HU3BECTHA PAH. CEPUA BUOJIOTHYECKAA, 2022, Ne 6, c. 668—677

YIIK 630.1.574.4.

OKOJ0Irnga

MUKOPU3HbBIE KOMIUIEKCHI 1 UX POJIb
B B5KOJIOI'N BOPEAJIbBHbBIX JIECOB (Ob30OP)

© 2022 r.

C. M. Pasryamn®

Hucmumym necosedenusi PAH, ya. Cosemckas 0. 21, c. Yenenckoe, Odunyosckuii p-1, Mockosckas 06a., 143030 Poccus
@E-mail: root@ilan.ras.ru

IMoctynuna B pegakmuio 02.04.2021 r.
IMocne nopa6otku 28.02.2022 1.
ITpunsara k myonukauuu 28.02.2022 1.

O6cyxmaeTcst (PyHKIIMOHMPOBAHWE MUKOPHU3HBIX aCCOIMAIINIA B JIECHBIX SKOCHCTEMaX. MUKOPU3bI YYaCTBYIOT
B CHaOXeHUH pacTeHUI SJIeMEeHTaMU IMUTAHUS M YITYYIIAloT MX POCT, HO MOTYT Y CAEPXKUBATh pa3BUTHE pacTe-
HUS. YPOBEHb YYaCTHSI 3KTO- SPUKOUIHBIX MUKOPHU3 B IIMKJIE YIJIepona 60peallbHBIX JIECOB TIPM3HAETCST BeChMa
3HAYUTENIbHBIM. [10 TaHHBIM M30TOMHOM MHAWKAITMY POJIb MUKOPM3 B IIMKJIE a30Ta BHICOKA B TYHAPE U MEHee
BbIpakeHa B 6OpeabHbIX JiecaX. MUKOPH3BI yUYACTBYIOT B pa3fiOXKeHUU OPTAHUYECKOTO BEIlleCTBA MOYBBI
IIJIST TIOJTyYeHUST JOCTYITHOTO a30Ta, HO (pepMeHTaTUBHbIE MEXaHU3MBI 3TOTO Mpollecca U MyTH MepeMelie-
Hus N 1 P 13 Ki1eToK rpuba K pacTeHII0 BO MHOTOM HEM3BEeCTHBI. MUKOPU3HI TIPEMSITCTBYIOT ITOTEPSIM a30-
Ta U3 JIECHBIX MOYB ITPY BEIMBIBAHUM. MUKOPU3HBIE CETU CITOCOOCTBYIOT ITpolieccaM JIECOBOCCTAHOBIEHUS
U CTPYKTYPUPOBAHMST HAaCAaXKICHWI, 3alIUIIAI0OT OT MAaTOTeHOB U BPEIUTEIICHA.

Karoueesbie cno6a: MUKOPU3HBIE CUMOMO3bI, 3KTO- 3PUKOUIHbIE U apOYCKYISIPHbIE MUKOPU3bI, CalIpOGUT-
Hasi MUKpodJIiopa, opraHM4ecKoe BeIIeCTBO MOYB, 9K30(DEePMEHTHBI, M30TOTIBI a30Ta
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Ilom nmeiicTBMEM KIMMATUYECKWX W3MEHEHUI,
YCUJICHUSI aHTPOIIOTEHHOTO Mpecca U a30Tu3aluu
ouocdepbl MPOUCXOAUT CMEIIeHHE IpaHUI] Omoma
OopeabHBIX JIECOB, CHMXKEHUE OMOpa3zHOoOOpasud,
MPOHUKHOBEHNE NHBA3UBHBIX BUIOB U (DOPMUPOBa-
HUe HOBBIX cooO1ecTB (Simard, 2009; Cornell, 2011;
Anthony et al., 2020; Jlykuna u np. 2020). Ha satom
¢doHe yBeInunBaeTcss MHTEpeC K MUKOPU3HBIM KOM-
IUIeKCaM, IPUHUMAIOIINM aKTUBHOE yJ9acTHe B TpaHC-
¢dopmali OPraHMYECKOro BEIIECTBA JIECHBIX ITOYB.
IMonaratoT, yTO MUHEpaIU3ylollass aKTUBHOCTb MU-
KOpM3 MOXKET OBITh COM3MepHMa ¢ aKTUBHOCTBIO Ca-
nporpodHoit Mmukpodaopsl (Read, Peretz-Moreno,
2003). IMosBisiIOTCS MOKa3aTeabCTBA TOIO, YTO MU-
KOpPM3HEIE aCCOLMALIMM CITOCOOHBI KOHTPOJIMPOBAaTh
He TOJIbKO Onoreoxummio akocucremsl (Lindal, Tunlid,
2015; Zak et al., 2019), HO 1 peaklLuIO Ha AeiiCTBUE
mo0anbHbIX M3MeHeHuit (Averill et al., 2018). Ilon-
YEepKUBAETCSI, YTO YYE€T MMKOPHM3HBIX KOMILJICKCOB
JIEMOHCTPUPYET UX PELIAIOIIYIO POJIb B NIOOAIBLHOM,
ouoreorpadmyecKoM pacupeaeiecHUsI BUIOB pacCTeHUIA
(Steidinger ef al., 2019). IIpemyiaraercs ucnojib30BaHUE
MUKOPU3HOTO CUMOMO3a ISl BOCCTAHOBJICHUSI U CO-
XpaHeHUSsI TpupodHbIX 3KocucTeM (Pickles er al., 2020).
BekxTop pa3BuTHs MUKOPU3HOM 3KOJIOTMH CKIOHSIET-
Cs1 OT aHaJIU3a CBsI3eil “pacTreHne—rpubd” K U3y4eHUIO
B3aMMOIEICTBUSI COOOIIECTB 3K30- UM 3HAO(MUTHEIX
Mukpoopranmu3moB (Smith, Peay, 2020).

K coxaneHuio, oTe4eCTBEHHbIC WCCIEIOBAHUS
(YHKIMOHAIIBHBIX XapaKTEPUCTUK MUKOPU3HBIX CUM-
GMO30B OCTAIOTCSI HeMHOrouyuciaecHHbIMU (Becenkuu
1999; Mengiino u ap., 2015; Cusonenxko, 2017; Mat-
BrUeHKO, 2017). laHHas1 cTaThsl COASPXKUT aHAIU3 3a-
pYOEXHBIX IMyOIUKALIMi C BbIIEJIEHUEM OCHOBHBIX
GYHKIIM MUKOPHM3HBIX CUMOMO30B B OOpeajbHBIX
JIecax.

Mukopu3bsl O4eHb OpeBHHUE (DOPMbI KU3HU, U3-
BecTHBIC ¢ AeBoHa (Cmut, Pun, 2012). OHu obpasy-
I0TCSI HAa KOPHSIX pacTeHU TIpU UX THOUIIUPOBAHUU
HEKOTOPHIMU BUIAMU TTOYBEHHBIX TPUOOB, B pa3HOIt
CTEIIEHU CITOCOOHBIX K KM3HU 03 100aBOYHBIX MC-
TOYHMKOB yriiepoza. Ilomaraior, 4To pacTeHue cHab-
JKaeT TpUd JOTMOTHUTENbHBIM JIAOUIBHBIM YIJIEPOIOM,
ToJrydast B3aMeH 3JIeMEHTbl MUHEPAJIbHOTO ITUTAHUS,
MpeXae BCEro azoTa, JIMMUTHUPYIOIIETO POCT pacTe-
HUI B 6opeanbHOii 30He. CocylliecTBOBaHME TPUOOB
U pacTeHUIl IIMPOKO PaCIPOCTPAHEHO B MPUPOIE,
cuMOMO3bI ¢ rpubamMu obpasyioT okono 90% Bcex
pacteHuii. 1o 50000 BuaoB rpuboB 00pa3yoT MUKO-
pU3HbIE accolLMalnu, 4To coctapisteT ot 0.5 mo 10%
ot 0.5—10 maH Bcex BunoB rpu6os (van der Heijden
et al., 2015). B HacrosI1Iee BpeMsi MUKOPHU3Y TPaKTy-
IOT KaK KOMIUIEKC, BKJIIOYAIOLIUK MOMUMO (DUTO- U
MUKOOMOHTA, COOOIIECTBO acCOLMATUBHBIX MUKPO-
OpPraHMU3MOB, PAa3HOCTOPOHHE BIMSIONINX Ha yCTa-
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MUKOPU3HBIE KOMITUIEKCHI U X POJIb

HOBJIeHWE M (DYHKIIMOHUPOBaHNE CUMOMO3a B TIPH-
ponHbIx ycinoBusix (BopoHuHna, 2018).

OcCHOBHbIE THITBI MUKOPU3HBIX KOMILIEKCOB. B jiecy
HanboJjee pacpoCTpaHEHHBIMHM THUITAMU MUKOPHU3
SIBJISIFOTCSI 2KTOMMUKOPU3a, apOyCKyJIsipHast 1 9pUKO-
nnaHasg mukopusbl (CenmmBaHoB, 1981; KapaTeiruH,
1993; Cmur, Pun, 2012).

Bkromukopuia (OKM) nosgsunacey 100—200 maH
et Hasand (van der Heijden ef al., 2015). Ha xopHe
pacTeHusI BEIpaxkeH 4eX0J U3 TPUOHBIX TH(d, IIPOHU-
KaloIINX B KOPeHb, HO HE BHYTPb KJIETKU 1 00pa3yro-
mux cetb I'apTBura. Pactenust ¢ DKM cocraBistior
2—3% Bcex pacTeHMii, HO OHU IPe00J1agaT B 6ope-
aJibHbIX JiecaX. Ciola OTHOCUTCS OOJIBIIIMHCTBO Iepe-
BbEB JIECOOOpa3yOIIUX IOPOH — pa3IMYHbIC BUIBI
COCHBI, €1, IINXThI, TCYTH, TICEBIOTCYTH, TMCTBEHHM-
1IbI, Oepe3bl, OJIbXU, UBHI, 1yOa, Oyka, rpada, HEKOTO-
pble BUIbI KiieHa. B Poccun MakcuManbHOE TAKCOHO-
MU4Jeckoe pasHooOpasme DKM-rpnboB HadronaeTcs
B XBOMHO-JIMCTBEHHBIX JIecaX yMepeHHOI 30HHI (Ka-
patbiruH, 1993). C 3TUM TUIIOM MUKOPU3BI CBSI3aHbI
60% Bcex nepeBbeB IUTaHeTHl (Steidinger ef al., 2019).

ApOyckynspHas Mukopusa (AM) — camast ApeBHSIS
rpymniia MUKoOpu3, Bo3HuKInas oosee 400 MIIH JIeT Ha-
3an (van der Heijden ef al., 2015). Ona oGiuratHo
CUMOMOTpO(dHA, OTHOCUTCSI K DHIOMMUKOpPMU3aM, €€
rudbl IPOHMKAIOT BHYTPb KJIETOK KOPHS M1 00pa3yioT
crieu(pUIHBIE CTPYKTYPHI — apOyCKYJIbl. DTOT TUII
MuKopH3 obpasyer 80% Bcex BBICIIMX pacTeHWI,
MIPEUMYIIECTBEHHO TpPaBIHUCTHIX. JlecooOpasyio-
IIye mopoasl aepeBbeB ¢ AM npeo0bragaioT B CyoTpoO-
nmukax u tponukax (Averill et al., 2014; Lin ef al.,
2016), mosToMy pacTeHust ¢ AM B 60peaibHBIX Jecax
UTPaIoT MeHee 3HAYNTEIILHYIO pOJib, 94eM DKM -Bumsl
(Bennet ef al., 2017). bBuomacca AM muiiearsi 0ObIYHO
Ha OOMH WIM JIBa IIOpsaKa MEHBIIe, Y4eM OrmomMacca
DKM munenusa (Groenigen et al., 2015). AM pa3zButa
Y MOXCKEBEJILHUKOB, TYU, PSIOMHBI, SICEHSI, HEKOTOPBIX
BUIOB KJIeHa, MaJIMHbBI ¥ KajauHb (Cymut, Pun, 2012).

Pa3sHOBUIHOCTBIO DHIOMMKOPU3 SIBJISIETCS 3pU-
KouaHast Mukopusa (DPM), ob6pasyrolasicsi Ha TOHKHX
BOJIOCOMNOJIOOHBIX KOPHSIX JIECHBIX KYCTApHUYKOB —
YepHUKU, OPYCHUKHU, TOJTYOUKH, KITFOKBBI, TOJTOKHSTH-
KM, OarynbHuKa, mogodena. CuyurTaeTcsi CaMbIM MOJIO-
JIBIM CUMOMO030M, HACUMTHIBAIOIINM He 60J1ee 80 MIH
set (van der Heijden ez al., 2015).

Ecth nmepeBbst (osibxa, SICEHb, TOIOJb, MBa) Ha
KOPHSIX KOTOPBIX 00Opa3yroTrcs Kak DKM tak u AM
(Kilpelainen et al., 2020; Francois et al., 2020). Hako-
HEIl, €CTh I'PYIITbl TPUOOB (PHAOMUTHI), CIOCOOHBIX
Kak K canpoTpodHOMY, TaK 1 MUKOPU3HOMY 00Opa3zy
xkwu3Hu (Baldrian, Kohout, 2017). O6Hapy>eHbI 1 HO-
BbI€ TUITBl MUKOPU3HBIX CUMOMO030B — (hepeMUKOpHr-
3bl, pa3BMUBalolluecss 0e3 KOJOHU3alMU KOPHEM,
€IMHUYHbIE UCCIIeIOBAHUSI KOTOPBIX BBITIOJIHEHBI Ha
CeJIbCKOXO3SIMCTBEHHBIX KyJbTypax (Kariman et al.,
2020). Ctoco6HOCTb MUKOPU3HBIX TPUOOB MHMUII-
pOBaTh pacTeHus, u3derass X UMMYHHOI 3allIUThI HE
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BITOJIHE M3Yy4y€Ha, HO MoJjiaralor, 4YTo 3T0 KOMOWHa-
st g depeHInaIbHON IKCIIPECCUM T€HOB I'puod-
HbIX 6e51KoB-3(dekTopoB (van der Heijden ez al., 2015).

B GopeanbHBIX ecax ¢ KMCIBIMU TPYyOOryMYCHBIMU
IOYBaMM, HU3KOM aKTMBHOCTBIO MUHEpaIU3aLM a30-
Ta ¢ IpeobIagaHrueM aMMOHU(UKALIMK, PacIpocTpa-
HeHBI DKM 1 DPM ¢ BBICOKM ypOBHEM OMOPa3HOO0-
pa3us. Ha rore 6GopeasibHOI 30HBI ¢ MEHEE KUCIBIMU
IOYBaMU U BhIpaXXeHHOI HUTpU(UKalMeil BcTpedya-
forcst AM. Takoe pacnipeneiieHrne MUKOPU3HBIX KOM-
IUIEKCOB TOATBEPKIAETCS NpPU MEPUAMOHATBHOM
ncciienoBaHuu iecoB EBporbl u CeBepHO AMepUKU
(Read, Perez-Moreno, 2003), a Takxke Ha CKJIOHaX
BO3BBILLIEHHOCTE C IPaJlUEHTOM YCJIOBUI1 YBJIaXKHE-
Hus (Giesler ef al., 1998).

PacnpocTpaneHse MUKOpH3 B JIECHBIX 3KOCHCTEMAX.
MuxkoTpodHBbI Bce JiecooOpa3yolie IMopoabl, XOTs
U B pPa3HOM CTENeHU. Y B3POCIIBIX I€PEBbEB MUKOPU3bI
oOpa3zyrorcs no nryouHsl 2.5—3 M (JIo6anos, 1971). B
JIPEBECHOM SIpyCe JIECHBIX 3KOCHUCTEM MUKOTPO(d-
HOCTB 6Jn3Ka K 100%, cHUXasiCh B KYCTADHUKOBOM 1
KYCTapHUKOBO-TpaBsIHOM sipyce 10 60% u 20—40%
(CenuBanoB, 1981; Kapateirut, 1993; Hogberg et al.,
1996).

MuKopur3HBIe TPUOBI TPEUMYIIIECTBEHHO a3pO0HI,
MO3TOMY MX pa3BUTHE U pa3HOOOpa3ne CHUXKACTCS B
MepeyBlaKHeHHBIX 9KoTonax. HeskenmaTeabHa u cy-
XOCThb MOYBBI. HM3Kast ocBellieHHOCTh yrHeTaeT Qo-
TOCUHTE3 U CHIKAET MOCTYIUIeHUe (DOTOACCUMUISITOB
B MUKOOMOHT, I101aBJIsIst ero passutue (CearBaHOB,
1981; Robertson et al., 2006). BoabIIMHCTBO MUKO-
PU3HBIX I'PUOOB MaJsIo CIieIM(UYHBI 1 MOTYT 00pa3o-
BBIBaTh MMKOPU3HI Y pa3IMYHEIX AepeBbeB (JIo0aHOB,
1971; CenuBanoB, 1981), HO He MCKIIOYAIOTCI U
MPEAroYTeHUs] TPUOOB B KOJJOHU3ALIMU ONpeaesieH-
HEIX BUIOB AepeBbeB (Rasmussen ef al., 2018).

DYHKINOHAPOBAHNE MHUKOPH3HBIX KOMILIEKCOB B
JIeCHbIX 3KocHcTeMax. B mouBeHHOM mpoduie ca-
MpOTpOoHbIE TPUOLI MOTYT JOMUHUPOBATh B BEPX-
HEM CJIO€ MOACTUIIKHU, C 000POTOM MacChl FOPU30HTA
~4 net (Snajdr et al., 2008; Lindahl, Tunlid, 2015), To-
roma kak DKM rpubBl, MOTYT UTpaTh BaxKHYIO POJIb B
Ooee pa3ioXuBIIeMcs TymycoBoM cioe (Bodeker ez al.
2014; Baskaran ef al., 2017). I'icbl MUKOPU3HBIX TPU-
0OB 3HAUUTEIBLHO YBEJIUUYMBAIOT ACCUMWISIHUOHHYIO
MOBEPXHOCTb KOPHEBBIX CUCTEM PACTEHUA.

Ha ¢pyHKIIMOHMpOBaHNE MUKOPU3 BIUSIET LieJIbIiA
KOMIUIEKC BHEIITHUX M BHYTpeHHUX (pakTopoB. Ko-
IIa AJOCTYIHOCTb a30Ta IS pacTeHMUSI CHIMKaeTcs,
YBEJINYMBACTCSI MHTEHCUBHOCTh MUKOPU3HOM MH(pEK-
vy 1 (MJI1d) Bo3pacTaeT TpaHC(hEepHOE OTHOIICHUE —
KOJIMYECTBO 3JIEMEHTA, MePEMEIIEHHOIO TPUOOM U3
o0l111eTo MoToKa B pacTeHue-xo3siuHa. C yBeJIMYeH -
eM IIpUXoja 3JIEMEHTa IOTOK yIjepoda B MUKOPU3Y
cHImKaeTcs. TakmM o6pa3oM, pacTeHUs, OTIaBast MA-
KOPU3HBIM I'prubaM 4acThb CBOUX (POTOACCUMMIISITOB
JUIST pOCTa M IbIXaHUSI, PETYJIMPYIOT CBOIO MOTPeO-
HOCTB B dJieMeHTax mutanus (Michelsen et al., 1996;
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Baskaran et al., 2017). 310 ompenesnsieT COOTHOIIEHHUE
“yiiepOo—BbIToa” U OajlaHC MyTyaJiM3Ma U Iapasu-
TU3Ma B CUMOMO3€ pacTeHus U rpuda. JlaHHasr mpo-
OJema SIBJISICTCSI OMHOM M3 IJIaBHBIX IIPU MCCIEA0Ba-
HUY MUKOPU3HBIX KOMILJIEKCOB.

VaydllleHre pocTa y CaxkeHILIEB JIECHBIX AEPEBbEB C
MUKOpU3aMU MHOTOKpaTHO OTMEYaJioCh C Hayaja
XX B. (JIobanos, 1971; Baxter, Dighton, 2001; Cmur,
Pun, 2012; Simard ef al., 2012; Bennett ef al., 2017).
ITonaratoT, 4TO ca’keHIIbI TTOJy4YatoT OOJIbIIIE MOJIb3bI
OT cuM0OM03a, YeM B3pociablie pacteHus (van der Hei-
jdenetal., 2015). B nenoM, oTHOIIIEHUS MEXIY apT-
HepaMu B cCMMOMO3e O4eHb TMHAMUYHBI 1 MOTYT Ba-
pPbUPOBATh B TeUECHUE BETeTALIMH, 3TAMA CYKIIECCUU U
JKM3HEHHOTO LIMKJIA OT MyTYaJI3Ma 0 apa3uTU3Ma,
Korma rpu0 nepekiodaeT " Ha ce0s1” OOIbIIYIO YaCcTh
¢doTOoaACCUMUIIATOB PACTEHUS, UTO YXYAIIAET UX POCT
(Dicke et al., 2015; Ibanez, McCarthy-Neumann,
2016; Baskaran ef al., 2017; Agren et al., 2019). Us-
BECTHO, UTO CHMXXEHHE pOCTa B CUMOUOTPO(HBIX
PaCTECHUSIX TPOUCXOIUT U M3-3a YCUJICHUS UMMOOU-
JIN3al1U a30Ta MUKOpU3HbIM MulienueM (Correa ef al.,
2012; Grman, Robinson, 2013; Sponseller ef al., 2016), a
coIepsKaHKe a30Ta B JIUCThIX OTPULIATEIILHO KOppe-
jupyeT ¢ gauHoit tud (Groenigen ef al., 2015). Yka-
3aHHBIE MPOLIECCH HEe SIBIISIIOTCS B3aMMOUCKITIOUAIO-
M (Agren et al., 2019).

CTexnoMeTpUIeCcKoe HECOOTBETCTBUE MEXKIY Op-
raHMYEeCKMM BEILECTBOM IOYBbI C HU3KMM COJepxKa-
HHUEM a30Ta ¥ IPUOOM C BBEICOKMM COIEPXKAHUEM a30Ta
0Ka3aJIoCh Y3KUM MECTOM B BBINOJIHEHUHW TPUOOM
GYHKIMM MCTOYHMKA JIOIOJIHUTEIBHOTO a30Ta IS
pacrtenwuii (Agren et al., 2019). IIpu pocTe Ha GEIHBIX
a30TOM IT0YBax, Iprd OyIeT HeM30esKHO MMMOOMIIH -
30BaTh 3HAYMTEILHYIO YaCTh MOIVIOIIAEMOro MM a30Ta.
Pacrenue yBenuumBaeT o0 (OTOACCUMUIISITOB,
MOCTABISIEMBIX TpHOaM, YTOOBI YBEIUYUTH MOTOK
a30Ta OT I'puOOB, HO 3TO elle B OOJIbIICH CTEIIEHU
CTUMYJIMPYET POCT IPUOOB U YCUIIMBAET aCCUMUIISI-
auio sieMeHTa. [pnbd HaumHaeT “OOMaHBIBAThL” Ie-
PEBO U IO YIJIEPOIY, U IO a30Ty, YTO MOXKET IpUBE-
CTU K YXYAIIEHUIO POCTA JePEBbEB HAa OETHBIX a30TOM
MOYBaxX, OCOOEHHO Ha CTaAUM TMO3THEH CYKIECCUMN.
Ha sToMm 3Tare MOryT oTMe4yaThbCsl OTpMILIaTeSIbHbIS
KOPPEJSILIMA MEXAY POCTOM JIePEBLEB U YMCIIEHHO-
cteio DKM (van der Heijden ef al., 2015; Groenigen
etal., 2015; Sponseller et al., 2016; Lin et al., 2016).

AM o06uraTHbl 1 BO MHOTHX (HO HE BO BCEX) CJIy-
yasgxX MyTYaJIUCTUYHBI, IJIsI HUX XapaKTepHa MEHbIIAsT
noJist (OTOACCUMMIISITOB, HAIPaBIISIEMBIX PACTEHM-
€M-X03IMHOM B Mukopusy — 10—20%, nnpotus 20—
50% y pacrenuii ¢ DKM (van der Heijden et al., 2015;
Smith, 2015).

YBenumueHue IOCTYIUICHUS a30Ta ¢ aTMOC(EPHBIMU
0OcCaJKaMM, BHECEHME yIOOpeHIi, BLICOKU YPOBEHB
HETTO-MMWHEpAIN3allM1 a30Ta B TIOYBE, YACTO CAEP-
XuBano pasputue omHux Mukopu3 (Holopainen,
Heinonen-Tanski, 1993; Nilsson ef al., 2007; Lilleskov
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et al., 2008), cHmkano oumopazHoobpaszue DPM (Van
Geel et al., 2020), HO MOTJIO CTUMYJIUPOBATh Pa3BU-
THE APYTMX MUKOPU3HBIX KOMIUIEKCOB U3 TPYIII
DKM un OPM (Kranabetter, Mac-Kenzie, 2010). Jlo-
0aBOYHBII a30T CHIKAJI aKTUBHOCTh JIMTHUHOJIUTHYE-
ckux (pepMEHTOB, HO yBeJIM4umBa Iporeoian3 (Lucas,
Casper, 2008). B penkux ciydassx BHECEHHBIN a30T HE
n3MeHs1 ypoBeHb pa3Butuss DKM (Rossi ef al.,

2012). B pacrenusax c AM tonsko PO, 1 NOj; ymeHb-
IIaJIM KOJOHM3allMI0 KOPHEM, a KaJuii, KaJablui,
MarHuii, cyabgat u Xejae30, He BIMSUIM Ha pa3BUTHUE
mukopusbl (Wipf et al., 2019). JlobaBieHue cmecu
dochaToB U M3BECTM B IMOYBY CMEIIAHHOIO Jieca
cHIXaJio poct DKM nepeBbeB 1 yBEJIUYUBAJIO POCT
nepeBbeB ¢ AM ( DeForest, Snell, 2020). CHu>XeHUe
onomaccel D KM-rpruboB BEI3BIBAJIO YBEIIMUYEHHE TT0-
TEepb a30Ta U3 OYBKI TP BLIMBIBAHUM, YTO YKA3bIBA -
€T Ha peryJIUpYIOLIYyI0 POJb MUKOPU3 B yIepXKaHUU
azora jecoM (Nilsson ef al., 2007; Bahr ef al., 2013;
van der Heijden et al., 2015). B necax ¢ AM ormMedeHO
OoJiee BHICOKOE BEIIICIAYMBAHUE HUTPATOB, YeM B
OKM-nacaxnenusx (Midgley, Phillips, 2014).

CHIXeHMe MOoToKa (POTOACCUMMIISITOB B KOPHE-
Bbl€ CUCTEMbI JE€PEBbEB BbI3BAHHOE KOJILLIEBOU 00-
pE3KOM CTBOJIA, MOBPEXKIACHUSIMU KOTIBITHBIMU U Ha-
CEKOMBIMU-BPEAUTENISIMU, 3HAYUTEILHO YMEHbIIIAET
KOJIMYECTBO MUKOPHU3 IO CPABHEHUIO C KOHTPOJIEM
(Rossow et al., 1997: Hogberg et al., 2007; Kaiser ef al.,
2011; Brzostek et al., 2015; Gorzelak et al., 2015). Kak
canporpodHble, Tak 1 DKM -rpubbl pa3MHOXAIOTCS
JIETOM, B TIEpUOJ BBICOKOU (DOTOCMHTETUYECKOI aK-
TUBHOCTHU, YTO TOAYEPKUBAET UX 3aBUCUMOCTH OT
doroaccumuisitoB aBTOTpodoB (Cheeke et al., 2017).

Pojib MUKOPH3HBIX KOMILIEKCOB B IMKJIE YIjepoaa.
B 6opeanbHBIX Jecax CTOK yriepona IpeoObjamaeT
Han ero amuccueint (Phillips ef al., 2014). ExeromHo
TepBUYHOI MpoayKiyeit 6moma cesizbiBaercs ~0.5 I'
C, 6osbl1ast 4aCTb KOTOPOTO B KOHEUHOM UTOTE T10-
CTymnaeT B ITOYBY, cojepxkaiyio 30% MUPOBBIX 3ama-
coB yriepona (Phillips ef al., 2014; Scharlemann et al.,
2014). Pa3zButne DPM crocoOcTByeT (hOpMUPOBAHIIO
NoMM(PEHON-0EJIKOBBIX KOMIUIEKCOB, ITOBBITIIAIONINX
YCTOMUYMBOCTh OPraHUYECKOIO BEIeCTBa IMOYBHI K
paznoxenuto (Clemmensen ef al., 2013) u BmecTe ¢
HU3KMMM TeMmIlepaTypaMu KOHCEPBUPYIOLIUX yTJie-
ponnslit myn moussl (Lindahl, Tunlid, 2015). B atux
rmouBax ot 50 70 70% HaKOIJIEHHOTO YIJIepoa IIPOKC-
XOIUT OT KOPHEN U CBSAI3aHHBIX C HUMU MMKOPU3HBIX
komiuiekcoB (Clemmensen et al., 2013). buomacca
DKM ouenusaercs 1o 600 kr ra~!, mpu 61M3KNX 3Ha-
yeHusx nponykuuu (Wallander et al., 2004), yto co-
crasisieT He MeHee 30% Bceit MUKpOOHOI GroMacCChI
(Pellitier, Zak, 2018) u ~50% o0611eit Macchl TpUOOB B
rnmouBax 6opeanbHbIX JiecoB (Clemmensen et al., 2013).

Ha ocnoBe pa6otsl (Gadgil, Gadgil, 1971), moka3aB-
meii, yro DKM rpubsl MOTryT NOAABIISITh CAIIPOTPOd-
HYIO aKTUBHOCTb IIOYBHI, HccaenoBaHuii (Orwin ef al.,
2011; Clemmensen et al., 2013; Baskaran et al., 2017)
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ObUTa pa3zpaboTaHa KOHUEIINS KOHKYPEHTHBIX OT-
HOILLIEHUST MEXIY PaCTEHUSIMUA, MUKOPM3HBIMU I'prba-
MM U caripoTpodHOt MUKPODIIOPOI 3a a30T, YTO MOXKET
CHMKaTh aKTUBHOCTH CBOOOTHOXUBYIIINX MUKPOOP-
FaHW3MOB M CITOCOOCTBOBaTh HakoruieHU1o OB B nec-
HOI MOYBE B BUAEC MULICNAILHBIX ocTaTKoOB (Lindahl,
Tunlid, 2015; Zak et al., 2019; Wipfet al., 2019; Smith,
Peay, 2020). DT1o comnacyetrcss ¢ BbiBogamu (Averill
etal., 2014), moka3aBIlIX, YTO IIOYBAa B 9KOCHUCTEMAaX
¢ npeobnaganueM DKM, comepxut Ha 70% OGoJblie
yrjiepoja Ha eIMHUILY a30Ta, YeM ITOYBa IKOCUCTEM C
AM. DTO 00BSICHSIET HAKOIUIEHUE YTJIepo/ia B TOYBax
OopeaJIbHBIX JIECOB M €r0 CTAOMIIBHOCTD, a TAKXKE SIB-
JIsieTcs 60s1ee CUJIbHBIM AETEPMUHAHTOM 3aracoB yT-
Jiepojia B IOYBE, YeM KJIIMMATHU4YEeCKUE IIepeMCHHBIE.
Onmnako ¢ DKM nepeBbrsIMU cpaBHUBaJINCh HacaXKIe-
HUsS ¢ AM He OopeajibHOM 30HBI, a U3 TPOIMUKOB U
CyOTPOIIMKOB, UTO HE BIIOJIHE KOPPEKTHO. JlanbHeii-
mume wucciaenoBaHus jecoB CIIIA moxazamm, d4TO
OoJtblllee HaKOIJIeHUE yriepoaa B mouBax DKM e-
COB IO cpaBHeHUIO ¢ AM jecaMy IPOUCXOAUT IIPU
HU3KNUX YPOBHSIX MOCTYIUICHMS a30Ta C aTMocdep-
HbIMU ocankamMu. [Ipu BEICOKOM Mpuxoae a3oTa Ko-
JIMYECTBO yriepoaa B mouBe DKM-jiecoB cHIXKaeTcs
u pasauna ¢ AM-necamu ncuesaet (Averill ef al., 2018).
DKCIepUMEHTAIbHOE UCKIIIOUEHNE MUKOPU3 YCKO-
PSIO pa3lioKeHUE ITOACTUIIKA TOJIBKO B COCHOBOM JIe-
Cy, HO He BJIMSUIO Ha ee OeCTPYKIIMIO B IPYTMX TUITAX
sneca (MatBuenko, 2017; Fernandez et al., 2020), a
¢depmMeHTaTUBHAsI aKTUBHOCTb DKM T11po6 MOYBHI B
CeBEpHBIX JiecaxX ObLIa 0IM3Ka K aKTUBHOCTH CaIlpO-
TpodHOI MUKPODIOPHI I HEMHOTO IIPEBOCXOAMIIA
ee (Phillips et al., 2014). B miobaJibHOM acIieKTe
BKJIaJ MUKOPU3 B “IbIXaHWE MOYBHI” OLIECHUBAETCS B
15% (Han et al., 2021). B 1ie;ioM, mpu3HaeTcs Kiode-
Basi poiib OKM-rpu6oB B LIMKJIe yriiepoaa B Oopeaib-
HBIX JIecax IIpY OTPaHUYECHHOCTH 3HAHUI1 00 nX (pyHK-
umoHupoBaHuu (Lindahl, Tunlid, 2015; Zak et al., 2019;
Agren et al., 2019; Smith, Peay, 2020).

PoJjib MUKOPH3 B CHA0KEHUH PACTEHMIA dJIeMEHTAMU
muTanna. CHaOXeHYe pacTeHUI 3JIeMeHTaMU ITUTaHUS
SBJISIETCSI IJIaBHOM (DYHKLME MHKOpPHU3. YdacTue
MUMKOPU3 B CHAOXKEHUU pacTeHUI a30ToM, (pocpopom,
KayieM ObLI0 MHOTOKPATHO IIPOAEMOHCTPUPOBAHO B
9KCIEPUMEHTAX C CaxkeHIIaMM MHOTHX JIeCcOOOpa3y-
tomux nopoxa (Cmut, Pum, 2012).

Mcrionb3yst MOIITHBIN anmnapaT TUAPOJIUTHYECKUX
U OKUCJIUTENIbHBIX 3K30(pepMeHTOB, DKM pasznaraior
OeKu, IoIM(pEeHO0I—0eIKOBbIE KOMILJICKCHI, XUTHUH,
JIMITUIBL, LIEJUTI0JI03Y, LEeI00U03Y, TEMULIEIUTIONI03Y,
MeKTUH, MOHO(MEHOJIbI, TToaudeHO0JIbI, pocdhopopra-
Huaeckue noiauMephl (Read, Perez-Moreno, 2003).
OtnenbHbBIC BUOBI MUHEpaIU3y1oT TUrHUH (Brzostek,
Finci, 2011). Muxopu3bl mOomIOIAIOT 00pa3oBaHHbIE
B pe3yJIbTaTe THAPOIN3a a30TCOAePXKAIINX KOMILICK-
COB aMHUHOKMCJIOTHI 1 MUHEPaJIbHbII a30T U IIEpeaaloT
KOPHSIM pacTeHUi1, CHUXXasl 3aBUCUMOCTb MOCAETHUX
or canporpodHoit Mmukpoduopsl (Lindahl, Tunlid,
2015). Ectb yTBepXAeHHE, UYTO ACMOIMMEpPU3aLIKsI
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0eTKOBO-TTOJIM(PEHONBHBIX KoMITJIEKCOB DKM -rpn-
0aMu ITPOUCXOIUT MPHU YIaCTUU carlpoTpOodHONH MUK-
podnopsl (Groenigen et al., 2015).

B xiteTkax rpuba MUHepallbHbII a30T IIpeBpalla-
eTcsl B ITyTaMMH M miyramar. MloHbl opTodocdara
repeMelalTcsd B MULEIUl OEJIKOBLIMU TPaHCIIOP-
TepaMH, T[I€¢ BHYTPU TPUOHON KJICTKM OH MOXET

ocraBaTbcs B hopme noHa PO, , mpeBpalatbces B 1o-
mudocdar wim Hykieo3ua-tpudocdart. Ilonaramwor,
YTO TPUOKOBbIE BAKYOJIM CIIY>KaT OCHOBHBIMU XpaHU-
JIMIIIAMU coeqHEeHMI a3ota 1 ¢pochopa. KoHkpeTHBIe
MeXaHU3Mbl TPAHCIIOPTA 3TUX JIEMEHTOB B pacTeHUE-
x03s11H 10 KoH11a HesicHBI (Nehls, Plassard, 2018).

VBenuueHue pazHooOpa3usl BUAOB IprUOOB, oOpa-
sytorx DKM y mpopocTKoB 0epe3kbl (2 Buaa IIpoTus 1)
yJIy41ajgo X pocT, a mpu OoJiblleM pa3zHOOOpa3uu
(mo 4 BuOoOB) Bo3pocio coiaepxkanue N u P B pacre-
HUU, XOTsI (PaKTOp pa3HOoOpa3ust 0ObSICHSLI Bcero 11
u 18% Bapuwalmu KOHIIEHTPAIIMN STHX 3JIEMEHTOB
(Baxter, Dighton, 2001). ITornomenue ¢pocdopa Tak-
K€ BO3pacTalio 10 Mepe YBeJIMYeHUs] pa3HOOOpa3us
rpu6oB (Kanekar et al., 2018).

IMTonaraior, yto DKM-KOMIJIEKCHl HCIIOJb3YIOT
OB 10YBBI HE CTOJIBKO KaK MCTOYHUK MeTabosinye-
CKOTO yIjiepoja, a 1jisi METaboJIMYEeCKOM nerpagaiu
cJIoXKHBIX N-coaepsKaluxX KOMILUIEKCOB, OCBOOOXKIAs
a30T u3 opranmyeckux IynoB (Lindahl, Tunlid, 2015;
Baskaran ef al., 2017; Pellitier, Zak, 2018). Muxopus-
HbII 00pa3 XXU3HU MPUBEJI K TOTepe TeHOB, OTBEYal0-
IIMX 32 CUHTe3 (hbepMEHTOB, pa3pyllaolIrX YIJIepoa-
HBII CKeJIeT OpraHnYecKoro BemiecTBa nmouBbl (Waller
etal., 2018). DKM reHoMbl UMEIOT MEHBIIIE JTUTHO-
LIEJUTIOJI030JIMTUYECKUX TEHOB, YeM MX carpoTpod-
Hele nipenku (van der Heijden ef al., 2015; Pellitier, Zak,
2018). DkcnepuMeHTBl B YHUCTBIX KyJabTypax DKM
MoKazaju, YTO OKUCJIEHE OPraHMYeCKOTro BellleCcTBa
U DKCIpeccusl CBSI3aHHbIX (DEPMEHTOB M TUIAPOK-
CWIBHBIX pPaauKajoB 3amycKaloTcsl I00aBJIecHUEM
[JIIOKO3bI, TIpEAIioiarasi, YTo yrjieBoJ MOXET IOCTY-
MnaTh U3 pacTeHus-xo3sguHa. C yueToM 3TUX JaHHBIX
ObLTa pa3paboTaHa runoresa “/N-MaliHMHra”, moja-
raomast, 4To D KM -rpuObl OKMCISIIOT OpTaHUYECKOe
BEIIIECTBO B Pa3HOM CTENEHU, YTOOBI TOJYUYUTh He-
OOJIBIIIME OpPTaHMYECKUE a30TCOAEPIKAINEe MOJICKYJIbI
(menTumbl), OCTaBJIsIS IIOCE Ce0sI OTHOCUTEILHO 00—
raTble yriaepojaomM cyocTpaTbl. OmHaKO MPSIMbIX JOKa-
3aTeJIbCTB pealM3aliy 3TOro mpolecca B IIpUpoAe
Her (Pellitier, Zak, 2018; Zak et al., 2019). Jns BeIxona
U3 3TOU CUTYyallM1 HE UCKJII0UAIOT epeHOoC OaKkTepu-
aJIbHBIX TEHOB, KOAVPYIOIIUX paclleruisiionme gep-
MeHTHI, TpubaMm (Dicke et al., 2015).

OueHkM BKJIaJa MUKOPU3HBIX KOMILJIEKCOB B
a30THBINA U pochopHbIl pexXUMbl paCTeHUI Bapbu-
pyioT B mmpokux mnpenaeiax, oT 0 mo 80% (van der
Heijden ez al., 2015) u, BeposiTHO, B BEpXHUX I'PaHM-
ax TPENCTaBISIOTCS WU3JIUIIHE ONTUMUCTAYHBIMMU.
Kpowme Toro, B 1ecax yMepeHHOM 30HBI 3aTPAThl A30Ta
Ha TOAUYHYIO MPOAYKIIMIO (PUTOLIEHO3a U MPOAYK-
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TUBHOCTb MUHEPAIM3AINN COSIMHECHMIA a30Ta B TTOYBE
o6au3ku (Nadelhoffer ef al., 1985), yTo cTaBUT IOH, CO-
MHEHUE 3HAYNTEIbHOE y9aCTe MUKOPU3 B A30THOM
LIUKIIE.

3HAYNTENILHBIN MHTEPEC IPEACTABIISIOT UCCIIEN0-
BaHMsI MUKOPU3, BBIIIOJTHEHHBIE METOIOM M30TOITHOM
WHIUKALMM HE B JlabopaTopuM (KakuX OOJBIIMH-
CTBO), a B Ipuporae. B TyHApax M XBOIHBIX jJecax
Ansicku u CkanauHasuu DKM u DPM nocraBasioT
yepe3 MeMOpaHHBIN TpaHCIOPT (PUTOLIEHO3Y 00em-
HeHHble PN OJUTrONenTUAbB 1 aMUHOKMCIIOTHI, YTO
MPUBOAUT K CHIKEHUIO BEIMYMHBI 0N B JINCTHAX U
xBoe 10 —8.5...—11%0 10 oTHoOIIEeHMIO K rpudam. C
pOCTOM OOCTYIHOCTM a30Ta IIPEeMMYIIeCTBEHHBIN
moToK “N oT rpuboB K pPacTeHUSIM COKPAILLAETC,
8N B pacrenuu Bospacraet (Michelsen ef al., 1998;
Hobbie, 2008). Mukopu3Hbie TprUObI 00€CIEYNBAIOT
30—60% a30THOI MOTPpeOHOCTU (PUTOLIEHO3a TYHAPHI
(Makapos, 2019). Bto noaTBepxkaaeT U HU3KUi ypo-
BE€Hb MUHEpAIN3alU1 a30Ta B MOYBE 3TUX DKOCHUCTEM
(Hart, Gunther, 1989), He KoMIIeHCUpPYIOIIUIi 3aTpa-
ThI a30Ta Ha (popMHUpPOBaHME TOOAUYHOIO IIPUPOCTA
¢uronenos3oB (Shaver, Chapin, 1991).

B nacaxnenuu enm yepHoii (CLIA, mraT Ansicka)
s3HaueHusa 0N u koHueHTpauuu N B XBO€ I1OJIOXKU-
TEJIbHO KOPPEJIMPOBAIN C POCTOM AEPEBHEB, HO CKO-
POCTh POCTa OTPULIATEIBHO KOPPEJIMPOBaja C MOmIo-
IeHUEeM a30Ta MUKOpH30ii. Ha BepllmHe CKJIOHA eJ1b
B MEHBIIIEIi CTeIIEH! 3aBHCeJIa OT IMOIJIOIIEHMS a30Ta
MUKOpH3aMU, YEM Y IIOTHOXbS, TAe yXyaIlaaach 10-
ctymHOCTB a3ota nmouBbl (Tanaka-Oda et al., 2016).
DTa HeoOBIYHAsI CUTyallMsI MEHsIJIaCh Ha OoJjiee pac-
MMPOCTpaHEeHHYI0 B KareHax MeHHOCKaHIWU, TIe
pacteHusi ¢ OKM u OPM pasMmelnaiuch B BepxHei
YacTHU CKJIOHA ¢ HU3KUMM 3HaYeHUsIMHU pH mouBwl 1
MaJIbIM COAEpKaHUEM HEOPraHM4eCcKoro azora. BHu3y
KaTeHEI ¢ 60J1ee BBICOKMMU IToKa3aTteassMu pH 1mouBbl
JTOMMHUPOBAJIM MOTeHIHUAJIbHO AM mim 6e3MUKo-
pU3HbIE TPaBbl, KOHLIEHTPALIMU MUHEPAJIbHOTO a30Ta
o6bUIM BEIcOKHUE. ComepkaHe a30Ta B JIUCThSIX U KOP-
HSIX Pe3KO0 YBEJIMYMBAJIOCh OT BEpXHEl K HIDKHEI Ja-
ctu kateHsbl (Giesler ef al., 1998).

B necax ymepennoii 3oub1 (CIIA, mrar Hbro-
I'5MIIIMp) 06eIHEHNE JIUCTHEB U XBOU M30TONOoM PN
3HAYUTEIHLHO MeHblle, 0N Bapbuposana ot —0.7 10
—4.7%0, cocTaBisas. B cpenHeM, —1.7%o. Y KieHa ¢
AM sta BenmunHa coctaBuia oT —2.41 1o —4.7%o, a
y 6yka ¢ DKM ot —0.74 no —1.51%o0 (Averill, Finzi,
2011; Pardo et al., 2013). O1tu pa3nu4us MOTYT yKa3bl-
BaTh Ha pa3HbIil BKJaJd MUKOPHU3 B a30THBIM peXUM
pacTeHuii ¢ U3BMeHEeHHEM reorpaduyecKoil IMUPOTEHL.

B03MOXHO, poJib MUKOPU3 B M30TOITHOM MHIMKA-
LIMM HOCUT PETMOHAJIbHBINM XapakTep. B 1ecax EBporbl,
CesepHoii AMepuky, Ynam, Koppesnus Mexay 0°N B
JIUCThSIX U IIPUXOIOM a30Ta ¢ aTMOCGHEPHBIMU OCa-
KaMu oTcyTcTBOBajia B DKM -nepeBbsix 1 Oblia Moo~
JKUTEJTLHOM B AepeBbsix ¢ AM (Makapos, 2019). Takke
M3BECTHO, YTO (DpaKIIMOHUPOBAaHUE N30TOIIOB a30Ta
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PA3I'YJIMH

MOXET 3aBHCETh OT UICTOYHUKOB a30THOTO MUTAHMS,
MpeodIagaHus HUTpU(MPUKALIMKU B LIUKJIE a30Ta MOYBHI,
¥ JaHamAa@THOM MCTOPMM ydacTKa, a HE TOJIbKO OT
dbyHK1MoHMpoBaHusa Mukopus (Pardo et al., 2013).

AxtnBHOCTE DPM ponmoneHmpoHa (Armmanayu,
CIIIA) 110 criocOOHOCTU M3BJIEKATh a30T U3 Moaude-
HOJI-0€JIKOBBIX KOMILIEKCOB IMOYBbI ObLiIa BhILIE, YeM
y pactenuii ¢ 9KM n AM (Wurzburger, Hendrick,
2007). B npyrom mccieqoBaHUM OTMEYaroTCsl OIn3-
Kue aktuBHOCTH DPM 1 DKM B nojrydyeHnu a3oTa U3
OopraHm4yeckux ucTouyHukoB (Adamczyk ef al., 2017).

AM-rpn6Bl aKTUBHO Yy4YacTBYIOT B (ochopHOM
MUTAaHUU pacTeHUil. AM KOJOHU3UPYET KOPHU aK-
TUHOPU3HBIX pacTeHUii (0JibXy), C aKTUHOMUILIETOM
Frankia, u xopHu 0000BbIX (KjJIeBepa), 0oOpasys
“nmBOWHON cuMOMO03”, obecneunBasi IHEPTETUYECKU
3aTpaTHbI mpollecc azoTdukcanuu P ns cuHTe3a
AT® 1 BO3MOXHO, MOJUOAEHOM, BXOISIIMM B CO-
ctaB HutporeHas (Cmurt, Pun, 2012). ITouBeHHBI
¢docdop BxoauT B cocTaB opTodocaToB 1 OpraHu-
YECKUX COEIMHEHUI, TPEACTABICHHBIX IMpEeUMYyIlle-
CTBEHHO (hochonunuaaMmu, HyKJIeoTUIaMu1 U HyKJIer-
HOBBIMHU KuciaoTamu. CoenmHeHUsT pocdopa IIPOIHO
COpOMPYIOTCS Ha TUAPOOKCHIAX XKejie3a U alloMU-
HUS U TPYOAHONOCTYMNHBI 1Jis1 pacteHuii (Lang et al.,
2017). Pactenuss moryT noriomark oprodocdar us
TMOYBEHHOIO PacTBOpa TOJBKO 4epe3 clieluduieckre
OenKM-TIepeHOCUnK (docdaTa, IKCIpeccupyeMble B
KOPHSIX, 00pa3sysl 30Hy (occhaTHOro UCTOIIEHUST BO-
Kpyr kKopHs. ['mder AM pactyr 3a nipeneaaMu 30HBI
HUCTOLIEHUST U, UMEIOT JOCTYIl K pecypcaM, Helo-
CTYIHEBIM IJISI KOpHEl pacTteHuii. 3areM pocdar 1mo-
mIomiaeTcs rudaMu U repeaaeTcs B apoycKyiabl. Me-
XaHU3M Tlepeaayy MoHa B alloIJIaCTHOM UHTep(deiice
pacTeHuIo octaercst Hem3BecTHBIM (Wipferal., 2019).

BoamoxHocTi AM rprOOB BBIIEISATH 3K30(hepMEH-
Thl, paszJjiaralollye OpPraHMYeCcKoe BEIIECTBO ITOYBBI
oueHb orpaHuueHkbl (Groenigen ef al., 2015), HO ecThb
COOOIIIEHNSI O HaJMYMM Yy HUX KHUCIBIX docdaras,
pasmaraponux gocdopcoaepxaiire opraHudecKue
coenuHeHus (Martin ef al., 2018). Tudsl rpubOB C

AM nomiomator kak ol NH, u NOj3, Tak u aMu-
HOKUCJIOTBI, U MENTUIABI. DTU COSNUHEHUS MpeBpa-
1Ial0TCSl B apTUHWH U TIepeaaroTcs B 3Toil (hopme yepes
rudsl K KopHsaM xo3suHa (Wipf ez al., 2019). Crioco6-
HocTu AM pacTteHuii ycBauBaTh MUHEpPaJIbHbIE U Op-
raHu4eckre (hopMbl a30Ta MOATBEPXKAEHbBI DKCIEPH-
meHTanbHO (Read, Perez-Moreno, 2003; Kranabetter,
MacKenzie, 2010). Ilpuuem pacteHust ¢ AM (oBcsi-
HUIa ajnTaiickasl U UBaH-4ail) B Jlecax AJISICKU acCu-
MUJIUpPOBaI OoJiblIUKE HAOOp aMMHOKHWCIOT, 4yeM
HeMuKopu3Hbie Buabl (Groenigen ef al., 2015). B ne-
JIOM, MHOTHMe€ 4epThl Ouosiorni AM ocTaroTCsl HEeUC-
cinenoBanHbiMU (Martin et al., 2018).

Muxkopusnbie cetn (MC) 1 HX poJib B 00peabHBIX
aecax. DKM-rpuodsl 00pa3yioT pU3N4YecKylo 000JI0UKY
BOKPYT MOJIOABIX MUTAIOIINX KOPHEN, obecreunBast
OoJiee BBICOKYIO 3allIUTy OT aHTarOHUCTOB, yeM AM-
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rpu6sl (Bennnet ez al., 2017). B 1ecHBIX 5KocucTeMax
(Dbl SKTOMUKOPU3HBIX YEXJIOB CBSI3bIBAIOT MEXITY CO-
00li OTIEeIbHbBIC IePEBbsl U3 PA3IMYHEIX SIPYCOB, 0Opa-
3ys1 €IMHYIO 9KoJorndeckyro cetb (CemmBaHoB, 1981).
KycrapHuku 1 TpaBbl HomjIecKa CBSI3aHbI MEXKITY COOOM
mutieaveM AM (van der Heijden ez al., 2015). OnHoii u3
nparH oopazoBanust MC siBisieTcsl yHUBEPCATBHOCTD
OTHOILLIEHUI MEXITy TPMOaMM U PACTEHUSIMMU.

Yepez MC mpoxodsT NOTOKM BOIBI, YIJIEpona,
azora, pocopa, MUKPOIIEMEHTOB MepeaacTcss MHO-
2KECTBO COeMMHEHMI pr3ochepbl — ayKCUHOB, aJiKa-
JIOUJIOB, TEPIIEHOB, IUTOKWHUHOB. DTO CUTHAaJBI,
peryampyioniie MHOTHE acleKThl CUMOMO03a — ypo-
BEeHb MHBA3WHU, YIJIEPOIHBINA OajaHC B cUCTeMe “Ie-
peBo—TIpud”, cTpecc, TopMOHaJIbHBIN OajaHC. DTU
CUTHAJIBI IIOCTYIIAIOT ¥ OT MUKOPHU3bI M UMEIOT IIepe-
KpecTHbIN XapakTep. CUrHaJIbI CTpecca nepeaarTcs
OT MOBPEKICHHBIX pacTeHUI K 310pOBEIM uepe3 MC
JTaxe ObICTpee, YeM aMUHOKMCIIOTHI ¥ BOAa, COOTBET-
cTBeHHO (onHM cyTKHU U 1—3 cyT). Uepes rudanbHbIi
MUILEINI epeMelaloTcsl TaKKe ajlIeTOXUMUYECKUe
coemHeHMsI, TUOMEHBI, MECTULUIbI, CHIDKAIOIINE
pocT pacteHuii-nipueMHUKOB (Gorzelak ef al., 2015).

B cmemannowm necy (Kanana, Bputanckas Komaym-
Ous) HampaBlIeHUE IepeHoca yriepoaa (OTOCHMHTE3a
IBaXXIbI MEHSUTOCH 3a BereTanmio. CHadaja yriaepomn
repeaaBajics BECHOM OT ObICTpOpacTyIIe ayriacumn
K O6epe3se, ¢ pacITyCKalOINMUCS TTOYKaMH. JIeToM 3ToT
TTOTOK OBIT HAITPaBJIEH OT Gepe3bl K AYIIIACHH 1 OCEHBIO
BHOBB I11eJ1 OT AyIJIaCHU K Oepese, ¢ XKeaTeroleii TUCT-
Boii (Simard, 2009). Tak yepe3 MC npoucxoauso
TiepepacrnpenesieHre MMOTOKOB YIJIepoa, ¢ peaan3a-
1IMel TIpUHIMIIa HauboJbleit morpedHocT. Mexa-
HU3MBI TIePEIBIDKEHUS BEIIECTB HE BITOJTHE SICHBI, HO
T10J1araloT, YTO OHO MPOMCXOIUT 110 TPAIUEHTY KOH-
LIEHTpaLMii B cucTeMe " ICTOYHMK—CTOK" (Simard et al.,
2012).

B necy MC cBSI3bIBaIOT MOJIOZbIE AEPEBbSI CO CTAPhI-
MM, YTO YJIYYIIAeT POCT CaXKEHLIEB CHSITUEM OCTPOIA
KOHKYPEHLIUM C IPYTMMHU PACTEHUSIMU, TIepeMeLast
K VX KOPHSIM JIOMOJIHUTEIbHYIO BJary U 3JIEMEHTHI
MMUTAHUS, YTO B 3HAYUTEJIbHON CTETIEHU CITIOCOOCTBY-
eT JiecoBoccTaHoBeHMIo (Simard ef al., 2012; Barker
etal., 2013; Gorzelak et al., 2015). CaxkeHIIbl KOJIOH1-
3UPYIOTCSI MUKOPU3HBIMU IpUbaM1 O4eHb OBICTPO, B
TedeHue 3—6 OHe Iocie MOoSBIeHUs BCXoAoB (van
der Heijden et al., 2015).

MC He MOryT OBITH OCHOBHBIM ITyT€M IOTJIOIIS-
HUSI BOABI IS PACTEHUSI-XO35IMHA, HO OHM MOTYT
OBITh MOJIE3HBIMU B 3MU30/bI 3aCyXH, OJ1arogapsi CBOei
CITOCOOHOCTH 0o0ecreunBaTh MUHUMAaJIbHBIE TPE0O-
BaHWSI U151 BbDKMBaHMS pacTeHus1. [Toka cHabxkaro1as
poib DKM Bomoii mmokazaHa TOJBKO IJIsI Ca’kKeHILIEB
(Lehto, Zwiaze, 2011). OTmeueHa GoJjiee HU3Kasi 3¢h-
¢deKTUBHOCTh AM B yCIIOBUSIX HU3KUX TeMIIEpaTyp 1
3acyxu 1o cpaBHeHuio ¢ DKM (Kilpelidinen et al.,
2020).
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B 3penbIx 1ecax MUKOPU3bI BHITTOJTHSIIOT CTPYKTY-
poobpaszywinyio GyHKuuo. DKM-aepeBbsi CTUMY-
JIMPYIOT POCT OKpyXamiux ux DKM- caxkeHIeB, a
nepeBbd ¢ AM yrHeTaloT pa3Butie AM-pacTeHn 13
cBoero okpyzkeHus1 (Johnson et al., 2018; Sasaki et al.,
2019). DKM -rpu6hbI 3alUILAIOT ISPEBbsI OT ITATOT¢HOB
U BpeauTelieil, cnocoOCTBYs BEIPaOOTKE MOHOTEPIIC-
HOB, ayuiie, yeM AM (Bennett ef al., 2017; Kanekar
etal., 2018; Waller et al., 2018).

IMonararoTt, yro MC noaaepXuBaioT XKU3Hb Oec-
XJIOPOMDUIUTBHBIX U HU3KO XJIOPO(MUILTBHBIX PACTEHUIA.
B MC ypoBeHb ntepenaum yriuepoaa 6ecxiiopopniib-
HBIM MMKOTreTepopodHBIM BUJaM U BUIAM C ITOHU-
JKEHHBIM coliepXaHueM Xjaopodruia (TpyllaHKOBbIE
u opxuaHble) coctaBisgeT 95—100% u 0—85% cootBeT-
CTBEHHO, 4TO He TpeBbiiaer 10% or HeoOXOIMMOro y
aBTOTPO(HBIX WIeHOB ceTeil (Simard ef al., 2012).

B necHbIX 3KOCHCcTEMaX AePEBbs SIBSIOTCS TIaBHBIM
WCTOYHUKOM, CHAOXaIOIIMM YIJIEPOIOM MHMKOPH3-
HBbIE CETH M OKa3bIBAIOT HACJIEAICTBEHHOE BIUSHUE Ha
ceTeBble MUKOPU3HBIE IPUOBI, TOYBEHHBIE MUKPOOP-
TaHU3MBI, COOOIIEeCTBa OECITO3BOHOYHBIX M MTHII,
YTO TIO3BOJISIET TIPEAIIONOXUTh TPYIIIIOBOM OTOOP.
OTOT (pakTOp CMOCOOEH OOBSICHUTD, ITOYEMY Jieca, C
GOJIBIITM BUAOBEIM pasHoOOpasueM, 6oiee IPoIyK-
TUBHBI M 00JIee YCTOMYIMBBI K aTakaM HACEKOMBIX 1
OoJe3HsIM, YeM MOHOKYJIBTYpHI (Gorzelak ef al., 2015).

3AKJIIOYEHHME

MuxkopuszHble TpUOBI BBINOJHSIOT IIMPOKUIA
CIIEKTP 3KOCUCTEMHBIX (PYHKIIMI — CHabOXaroT pac-
TEHUS DJIEMEHTAMU MUTAHUS, CIIOCOOCTBYIOT ITOYBO-
00pa3oBaHMIO M arperaiyuy IIOYBBI, YBEJIWYMBAIOT
YCTOMYMBOCTb PACTEHUM K 3aCyXe, 3arpsSI3HEHUIO TSI -
KEeIBIMU MeTaJJTaMu, 00JIC3HSIM, ITaTOreHaM U CTPEC-
Cy, Y4aCTBYIOT B JIECOBOCCTAHOBJICHUHU W BIUSIOT HA
CTPYKTYPY JIECHBIX COOOIIIECTB.

MuKopu3HbIe KOMILIEKChl BO MHOTOM 0becrieurBa-
10T (PYHKIIMOHMPOBAHUE OMOT€OXMMMUYECKOTO ITHUKJIIA
yIjiepoja B OopealibHbIX Jiecax. B ke azora poiib
MUKOpPU3 3HAYMTEIbHA B 9KOCUCTEMAX BHICOKUX 111U -
pOT U MEHee BbIpakeHa B Jiecax YMEPEHHOM 30HBI.
MuKOpU3bI MOTYT CYIIECTBEHHO COKPATUTh MOTEPU
a30Ta U3 JIECHBIX IMOYB MPU BbIMbIBAHUU. MUKOPU3bI
YYaCTBYIOT B Pa3JIOXKEHUU OPTaHUYECKOTO BEIIECTBA
MOYBBI JJIS1 MMOJTyYEHUST JOCTYITHOTO a30Ta, HO (hepMeH-
TaTUBHbIE MEXaHU3MbI 3TOTO MPOIIECCa BO MHOTOM He-
u3BecTHbl. He M0 KOHIIa U3BECTHBI U KOHKPETHBIE
MeXaHU3MBbl Tiepenadu azora u ¢ocdopa ot rpuda K
pacTeHuIo.

I'paHp MexXmoy MyTyau3MOM W MHapasuTU3MOM B
MUKOPU3HBIX KOMIUIEKCaX OCTaeTCs BeCbMa TOHKOIA.
B HEKOTOPBIX MOYBEHHO-3KOJOTUUYECKUX CUTYaIIUSIX
MUKOPU3BI OTPaHUINBAIOT POCT pACTEHUIA.

MUKOpM3BI U3YyYaloT TIPEUMYIIECTBEHHO B J1a00-
paTopuu, YTO CO3AAET MPOOIEMY SKCTPAMOJISILIUU T10-
JIy4EHHBIX PE3y/IbTaTOB Ha IPUPOMHBIE SKOCHCTEMBI.
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I/ICCJ'IC,Z[OBE[HI/IH MHUKOPH3 B IIpUPOAEC OCTAXOTCA €aAN-
HWYHBIMU U JAJTICKNUMU OT ITOJIYYCHU S ITOJITHBIX KOJIN -
YECTBCHHLIX OLICHOK (I)YHKLII/IOHI/IpOBaHI/If{ cuMOuo-
TUYCCKHNX KOMILJICKCOB, ITO3TOMY pa60TbI B 3TOM Ha-
IIpaBJICHUHN HeoOXOaUMbI U OYEHD BaXKHHbI.
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Mycorrhizal Complexes and Their Role in the Ecology of Boreal Forests

S. M. Razgulin*
Institute of Forest Science R AS. st. Sovetskaya, 21, p. Uspenskoe, Odintsovsky District, Moscow Region, 143030 Russia
*e-mail: root@ilan.ras.ru

The functioning of mycorrhizal associations in forest ecosystems is discussed. Mycorrhiza are involved in
supplying plants with nutrients and improve their growth, but they can also inhibit plant development. The
level of participation of ecto-ericoid mycorrhiza in the carbon cycle of boreal forests is considered to be very
significant. According to isotope indications, the role of mycorrhiza in the nitrogen cycle is high in the tundra
and less pronounced in boreal forests. Mycorrhiza are involved in the decomposition of soil OM to obtain
available nitrogen, but the enzymatic mechanisms of this process and the pathways for the movement of N
and P from fungal cells to plants are largely unknown. Mycorrhiza prevent nitrogen losses from forest soils
during leaching. Mycorrhizal networks contribute to the processes of reforestation and structuring of planta-
tions, protect against pathogens and pests.

Keywords: mycorrhizal symbioses, ecto-ericoid and arbuscular mycorrhiza, saprophytic microflora, soil or-
ganic matter, exozymes, nitrogen isotopes

MN3BECTHUA PAH. CEPUA BUOJIOTUYECKAA Ne 6 2022




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


