5TOM Y4acTHE MXOB B JIeMTOHUPOBAHUU OCAIKOB JIO-
CTATOYHO CKPOMHOE (6% ) 13-3a X OOBIYHO BHICOKOI1
HaceimeHHocTH Biaroii (Holscher et al., 2004). Mxu
TakXe ObICTpee TepSIIOT IEeITOHUPOBAHHYIO BJAary:. B
TeuyeHUe 3-THEBHOTO Meproia 6e3 0CaaKoB MaKCH-
MaJibHasl IToTepsI BoAbl coctaBuiia 251 % oT cyxoro Be-
ca T MOx000pa3HbIXx U 117% mist moaBelIeHHBIX
nouB (Kohler et al., 2007).

Hcrounuku DMII 8 EM MoryT ObITH aBTOXTOH-
HbIMU (IepeXBaye€HHBII OIal IePEeBbEeB U T.I1.) WIU
AJUIOXTOHHBIMU (MOHBI, ITOJIyYeHHBIE U3BHE KOCHU-
CTEMBbI, HalIpuMep, Yepe3 oXab i TyMaH). C Tod-
KU 3pEHUS] 9KOCUCTEMHOI (PYHKIIMM, BaXKHO pasiu-
yaTh 3THU ABa UCTOUYHMKA. Eciy sa1mmuTh 1Moixy4aioT
Bce cBou DMII 13 aBTOXTOHHBIX MICTOYHUKOB, TOTJIa
OHHU IIPOCTO YYacTBYIOT B LIukJie DMII oT moYBHI K
IepeBbIM U HE yBeIWMYMBaroT oomumit myn OMII
(Gotsch et al., 2016). C npyroii cTOpOHBI, AETOHUPO-
BaHre DMII, momy4yeHHBIX U3BHE 3KOCUCTEMBI, I10-
TEeHLUAJBLHO yBEIUYMWIO Obl oOlIuii Bkiag OMII B
skocucteMy (Nadkarni, Matelson, 1992). Cnoco6-
HocTh EM K ynepskanuio DMII BecbMa Benka: ObLIO
HCCJIENOBAHO MOIVIOLIEHE HEOPTaHMYECKOTO a30Ta
YeThIPpbMsI KOMIIOHEHTaMU KpPOH: 1) smm¢pUTHBIMU
Moxoo0pa3HbiMU, 2) EM (HeGosbIllne COCyaucThbie
SIMUTHI, IIepeXBaYCHHBIN OIlaa M ITOABEIICHHEIC
MMOYBHBI), 3) KpyITHas JIMCTBA COCYIUCTHIX IMUMUTOB
u 4) nuctBa GopodUTOB. DKCHEPUMEHTHI ITOKa3aju,

yto NO; cwibHee NOIJI0oLAIMCh SNMUMPUTHBIMUA MO-
X000pa3HbBIMU, HO HE IUCTBOI KPYITHBIX COCYTUCTBIX

pactenuii. [TornomeHue NHZ SMU(GUTHBIMA MOXO-
o0pa3HpIMI 1 EM OBIT HECKOJIBKO HIKE 1M OTpazkKal

BHYTPEHHIOI LMKIMYHOCTL NH, B KpoHaX. ABTOpEI
ucciaeaoBaHus onpeaennau, uro EM nenoHupytot
33—67% HeopraHM4eCKOro a3ora, PaCTBOPEHHOIO B
armocdepHbix ocagkax (Clark et al., 2005). DMII u3
EM cTaHOBATCS TOCTYITHBIMU IJISI I€PEBbEB, KOTIa
EM mnagaroT U3 KpoH Ha 1ouBy, kKorna OMII Belie-
JlauMBaeTCsd MpU JOXASX W B Clydyae BpacTaHUs al-
BEHTHUBHBIX KOpPHEW (HopoduUTOB B MNOABEIICHHBIE
nouBkl (Gotsch et al., 2016).

M HakoHel, MHOTOYHCICHHBIC OpraHu3Mbl (UJI-
Jocdepsl (ITIeYeHOYHUKN, MXH, JTUITAAHUKN, OaKTe-
puu, TpUOBI U APYTrUe MUKPOOPTaHU3MbI), KOTOPbIE
MbI HAIIPSIMYIO HE BKJTIOUAaeM B SITU(UTHOE COO0IIIe-
CTBO, HO KOTOPBIE MOXXHO OTHECTU BMECTE C dNUDU-
TaMU K nodeeuleHHol 6uome, OKa3bIBalOT CYIIECTBEH-
HOe BIUSIHHE HA (POTOCHMHTETUUYECKYIO CTPaTEruio,
TUAPABIMKY, TIOTJIOLIEHUE PECypCcoB, TeMIEpaTypy
JIMCTa, 3alllMTHBICE M1 MHOTHWE Apyrue cBoiictBa. OHU
BJIMSIIOT Ha MacCy CEeMEHM, YCTbUYHYIO IPOBOIM-
MOCTb, JJIUTEILHOCTD XKU3HU TUCTheB (Jones, Dangl,
2006; Lambers et al., 2008; Friesen et al., 2011; Saw-
inski et al., 2013; Kembel et al., 2014). CHmzxeHue ¢o-
TOCHMHTE3a 3a CYET 3aTCHEHUS SMUMWLILHBIMA MO-
X000pa3HBIMU MOXET KOMITEHCUPOBAThCSI OOJIbIIUM
MOCTYIIJICHUEM AaCCOLMATUBHO (PUKCUPOBAHHOTO
asota. IIpogyumpoBaHHBI (puTONAaTOreHAMHU IIUTO-
KUHUH MOXET YBEJIWYMBATH MINTEIBHOCTh KU3HU
ycTa. JIucToBeie GakTepuy M TPUOHBIE SHIOMUTHI
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ECHhKOB, KOJIOMEMWLIEBA

Puc. 8. DxocucreMHast poJib SMMMUTOB (U151 KaXKA0TO YTBEPXKIESHUS ITPUBENEHBI PabOThI, Ilie pacCMaTPEHbI 3TO SIBJIEHUE WIX
TEHIEHIMsI). @ — SMUMUTHI MOTYT 0GPa30BbIBATh CILJIOIIHON KOBEP Ha CKEJIETHBIX BETBSIX, KOTOPBIN PEryIMpyeT MOTOKU BOIbI
O CTBOJIY M YMEHbIIIAET MOBEPXHOCTHBIN CTOK U BHIMBIBAHUE 3JIEMEHTOB MUHEPAIbHOrO nmuTaHust u3 noussl (Gotsch et al.,
2015). “I'ne3na” camoii 60JbII0M 3nuduTHOMN opxuneu (6) Grammatophyllum speciosum (pe3epBat Janym Bamnu, Cabax, bop-
HEO0) U OTPOMHOTO ManopoTHuKa (8) Platycerium coronarium (a.11. Kat-TrheH, BpeTHaM) CrocOOCTBYIOT HAKOTUIEHUIO B KPOHAX
He OYeHb OoraToro anuduTaMu HU3UHHOTO Jieca 0OJIBIITNX MAaCCUBOB OpraHndeckoro BemecTBa (3oHH, JIn Yan-Kaeit, 1958).
2 — nony3nuduTbl-nymurenu us p. Ficus (H.n. Kar-TeeH, BbeTHaM) ciocoGHbI cepbe3HO (hr3MOHOMUYECKU U (hIIOpUCTUYEC-
CKM MEHSITh HU3MHHbIe jieca (Penopos, 1959). 0 — B rOpHBIX MOXOBBIX O0JIaUHBIX JIecaX OCHOBOM 3MU(MUTHBIX COOOLIECTB CTa-
HOBSITCSI MOXOBbIe nonyiku (H.nm. Kunabdamy, Cabax, BopHeo), BOKpYT KOTOPBIX HaKaIlJIMBAIOTCSI OTPOMHBIE MAaCCUBBI ATTH-
durHoro marepuana (Hofstede et al., 1993). e — B omMrorpodHbIX yCIOBUSIX cCaBaHOMOA00HOM hopmannu KepaHrac (H.1. ba-
ko, CapaBak, bopHeo), mMupMekohmIbHbIe 3MUGUTH, BO3MOXHO, WUIPaiOT IJIsl COOOIIECTBA 3KOCHUCTEMHYIO POJIb KakK
mocTaBIIMKK 300reHHOTO a3oTa (EchkoB, JlyboBukos, 2015). s — B TO BpeMsi KaK OoJIbIIIasi 4acTh SNTM(MUTOB B aHTPOITOIIEHO-
3ax BeimupaeT (Turner et al., 1994; Leao et al., 2014), HeKoTopbIe 3N (UTHI CIIOCOOHBI MPOLIBETATh 1aXKe B TPOMUUYECKUX TOPO-
nmax (r. Kyunnr, CapaBak, bopHeo).
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MOTYT YyCUJIUBATh MOCTYTIJIEHUE BOMIbI C TIOBEPXHOCTU
pacteHusi B ero TkaHu. OpraHuszMbl GULIOChHEpHI
MOTYT CUHTE3UPOBaTh BEILIECTBA, MEHSIOIIIEe CMaYK-
BaEMOCTb JINCTA W MPOHUIIAEMOCTb KYTUKYJIbI
(Schreiber et al., 2005; Beattie, 2011; Ritpitakphong
etal., 2016). B uenom snuduTHBIE U SHIOMUTHEIE
OpraHU3MBbI JIUCTA UBMEHSIIOT MHOTHE CBOMCTBA pac-
teHuii-xo3sieB (Rosado et al., 2018).

SAKJTIOYEHUE

HMTak, Ha ocHOBe aHaJIM3a CYIIEeCTBYIOIIEH Ha ce-
TOMHSIIHUI IeHb JINTePaTypPhl 110 3KOJIOTUU ST~
TOB MOXHO CHeJaTh CCAYIoIIee 3aKIIIoueHre. Du-
GUTHI IPEACTABIISIIOT COO0M MacIITaOHbIN (heHOMEH,
CBOMCTBEHHBIII B OCHOBHOM TPONUYECKHUM MECTO-
oboutaHusM. OgHAKO MHOTHE aCMEKThI UX OMOJIOTUun
OCTaIOTCSl HemOoUCIeAOBaHHBIMU. OmpenesieHHbIA
nucbanzaHC KakK B TAKCOHOMUYECKOM COCTaBe, Tak U B
reorpaMyeckoM pachpoCcTpaHEeHUM IIpearoaaracT
JIOBOJILHO CTPOTHYE BOIOLIMOHHBIE pAMKI, KOTOPBIE
MO3BOJIMJIM TOJIBKO HEKOTOPBIM ceMelcTBaM U B
OIpeelIeHHBIX YCIIOBUSX OCBOUTH KPOHEI IEPEBLEB.
BMecTe ¢ TeM morpaHWYHBIE YCJIOBUSI SMU(MUTHOTO
obpasza XXM3HM HAMHOTO IIMpe, YeM CUMTAaJoCh pa-
Hee. BepTukanbHO-IpPOCTpaHCTBEHHAsI CTPYKTYypa
3MUGUTHBIX COOOIIECTB OCTAETCSI TAKXKE MaJIOMCCIIe-
JIOBAaHHOI1, XOTs 3TOil TeMe IIOCBSIIEeHa IOBOJILHO
obmmpHas ruTeparypa. BeptnkanbHas cTpatuduka-
1S 3NMM(UTOB HEMOCPEACTBEHHO CBsI3aHa KaK C UX
9KOMOPGOJIOTHEH, TaK 1 C 9KO(DU3NOJIOTHUECH.

OnHYM U3 aNalTUBHBIX ITyTeil aMubUuTH3Ma SIBJIS -
ercst KcepoMopdo3 BCEro opraHu3Ma, B YaCTHOCTH,
00pa3oBaHUsT 0COOBIX KOPHEM, CIOCOOHBIX pacTy B
BO3IYIITHOM cpelie — BO3MYITHBIX KOopHel. [ 6oiee
CBETOMOOUBBIX nUdpUTOB XapakrepeH CAM, cyns
M0 BCeMy, MO3BOJISIIOIINN UM MEPEHOCUTb CUJIbHbIE
repernanbl BJIaXXHOCTU M MOIIHYIO WHCOJSILIUAIO Ha
BeplIMHaX KpOH. PasHeceHHOCTb cTaauii AbIXaHUS U
YCBOEHUS YIJIEpoJla BO BPEMEHMU, MOCTOSTHHBIU nie-
duuT Biaru, a Takxke ckynocte OMII, oueBuaHO,
JIOJIKHBI TIPUBOIUTD K HU3KOM CKOPOCTH pOCTa KOp-
Hs1 y anuputoB ¢ CAM, 4TO, B CBOIO 0O4Yepelb, JOK-
HO BbIpaXaTbCsl B APYroii cxeme “MHBECTUPOBaHUS”
yIyiepona M a3oTa B KOpHHU, KaK 0a30Boil (pyHKIIMH
Mpoliecca pocTa Mo CpaBHEHUIO C HAa3eMHBIMU pacTe-
HusIMH. OYHKIIMOHATBEHAS MOPGhOJIOTHS STTM(MOUTOB B
11eJIOM, MOXHO CcKa3aTh, HaXOOUTCS B 3a4aTOYHOM
COCTOSTHUU.

Jpyroii cTOpOHOI OCBOCHMSI SITU(MUTHBIX MECTO-
OOMTaHU SBIISIETCS “O0JieTYeHre XU3HU C IIOMO-
b0 psiAa afanTaluii, Halmpumep, oO0pa3oBaHUS
MMOABEIIeHHBIX ITOYB MJIM KOHCOPIINIA C SKUBOTHBIMU,
B YaCTHOCTHU C MypaBbSIMU. A30THOE€ IMUTAaHUE Jpe-
BECHBIX PACTEHUI TPOIIMYECKMX IKOCHUCTEM MOXKET
OBITH CBSI3aHO C IPUCYTCTBUEM MYpPaBhLeB, a SMTU(H-
ThI MOTYT ITIOJIy4aTh IO TPETU a30Ta U3 MPOLYKTOB UX
XKU3HENesITeIbHOCTH. MHOTMM Ha3eMHBIM U DOIIH-
(GUTHBIM OpXUACIM, a TaKKe IUPUTAM IPYrUxX ce-
MeiictB cBolictBeHeH CAM-dorocunTe3. PazHuia
MU30TOMHOTO cocTaBa yriepoaa Mexny C;-pacTeHus -
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MU (K KOTOpbIM NpuHamiexat ¢hopodutsl) u C,- uimn
CAM-pacTeHusIMH, a TaKXKe “XMBOTHOTO” M “pac-
TUTEJILHOTO” a30Ta, I03BOJISIET ITOHITh BO3MOXHBIC
IMyTU MUTPAllMd OPraHMYECKOTO BeIleCTBAa B JIHU-
(GUTHOM COOOIIECTBE: OT €ro UCTOYHUKA 0 (POPMU-
pOBaHMS MOABEIICHHO MOYBHI B KOMaxX THE3MOBBIX
anucuToB. [TogoOHbIE UCCIeI0BaHMS IO U30TOITHOM
9KOJIOTUM 3MM(MUTOB HEMHOTOYMCIICHHBI M KacaloT-
cs1 Heorponmueckux o6aacteii. XOTs OTIUYUS MU~
¢utoB Craporo u HoBoro CBeTa CylIECTBEHHBI, B
CBSI3U C IOJIHBIM OTCYTCTBUEM B IIEpPBOM OMOMOpPGhO-
JIOTUYECKOTO aHaJlora GpoMeIMeBbIX.

IlepcneKTuBBI U aKTyaIbHOCTb U3YyYeHUSs MU U-
TOB MHOTOpa3MMIHBI. C OMHO# CTOPOHBI, TIOYTH OT-
CYTCTBYET lieJbHasl TMajeoboTaHUYecKasi KapTUHa
MpoucxXoxaeHus annuuTtos (Zotz, 2016), 4To CTaBUT
BOIIPOC O IPUYMHAX TTPOMCXOXKIESHUS UX BITEUATIISIIO-
IIETo pa3HooOpass. DMUMUTH BHOCIT HEITPOITOPIIH-
OHAJILHO OOJIBIIOK BKJIAJA B OOJILIIUHCTBE T100aIb-
HBIX LICHTPOB Pa3HOOOpa3usl paCTEHUI U UTPAIOT BaXK-
HYI0O pOJIb B CO3MaHWU TJIOOAIBHOTO TpamveHTa
IIMPOTHOTO pa3dHooOpa3us pacteHuit (Taylor et al.,
2021). Bro menraeT MX KpaliHe YSI3BUMOIl TPYIIIONM,
Bellb, OYIy4Yn CTPYKTYPHO 3aBUCUMBIMU DPACTEHUSI-
MU, OHU LIEJIMKOM M MOJHOCTBIO 3aBUCST OT JIECOB
mpom3pactaHusa. A 60% TpONMMYIECKNX JIECOB elle
20 net Haszam ObUIM TIPU3HAHBI JETPAIUPOBABIINMU
(ITTO, 2002). Cyns 110 MHOTOYHMCIIEHHBIM MCCIEI0-
BaHMSIM, SITUGUTHI CIYXKaT XOPOIIUM TUArHOCTUYE-
CKUM KPUTEpUEM COCTOSIHMS JIeCOB, KaK Haubosee
ys13BUMasl aKorpymia (Hamop., Leao et al., 2014). Ha
MpuMepe ceMeiicTBa GpoMesIMeBbIX ObLIO TTOKAa3aHO,
KaKyl0 OTPOMHYIO POJb B 35KOCUCHEMHLIX YCAY2aX
(ecosystem services) MoryT urpatb anuduTthl (Ladino
et al., 2019). Kpome Toro, B CBSI3U C U3MEHEHUEM
KJIMMaTa M yBeJIM4eHNEeM aHTPOTIOTeHHBIX BEIOPOCOB
He MOHSITHO KaK 3TO cKaxeTcsl Ha anudurax. [1pen-
T10J1arajoch, YTO, BO3MOKHO, ITOBBIIIICHHUE COMEpKa-
Hus CO, caenaet 6osee 3pPEeKTUBHBIMUA MEXaHU3-
MBI BOJIOTIOJIB30BaHMS Y SITM(MUTOB (MHBIMH CIIOBAMU
yBEJIMUMBAET UX KCepomIbHOCTh). Ho B 11e10M of-
HO3HAYHOTO J0KAa3aTeJIbCTBA MOJOXUTEIbHOTO BJIU-
SIHUS TIOBBILLIEHHOTO coaepxaHus CO, Ha anudUTHI
HaiinmeHo He Ob110 (Raveh et al., 1995; Li et al., 2002;
Monteiro et al., 2009; Zotz et al., 2010).

AHanu3 JuTepaTypbl MOKAa3bIBAa€T, YTO BOKPYT
3MUMUTOB TPOUCXOIUT JENOHUPOBAHUE BIlEYATIIS-
IOIIEr0 MacCUBa OPTaHUYECKOTO BellleCTBa B KPOHAX
Jieca. Hamu BbicKazaHa MbIC/Ib, YTO MOMBEIIEHHbIE
MMOYBBI BBITIOJHSIOT Ty XXe (PYHKIIMOHAJBHYIO POJib,
YTO U JIeCHas MOJCTUJIKA B Jiecax 00Jiee BBICOKUX 111~
pOT, KOTOpasl B TpoIMYecKux jJecax orcyTrcTByeT (Es-
kov et al., 2021). Takum obpa3oM, sntnpUTHEIE CO00-
1ecTBa (J1a U B 1IeJIOM TTOJIBeIlIeHHast OMoTa) SIBJISTIOT-
Ccsl  HE TOJbKO CYIIECTBEHHBIM MCTOYHUKOM
Oropa3zHOOOpa3Usl TPOIIMYECKUX JIECOB, HO U HENO-
OLICHEHHBIM JIeTIO3UTapueM OPraHWYeCKOTOo Bellle-
CTBa, CTPYKTYpUPOBaHHOTO BOKpYT anudurtos. [1pa-
BUJIbHAS U MCUYepIbIBaloIas OlleHKa 3TOW pOJU elle
JKIIeT CBOETO U3YYEHUS U, BOBMOXHO, U3BMEHUT HAIIU
B3[JISIIbl HA YIJIEPOAHBIN OajaHC TPOMMUYECKUX Jie-
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COB. A 3TO, B CBOIO 0OUepeb, U3MEHUT B3TJISII HA STTH-
(UTHI KaK Ha TIPUSATHYIO U KPAaCUBYIO, HO, B OOIIIEM-
TO, He 00sI3aTeIbHYIO TPYIITy pacTeHUM, Ha OCMBIC-
JICHVE UX B KaueCcTBe BaxHeiero (pyHKIIMOHaIbHO-
ro 6J10Ka TPOITMYECKUX SKOCUCTEM.

HccrenoBaHmne BBIMOIHEHO IPY (PMHAHCOBOM MO~
nepxxke PODU B pamkax HaydHOTO TTpoekTa Ne 20-14-
50223 u B pamkax I'3 'BC PAH Ne 118021490111-5 Ha
6aze YHY “®onmoBast oparxepes”.
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Vascular epiphytes are plants that have broken ties with the ground
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The article is the first review written in Russian which touches upon the issues of the ecological and botanical
phenomenon of vascular plant epiphytism. The problem of the origin of epiphytism, its ecological boundaries
and modern understanding of its ecomorphological features and classification are discussed. Various ap-
proaches to the classification of epiphytes, including the author’s ones, are considered, the relationship be-
tween modern English-language terminology and traditional Russian-language literature is discussed. The
most controversial issues in understanding the phenomenon of epiphytism in world literature are discussed.
The phenomenology of the existence of plants that have broken ties with ground sources of mineral nutrition
and water is considered. The problematics and the degree of study of the CAM (crassulacean acid metabo-
lism) in epiphytes in the context of their xeromorphosis are stated. The mechanism and the functional role of
the formation of suspended soils are considered. The existing theories and controversial problems of the min-
eral nutrition of epiphytes, in particular, nitrogen nutrition, are reflected. Finally, data on various biological
aspects of crown development are summarized: diasporology, the structure of epiphytic communities and the

role of epiphytes in the ecosystem.
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