IIOYBOBEJIEHUE, 2019, Ne 2, c. 220—233

BNOJIOTUA 1104YB

VK 631.466.12:631.811.1

POJIb MUKOPU3bI B TPAHCO®OPMAILIM COEAUMHEHUN A30TA
B IIOYBE U B A30THOM IIUTAHUU PACTEHHUN (OB30P)

© 2019r. M. U. Makapos*

MTIY um. M.B. Jlomonocosa, Poccus, 119991, Mockea, Jlenunckue eoput, 1
*e-mail: mmakarov@soil.msu.ru

IMocrynuna B penakiuio 27.07.2018 r.
ITocne nopa6orku 06.08.2018 r.
[MpunsTa K my6mukamu 26.09.2018 .

AHaJIM3UPYETCS COBPEMEHHOE COCTOSTHUE BOMPOCa O 3HAYEHUM MUKOPU3HOTO CUMOMO03a B KOHTPOJIMPO-
BaHUU OMOTEOXUMMUYECKOro IIUKJIa a30Ta B ITOYBAaX U B A30THOM ITUTAHUM pacTeHU. BaxkHast posib 3puKo-
nnaHoit Mukopusbsl (DPM) u skromukopussl (DKM) B obecriedeHUM pacTeHUii-xo3sieB a30ToM (N) B Ha-
cTosIIee BpeMsI O0lleIIpru3HaHa, HO 3HaYeH1e apOycKysspHoii MuKopu3sbl (APM) ocTaeTcs He BIIOJIHE sIC-
HbIM. DK30(epMEeHTHI, BblaeseMble B TouBy mulearemM OPM u BOKM, criocoOCTBYIOT TUAPOIU3Y

BBICOKOMOJIEKYISIPHBIX a30TCOAEPKALINX COEAMHEHNIT OPraHMUecKOro BelllecTBa onana 1 moys g0 NHj
WX aMUHOKHCIIOT, C MOCIEAYIOIIUM UX MOTJIOIIEHUEM U TPAHCIIOPTOM B KOPHEBbIE CUCTEMbI PACTEHUIA.
I'pubs1, o6pasyromue APM, He o61amaioT win o0agaloT 0O9eHb OTPaHMYCHHOM CIIOCOOHOCTBIO BBIICIISITh
B MTOYBY TMAPOJUTUYECKUE (DEPMEHTBI, CTIOCOOHBIE pa3yiaraTh BBICOKOMOJIEKYJISIPHbIE OPraHUYeCKUe Co-
eIUHEHMUS, TIO3TOMY OHHM CITeIIATU3UPYIOTCS Ha TTOTJIOIIEHUY HeopraHndecKnx opM N 1 aMMTHOKHUCIIOT,
KOTOPBbIE MOSIBJISIIOTCSI B [IOUBE B PE3YJIbTATE PA3JI0KEHHU s BHICOKOMOJIEKYJISIPHBIX a30TCONEPKAIIUX COSIM -
HEHMI canmpoTpOMHBIMU MUKPOOPTraHU3MaMU. AKTUBHOCTb TUIPOTUTUYECKUX 3K30(hepMEHTOB U 3HAYe-
HUE MUKODPHM3bl B a30THOM MUTAHUU PACTEHMI BO3PACTAIOT B YCIOBUSIX HU3KOH 00eCcrieYeHHOCTH MUHE-
pPaTbHBIMU coeMUHEHUAMU N U YMEHBIIAIOTCS TTPU MOBBIIIEHUH UX TOCTYITHOCTH, XOTSI MOTYT OBITb U CITy-
yayll KOHKYPEHTHBIX OTHOIIEHUM MeXIy MUKOPU3HBIMU TpubaMu U pacTeHUSIMU-XO3s5eBaMU 3a

OTpaHMYeHHEIN pecypc. M3otomHeril coctaB N B pacteHmsix (8°N) u dpakumonuposanue msororna “N
MEXITYy MUKOPU3HBIMHM TpUOAMU M PACTEHUSIMU-XO03sIeBaMU pacCMaTPUBAIOTCS KaK MHAUKATOPHI YUacTUS
MUKOPU3bI B a30THOM TTUTAHWUU PACTEHUIA.

Karouegwie crosa: CI/IM6I/IO3, OpPraHN4YCCKOEC BEIICCTBO ITOYB, 3K30(1)epMCHTLI, a30rT, CTabMJIbHBIE U30TOIIbI 230Ta
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BBEAEHWE

BoabIIMHCTBO pacTeHUiT Ha3eMHBIX 3KOCHUCTEM
obpa3zyroT cuMOMO3 C MHUKOPU3HBIMM TIpHUOaAMU
(~250000 BumoB pacrenuit u ~50000 BuOOB rpu-
00B), KOTOPhIE YYACTBYIOT B YIJI€pOJHOM OOMEHE U
MUHEpaAbHOM NuTaHuu pacteHuit [38]. B camom
o011IeM BUAE MYTyaJUCTUYECKHUE OTHOIICHUS B Ta-
KOM CMMOMO3€e 3aKJII0YaloTCs B IBYCTOPOHHEM B3a-
MMOBEITOJHOM OOMEHE — pacTeHue obOecrnedyrBacT
rpuObl yriaeBomaMu (mpoaykramMu (bOTOCHHTE3A), a
rpUOBI 00eCIeUYnBaIOT pacTeHUE BOJIOI U dJIeMeHTa-
MU MHHEpaJIbHOTO nuTaHus. B BereTalmoHHBIX
9KCIIEPUMEHTAX U IOJIEBBIX MCCICAOBAHMUIX MOKa-
3aHO, YTO paCTeHUsI MOTYT MepenaBaTb MHKOPU3-
HbIM TpubdaM 1o 50% TpoaykToB (OTOCHHTE3a, a
rpubbl MOryT obecrieunBath 10 80% moTpebHOCTH
pacTeHuii B azote [8, 21, 38].

ITocKoJIbKY a30T SIBJISIETCSI BaXKHBIM 3JIEMEHTOM,
JIOCTYITHOCTh KOTOPOTO KOHTPOJHUPYET CTPYKTYPY
(GUTOLIEHO30B U JIMMUTHUPYET UX IIPOAYKTHUBHOCTH

[20], n3yyeHmne poji MUKOPHU3bI B IIpoOlieccax TPaHC-
¢dopMalimm a30TcoaepXKallX COEAMHEHUI B ITOYBaX
U B @30THOM MUTAHUU PACTEHUI TTPpUBJIEKaeT BHUMA-
HUE MHOTUX uccienoBarencii. HeynuBureibHO, 4TO
Ha aHTIIMICKOM SI3BIKE OITyOJIMKOBAaHO OOJIBIIIOE KO-
JIMYECTBO SKCIEPUMEHTAIBHBIX PA0OT U LIEIBINA PsII
0030pOB, ITOCBSIIIEHHBIX NOAOOHBIM KCCIIEIOBaH-
aM. Heckoiibko 0000IeHniT OITyOJIMKOBAHO B TTO-
cliefHVEe TOAbl, KOTIa MOSBWINCH HOBbIE BKCIIepU-
MEHTAJIbHEIE TaHHbIC. B HUX Bce 0OJIbIlle BHUMAaHUS
VAEHSETCS OLleHKE 3TUX (DYHKIIMOHAIBHBIX 3HA4e-
HUIT MUKOPU3EI B CBSI3U C U3MEHEHUSIMHU B LIMKiiax C
u N, BBI3BAaHHBIMU TOBBHIIICHUEM KOHIIEHTpAIMU
CO, B aTMoc(epe, U3BMEHEeHWEM KIuMara, “a3oTusa-
1ueit” 6uocdepsl U CBI3aHHBIMY C 3TUMU ITpoliecca-
MU MHBA3USIMU PaCTCHUI C OMHUM TUIIOM MUKOPU3bI
Ha TePPUTOPUM, IIPEKIE 3aHIThIC APYTUMHU THUIIAMU
cumburo3sa [22, 38, 49, 60, 64, 75, 90, 95].

HM3ydyenne (GYHKIMOHWMPOBAHUS MUKOPHU3H B
YCIOBUSIX €CTECTBEHHBIX 3KOCUCTEM IO CHUX IIOp
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OCTaeTCs CI0XKHOM 3amaueil B CBSI3U C OOJIBIIM BH-
JIOBBIM pa3HOOOpa3reM MUKOPU3HBIX aCCOLIMALIMIA,
OTCYTCTBUEM BUIOCHECHUPUIHOCTH MUKOPUIHOTO
cM0O1o3a M (popMHUpOBAHMEM OOIIECH MUIIETNAITH-
HO CE€TU, CBSI3bIBAIOLIEN KOPHEBbBIE CUCTEMBI pacTe-
HUIT KaK OTHOTO, TaK 1 pa3HbIX BUAOB. BOJILIIMHCTBO
pe3yJIbTaTOB, OLICHUBAIOIINX yJ4acThUEe MUKOPU3BI B
a30THOM MUTAHUU pACTECHUi1, MOJYyYeHO B jabopa-
TOPHBIX SKCIIEPUMEHTAX C MHAVBUAYAJIbHEIMU BUIA-
MU pacTeHUI, NICKYCCTBEHHO KOJIOHU3UPOBAHHBIMU
OTACIbHBIMU BUAAMU MUKOPU3HBIX TpUOOB. B ocHO-
BE YCTaHOBJICHHUS (paKTa ITOTJIOIEHUS MUKOPU3HbI-
MU TprnoaMu pas3HbIX opM N U OLleHKM MaclnTada
TpaHCIIOPTA BJIEMEHTA B paCTEHUS JIEXKAaT MHOTOYMC-
JIEHHbIE J1aOOpaTOpPHBIC BEreTallMOHHEIC SKCIEpU-
MEHTBI ¢ U30TOITHOM MeTKoit PN, BHOCUMOIi B cocTa-

Be NH;, NO; 1 oOpraHM4ecKux CoeTMHeHMi (aMUHO-
KHUCJIOT M MEYEHBIX PACTUTEIbHBIX CyOCTpaTOB) B
OTCEKHU, U30JIMPOBAHHbIE OT MPOHUKHOBEHUSI KOpHE
(HO HE BHEIIHET0 MUKOPU3HOTO MUIIEJINS) TOHKOIIO-
pUCTBIMU MeMOpaHaMU. Pe3yabTaThl TAKMX 3KCIIEPU-
MEHTOB CJIOKHO KOJMYECTBEHHO 3KCTParoiMpoBaTh
Ha 3KOCHUCTEMHBII YpOBEHb, a WX MHTEpIpeTalus
MIMEET psiI orpaHudeHunit [22, 38, 49, 64, 79, 95].

BmecTe ¢ TeM mosiBisieTcsl Bce OOJIbIIe UCCIENO0-
BaHU1, HaNpaBJIEHHbBIX HA U3yUYeHUE POJIU MUKOPU-
3bl B PETYJIUPOBAHUN OMOTeOXMMMUYECKUX IUKIOB C
1 N B ecTecTBeHHbIX 3KocucTteMax. K coxaneHuio,
3TUM BOMpOCaM MPaKTUYECKU He yaessieTcsl BHUMa-
HYE POCCUMCKUMM YYEHBIMU. YCUJIMS OTE€UECTBEH-
HBIX HCclienoBaTeeil MUKOPU3bl KacaloTcsl U3yde-
HUS, B TOM YKCJIe Ha T€HETUYECKOM YPOBHE, POJIU
MUKOPU3BI KYJIbTYPHBIX PACTEHUI B 00€CIIEYEHUU UX
dochopoM U BOIOI, a TaKKEe B3aMMOJECHCTBUSI MU-
KOPU3bl C KIyOSHbKOBBIMU OaKTepUsSIMU OOOOBBIX
kyneTyp (BHHUUM cenbCcKOXO3SIHACTBEHHOI MMKPO-
ouosiorun) [9, 10, 88]. Hpyrue rpymmbl YYeHbIX, B
OoJIbllIeli CTEIeHU OPUEHTUPOBAHHBIE HA €CTECTBEH-
Hble DKOCHUCTEMBI, 3aHUMAIOTCS, TIPEUMYIIIECTBEHHO,
n3ydyeHrueM MOpPQOJIOTUM, BCTPEYAEMOCTU U CYKIIEC-
CUii MUKOPU3bI B CBSI3U C €CTECTBEHHBIMU U aHTPOTIO-
TeHHBIMA CyKHeccusiMu  ¢uTonieHo30B (MHcTUTyT
9KOJIOTUM pacTeHUM u XXKUBOTHBIX YpO PAH, Vpaib-
cKuii (pegepanbHbIA yHUBEpCUTET, boTraHnmdeckuit mH-
ctutyT M. B.JI. KomapoBa PAH, MTI'Y um. M.B. Jlo-
MOHOCOBa) [1, 2—4, 6, 63].

3a eIMHUYIHBIMU UCKITIOYeHUSIMU |7, 62], HaM He
U3BECTHBI OIMyOJMKOBAaHHBIE POCCUNCKUMU yUEeHbI-
MU 3KCHEPUMEHTAJIbHbIE DPAOOThI, TOCBSIIEHHbIE
U3Y4YEHUIO POJIM MUKOPU3BI B IIpolieccax TpaHchop-
MallMy COeIMHEHU yriepoaa 1 a3oTa B rouBax. [1o-
3TOMY HACTOSIIIMI 0030p, BCIIen 3a mepeBoIoM Bopo-
HUHOU [8] TpeThero M3gaHusl KJIACCUYECKON MOHO-
rpadn Mo MUKOPHM3HOMY cMMOMO3y [89], mpusBaH
oOpatuTth 0OoOJiece TpHUCTAJbHOC BHUMAaHWE OTede-
CTBEHHBIX HCCleAoBaTe/eii Ha u3yuyeHue pa3HbIX ac-
MEeKTOB (DYHKIIMOHMPOBAHUSI MUKOPU3HOTO CUMOM-
03a, BKJTI0Yas €ro pojb B BaXKHEUIINX OMochepHBIX

TMTOYBOBEAEHUE
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Tpolleccax — OMOreOXMMMYECKUX IINKIaX OCHOBHBIX
OMOTreHHBIX JIEMEHTOB.

YYACTHUE PA3HBIX TUITOB MUKOPU3bI
B TPAHC®OPMALIMU COEJMUHEHUN
A30TA 1 B AB0OTHOM
MMUTAHUU PACTEHUN

TpaauiiMoHHO cuuTaeTCs, YTO Hauboee pacpo-
CTpaHEHHbIE U U3YUYEHHbIE TUITBI MUKOPU3bI (3KTO-
Mukopusa (DKM), apukounHas mukopusa (9PM) u
apOyckyinsspHass mukopusa (APM)) umMmeroT pasHoe
3HaY€HWE B a30THOM IIMTAHWUM PACTEHUII-XO35€B.
Tak, DPM u DKM ob6ecnieunBaroT 10 80% mnorped-
HOCTU pacTeHUl B a3oTe, Torma Kak Bkiaa APM
orpanmunBaetcs 20% [38]. BMecTe ¢ TeM 3Tu Benu-
YUHBI MOTYT 3aMETHO BapbUpPOBaTh B 3aBUCUMOCTH
OT MHOTMX (DaKTOPOB, TaKMX KaK BUIIOBOW COCTaB
MUKOPU3HBIX TPUOOB, (DU3UOJIOTUIYECKOE COCTOSTHUE
CUMOMOHTOB, TTOYBEHHBIC YCJIOBMSI, BKJIIOYasl [10-
CTYITHOCTH a30T1a [67].

DKTOMHKOpPH3a. DTOT TUI MUKOPU3bI 00pas3yloT
Bcero ~2% pacrenuii. OHa xapakKTepHa, IpeuMylie-
CTBEHHO, MJII MHOIMX AEPEBbEB U KYCTapHUKOB B
9KOCHUCTEMaX 0OpeaIbHOTO U YMEPEHHOIO KJIUMaTa,
MIpoM3pacTalOIIX Ha KUCJIBIX II0YBaX C MOBEPX-
HOCTHBIM OpPraHUYe€CKHMM TOPM30OHTOM, HU3KUMU
AKTHUBHOCTAMMU MUHEpaJIMN3all OpTraHNYECCKUX CO-
ennHeHni N 1 HUTpuUdUKaLMK 1, CIIEJOBATEIbHO, C
HEBBICOKOM KOHIIeHTpauueir N HeopraHWYEeCKHX
coequHeHuit [22].

DKTOMUKOPHU3a XapaKTepU3yeTCsT CIIen(UIeCcKOoi
MopdoJiorueii: HaIu4YMeM 4exjia W3 TPUOHBIX TUQ,
OKPYKAIOIIUX KOPEeHb; TH(®, MPOHUKAIOIIUX BHYTPb
KOpHs (HO He MPOHUKAIOIINX B KJIETKW) U 00pa3ylo-
ILIMX CETh XapTura; BHellIHero Muiieaus. Ha nosto mu-
LeIUsT B TOHKMX KOPHSIX PACTEHU, 0Opa3yroLInX
DKM, npuxoaurcs ot 10 10 40% mx Macchel, a Ha JOJIIO
BHEIIIHETO MULICJIUS B ITOYBaX XBOMHBIX JIECOB — o
TpeTu ob0IIeit MUKPOOHOIT 61omacchl [8, 50].

TunuyHble NpeacTaBUTENN TPUOOB, 00PA3YIOIINX
DKM, otHocsTcs K otaeiaM Basidiomycota (6a3u-
JIVMOMMUILIETH) W, B MEHbIIEH CTelleHu, Ascomycota
(ackomuiiethl). IIpenmnonoxureabHo DKM obpa3y-
10T okoJ10 20000 BugoB rpu6oB 1 okono 6000 BUIOB
pacteHuii [38]. MHor1e BUIBI SBISIIOTCS YaCTUYHBI -
MU canpoTpodamu, TOCKOJIbKY MPOAYLUPYIOT OKUC-
JIUTEJIbHBIE U TUAPOJIUTHYECKUE 3K30(DEPMEHTHI U
MOTYT OCYIIECTBJISITh CBOM YIJIEpOOHBIM OOMeH 0e3
y4acTUSI pacTeHUSI-XO35IMHA (MOTYT BBIpalllMBaTbCs
Ha VMICKYCCTBEHHBIX cpenax). OqHaKko Jajleko He Bce
DKM rpu0ObI BEIACISIOT IUTHOJIUTUUECKUE U 1IEJUTIO-
JIO30JIUTUYECKHE 9K30(hePMEHTHI, UTO JiejaeT UX 3a-
BUCHUMBIMHU OT PaCTEHUSI-X03sIMHA B TTosrydyeHnu C B
YCJIOBUSIX €CTECTBEHHBIX OKocucTeM [38, 60]. IToka-
3aHO, 4To 10 20—50% C nponykToB (pOTOCHUHTE3A
TPAHCIOPTUPYETCI OT pacTeHuii-xo3sieB K DKM
cuMmononTaMm. KoamyecTBo yriieBomoB, 3aTpadyeH-
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HOe pacTeHMeM Ha MoijepxKaHue pocTa TrpudoB,
MIPUHSITO pacCMaTpUBaTh, KakK “CTOMMOCTb” CUMOU-
o3a s pacteHus [21]. Takum obpazoM, 3K30dep-
MeHTBl DKM 1mpenHa3zHauyeHbI HE CTOJIBKO IS
obecriedeHUsT TPUOOB YTJIEPOIOM, CKOJILKO JJISI TIO-
JiydeHus npyrux ajemeHToB nutaHus (N, P), comep-
XKaIIUXCS B OPraHMYeCKOM BelllecTBe ITOYBHI [60].
XOTsI 10 HEKOTOPBIM JTaHHBIM MeHBIIIE 2% O1MOMacChI
OKM rpub0B NpoayLMpyeTCs M3 pasjiararmiierocs
OpPraHMYEeCKOro BelIeCTBa, Ha CaMOM Jejie TPYIHO
oneHUTh goio C, moriomaeMyo muleaneM DKM
rpubOB M3 MOYBHI [67].

Pons DKM r1puboB B TpaHChOpMalUU a30TCO-
JIepXKalluxX COeAMHEHUI B II0YBE 1 B a30THOM IIHTAa-
HMM pacTEHU 13ydeHa B OOJIbllIei CTeNeH! T10 CpaB-
HEHMIO C APYTMMU TUIIAMWM MUKOpPHM3BI. biaromapsi
MIPOAYLMPOBAHUIO OKMCIUTEIbHBIX U TUAPOJIMTAYEC-
cK1X 3Kk30pepMeHTOoB, DKM rpHdBI, TOTOOHO canmpo-
Tpodam, MoJIyJaroT JOCTYIT K OpraHn4YecKum (popmam
3JIEMEHTAa, aKKyMYJIMPOBAaHHBLIM B COCTaBE OpraHu4e-
CKOTO0 BellecTBa I1ouB. OHM MOTYT HCIIOJIb30BaTh B Ka-

yecTBe UcTOUHUKA N HE TOJIBKO NH4+, NOj; ucBobon-
Hble aMUHOKMCJIOTBI, HO W BBICOKOMOJIEKYJISIPHBIC
a3oTcoaepKaliue coenmHeHus: (OeaKu, MoaudeHom-
OEeJIKOBBbIE KOMIUIEKCHI, XUTUH), TUAPOJIM3Ys UX OO

NH, W1 aMUHOKHMCJIOT € MOCJIETYIOIIUM MOTJIOLLIE-
HUEM U TPAHCIOPTOM B KOPDHEBBIE CUCTEMBI pacTe-
Hu [22, 61, 79, 102]. TakuMm o6pa3oM, TTpU HU3KOM

noctynHoctu NH, u NO; DKM ob6ecneunsaeT pac-
TEHUSIM-X0351€BaM JTOCTYII K TPYIHOAOCTYITHOMY a30T-
HOMY pecypcy, KOTOPBIil 63 ee y4acTUsI HEOOCTYIeH
pacreHusiM. B pesyiabTaTe CHIXKAeTCs 3aBUCUMOCTD
MMUTAHUSI PACTEHWI OT campoTpodHBIX MUKPOOpPTa-
HU3MOB, CUWTAIOIIMUXCS IAaBHBIMU JIECTPYKTOpAMU
OPraHMYECKOTO BEIIeCTBA U OPTAHUUYECKUX COEIMHE-
Huii N B rtouse [22, 60, 61, 102]. OgHako UCITOIb30Ba-
Hue N 13 cocTaBa BLICOKOMOJIEKYJISIPHBIX OpraHude-
CKMX COEAUHEHMI TOBBILIAET “CTOMMOCTL” CUMOMO3a
JIJISI paCTeHUI, KOTOPBHIM NMPUXOIUTCI MHBECTUPOBATh
C He TOJILKO B TPUOHYIO0 OMOMAcCy, HO U B TIPOLYLIM-
poBaHue 3K30(pepMeHTOB [79].

CnocobHocts DKM rpuboB paznaraTb ryMUQpUIII-
pPOBaHHOE OPraHMYECKOE BEIIECTBO IOYB M3YYEHO B
cepuu 1abOpaTOPHBIX SKCIEPUMEHTOB, HANIPUMED, C
UCIOJIb30BaHueM Oasunuomuiieta Paxillus involutus —
OITHOTO 13 IINPOKO PACIIPOCTPAaHEHHBIX Y U3YYEeHHBIX
BKM Buaos. Pe3ynbTaThl MOKa3ajau, YTO MOTJIOIIEHUE
rprooM N COIPOBOXKIATIOCh AKTUBHBIM OKMCIICHUEM
nonncaxapunoB 1 monudenoon [81]. HecmoTpsa Ha
ob1iee npeacTasieHue o ToM, 4To DKM rpuldsl nMme-
IOT OrpaHNYCHHBIIT HA0Op 9K30(hepPMEHTOB II0 CpaB-
HEHMIO ¢ canpoTpodaMu, B HEKOTOPHIX MOJIEBBIX MC-
cienoBaHusgax KM neMoHCTpupoBaja OJUHAKOBYIO
WIN Jaxe 0oJiee BRICOKYIO (pepMEHTHYIO aKTUBHOCTh
[67, 77].

ITosToMy cyliecTBOBaBlllee paHee ITpeaCTaBie-
Hue, 9To DKM rpubnl MeHee KOHKYPEHTOCITOCOOHEBI
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10 CPaBHEHUIO C CaIpOTPO(PHBIMHI OpTaHU3MAMHU IIPU
Pa3IOXKEHUU CJIOXKHBIX OpTaHMYECKUX MOJIEKYJ [79],
CMEHMJIOCH IPYTUM ITOAXOAOM B MHTEPIIPETALIMU UX
poiin B KoHTpoaupoBaHuu nukiaoB C u N B 3KocH-
creMax. JIerKogoCTYITHBIN 111 MUKOPU3HBIX IprooB C
MIPOAYKTOB (POTOCHHTE3A ITOBBIIIAET UX KOHKYPEHT-
HYIO CIIOCOOHOCTH B ITOTJIOIEHNN N 110 CpaBHEHUIO
CO CBOOOIHOXUBYILIMMU MUKPOOPraHU3MaMM, KOTO-
pbie B TOpa3ao OOJIBbIIEI CTeIIeH! 3aBUCST OT JOCTYII-
Hoctu C OpraHMYEeCcKOTrO BellecTBa IT0YB. B pesyib-
TaTe, HECMOTPSI Ha TO, 4TOo 3K30(depMeHTHl DKM
Tak>Ke MIPUHMMAIOT yJ4acTHe B Pa3IOKEHUN OpraHU-
YeCKOro BelllecTBa olama u 1mouB [91], TeopeTude-
cKasi Mojeib [72] mpenmojiaraeT, 4ToO MOTJIONIICHME
OKM rpubdamu N 13 OpraHM4ecKoro BelllecTBa Ju-
MUTHUPYET aKTUBHOCTb €r0 Pas3IoKeHUSI CBOOOMTHO-
XKUBYIIMMU CAalpOTPOMOHBIMUA MUKPOOPTaHU3MaMU.
DTO, HAPSIAY C CYLIECTBEHHBIM IPUTOKOM K MUKOPH-
3¢ MPOAYKTOB (poTOCHHTE3a 1 (pOpPMUPOBAHMEM 3HA-
YUTEJIbHOI OMOMAacChl BHEIIHETO MUIIEIUS, TTPUBO-
JIUT K Oosblreit akkyMyysiiyy C B II0YBaX 9KOCUCTEM
¢ ToMUHMpoBaHMeM pacteHMit ¢ DKM. Ananm3 gaH-
HBIX 17151 OoJiee 220 00BbeKTOB [ 12] mokaszai, 4To B IoY-
BaX TaKMX 9KOCUCTEM aKKymynupyercsa Ha 70% 60ib-
me C Ha equHMILy N, IT0 CpaBHEHUIO C 3KOCHUCTEMAMH,
B KOTOPBIX TOMUHUPYIOT BUIBI ¢ APM.

Ix3odpepmentamu DKM rpuboOB, OpUEHTHPO-
BaHHBIMU Ha “moObruy” N, SBISIOTCS XWTWHA3HI,
TUIPOIN3YIOIINE KOMIUJIEKCHBIN MOJUMEp XWUTHUH.
OnHako XUTUHA3BI IIPOAYHUPYIOTCS JAJIEKO HE BCe-
mu BugamMu DKM rpuboB, M NpoayKIIMsS pa3HBIMU
BUIaMHU CUJIBHO BapbupyeT [67]. [To3ToMy KiTfoueBbIe
9K30(hepMEeHTHl MUKOPHU3bI B paCCMaTPUBAEMOM ac-
MEKTE — 3TO MPOTeas3bl, MO3BOJISIOIINE AETOIUME P -
30BaTh OEJIKOBbIE KOMILIEKCHl B COCTaBe OpraHuye-
CKOro BelllecTBa moyB. [IpomymupoBaHue Iporeas
sBysieTcss ropasfgo OoJiee OOIIMM  SIBIEHUEM ISt
DKM rpubos. Ero memoHCTpupoBaiu okKoyio 87%
BCEX BUIIOB, BHIPAIIUBABIINXCS B YMCTHIX KyJIbTypax
Ha cpenax ¢ 0eJIKOM B Ka4eCTBE €IMHCTBEHHOIO MC-
TouHUKa azoTa [92]. Y pazHbix DKM BUIOB Ha J0IIO
npoTeas mpuxogutcs oT 4 g1o 13% obiero Konuue-
CTBa 3K30(DEPMEHTOB, U 3Ta BeJIUYMHA BapbUpPYyeET B
MCHBIIIEI CTEIECHU, YeM IIPOAYLIMPOBAHUE HAPYTUX
depmeHTOB [67].

JaHHble 1a60paTOPHBIX, MOJEBBIX SKCIECPUMEH-
TOB M MOJIEKYJSIPHO-TEeHETUYECKUE UCCIIeTOBAHUS
CBUIETEILCTBYIOT, UTO DKM TrpuOBI MpeacTaBIsTIOT
HECKOJIBbKO (ODYHKIIMOHAJIBHBIX rpyIin. HekoTopble n3
HUX UMEIOT JINIIh OIPAaHUYEHHYIO CLIOCOOHOCTh MO-
ounu3oBaTh N M3 cocTaBa OPraHMYECKOro BelleCcTBa
MOYB, TOTAA KaK APYrMe MOTYT aKTUBHO OCYLIECTB-
JISITh 3TO C UCIOJIb30BAHUEM Pa3HBIX OPraHMYECKUX
coenuHeHui [16, 81]. B akcriepuMeHTE ¢ M30TOMHOI
MeTkoit PN mmoka3zaHo, 4To caKeHIIbI €] B CUMOMO3€e
¢ Wilcoxina akkymynupoBaid 3HAYUTEIbHO OOJIbIIIC
TS3KEJIOTO M30TOIA a30Ta MO CPABHEHUIO C BapUaH-
TOM cuMbmo3sa ¢ Cenococcum [53].

ITOYBOBEJEHUWE

Ne2 2019



POJIb MUKOPU3bl B TPAHC®OPMALIMU COEUHEHUWM A30TA 223

[MornouteHnblii BHemHUM MunenneMm NHj wuc-
MOJIb3YEeTCs LISl CHHTE3a INII0TAMUHA, KOTOPBI BMe-
CTe C APYTMMHU MOMIOLIEHHBIMA aMUHOKUCIOTAMU
TpaHc@opmupytorcd B aprunuH. Ilociaennuii nepe-
HOCUTCS BO BHYTPUKOPHEBOU MULIEIUIA, TOE pacra-

JlaeTcsl, a 00pa3oBaBIIMIACS NHZ TepenaeTcs pacre-
HUIO-XO3I1HY [67].

Bomnpoc 06 addexktuBHocTH DKM rpubos B
TpaHcopMallu OPraHUYECKOTO BEIIeCTBA MOYB U
Y4acTMM B a30THOM NHMTAaHUM PACTEHUII-XO35IeB B
€CTeCTBEHHBIX 3KOCHCTEMaxX JajieK OT KoJaude-
CTBEHHOTIO pEIIeHMsI, HECMOTPSI Ha HAJIM4YMe OYeHb
ONTUMUCTUYHBIX OLIeHOK (mo 50—80%) [38, 42, 79].
B ecTecTBeHHBIX YCJIOBUSX MPOIYKLUS 3K30¢ep-
MEHTOB MUKOPU3HBIMU I'p0aMU PETYyIUPYETCS pa3-
HBIMU (aKTOpaMM, BIMSIOIIMMU Ha aKTHUBHOCTH
obmMeHa C pacteHuit Ha N rpuboB. DTo U GU3NOJIO-
TMYeCcKOe COCTOsIHME 000MX CUMOMOHTOB, 1 IIOYBEH-
HbIE YCJIOBMS (B YACTHOCTU, JOCTYIMHOCTh N) [67].

C oIHOIi CTOPOHBI, cunTaeTcst, Y4To DKM rpudhI
HE OCYIIECTBJISIIOT TPaHCIOPT N pacTeHUSIM-X0351€e-
BaM, IIOKa MX COOCTBEHHAasI IIOTPEOHOCTh B 3JICMEHTE
He OyIeT yIOBJIETBOPEHA; 0UYEHb OTPAHUYEHHO TIepe-
JIalOT 3JIEMEHT B YCJIIOBUSIX BBICOKOIT mocTynmHOCTH C
¥ HU3KoM N, XapaKTepHOI 1151 60pealbHbIX JIECOB; 1
YBEJMYMBAIOT TPAHCIIOPT TOJBKO MPU TOBBIIIEHUN
noctyrmHocTu N [34, 69]. Ho, ¢ npyroit cTOpoHbI, O~
Ka3aHO, YTO IIpU IOBBLIIIEHUM HOCTYITHOCTH N
yMeHblIaeTcst omomacca DKM muuenus u pa3Hoo0-
pasue BUIOB IpHUOOB, IIPEAITOJIOXUTEIbHO, B PE3yJib-
TaTe CHWXXKEHMsI 3aBUCMMOCTU a30THOTO IIMTaHUS
pacTeHMsI-X03sIMHA OT MUKOPM3HOIO CHMOMO3a U
yMmeHb1IeHMs motoka C K rpubam [58]. M3sMeHeHue
MUKOpU3ALMU KOPHEil BeleT K U3MEHEHUIO MTPOAYK-
LIMU 5K30(DePMEHTOB, MOIJIOIIEHUS U TpaHcnopTa N,
YTO MOKAa3aHO BO MHOTHMX HcclienoBaHusx. Hampu-
MEp, aKTUBHOCTb I€POKCHUIA3bl YMEHbIIAETCS IIPU

J100aBJIEeHUN NHZ B JIECHYIO MOYBY, IPEAIOI0XM-
TEJIbHO, JIN0O B pe3ylabTaTe YMEHBIICHUSI HEOOXOIM -
MOCTH B €€ IIPOAYKLUMU (CHMKEHHE “CTOMMOCTU”
cuM0mo3a), 1100 13-3a U3MEHEHUSI BUIIOBOIO COCTaBa
DKM rpuboB [16, 67]. M3BecTHO, YTO CTpPyKTypa
BKM coo0l1iecTBa MEHSIETCSI B 3aBUCUMOCTHU OT J10-
cryrHOCTU N, CBUIETENBCTBYSI 00 0TOOpE BUIOB B 3a-
BUCUMOCTH OT UX (PYHKIMOHAJILHLIX ITapaMeTpOB, B
TOM 4YMCJI€ OT CLIOCOOHOCTM MCIIOJb30BaTh JUISI a30T-
HOTO IIMTAaHUSI BBICOKOMOJIEKY/ISIPHBIE OpraHN4YeCcKIe
coenuHeHus. [Tpoaykiyst mpoTeasbl TakKe TOIaBIsI-

€TCS MOBBIIIEHHON KOHIIEHTpaLUen NHZ, JIEMOH -
CTpUpYS afanTalrio IpoayirpoBaHus N-MoOMIN3Y-
IOIIMX 9K30(hePMEHTOB K JOCTYITHOCTH HeopraHuve-
cKkux coemmHeHMit N B mouBe. TakuMm o0pa3oMm,
MUKOpPHM3a B YCIIOBUSIX BBICOKOII 00ECIIEYEHHOCTU

NH4Jr 1 NO; B MEHBbIIIEl CTENIEHU UCITOIb3YeT IS M-
TaHWSI OpraHnYecKre coennHeHus [58].
ITOYBOBEJEHUWE

Ne2 2019

Pasznapre Bunsr DKM rpnooB oTIIMIAroTCs 110 4yB-
CTBUTEJILHOCTU peaKlIMM Ha U3MEHEHUE TOCTYITHOCTHU
N, 4TO MOXKeT OBITb CBSI3aHO C MX Pa3HOI CIOCOOHO-
CTBIO MCIIOJIB30BaTh OpPraHMYECKMEe MCTOYHUKHU 3JIe-

meHTa. Hanmpumep, nobasneHue NH4Jr B UMCTYIO KYJIb-
Typy DKM 0Oasunmomunera Paxillus involufus oka3bl-
BaJIO OYCHb HE3HAYUTEIBbHBIN 3M(MEKT Ha pa3nokXeHNe
OpraHM4ecKoro BemiecTBa [82]. DTOT pe3yabTaT Noi-
TBEpOWJICS TaK:Ke MIPU M3ydeHUU 12 pa3HbIX IITAMMOB
DKM rpurboB, 0TOOpaHHBIX M3 TIOYB C pa3HOM TOCTYII-
HocThio N [29].

DpuKouaHaa MUKopu3a. Takoli cuMOUO03 XapakTe-
peH i ~1% pacteHuit. Oto BUIH ceMeiictBa Erica-
ceae (BepeCcKOBbBIE), pacTyIIue, II0J00HO pacTEHUSIM
¢ DKM, B ycJIOBUSIX CyOapKTUYECKOro, O0peajbHOTO
1 YMEPEHHOT0 KJIMMaTa Ha KUCJIbIX MOYBaX ¢ HU3KO
noctynmHOCThIO N. DPM oTHOCHTCSI K DHIOMUKOPH-
3aM (Tu(dbI TPUOOB MPOHUKAIOT BHYTPh KJIETOK KOp-
HsI) U oOpa3yeTcsl Ha ClelUaIM3UPOBAaHHBIX OYEHb
TOHKMX BOJIOCOBUIHBIX KOpHSX. CuMTaercsi, 4To
TOJIBKO Ojlarogapsi MUKOPU3€ BEPECKOBBIE CMOIIU
MOCEUTBLCS B KpaiiHe HeOIaronpusITHBIX JJIs1 XKU3HU
YCJIOBUSX C XOJIOJHBIM KJIMMATOM Y O€THBIMU MOYBa-
MM (TyHIpa BEICOKUX IIMPOT U BRICOKOTOPUIA) [67].

I'pu6k1, o6pasywoive DPM, n3ydeHbl B MeHbIICH
crerieHu. V3BecTHBle BHMABI, KaK M OOpasylollue
DKM, npuHagiexar K aCKOMHUILIeTaM 1 0a3MINOMU -
LIeTaM U SIBJISIIOTCSI TIOUBEHHBIMU carporpodamu. 1o
CHX IIOP U3BECTHO JIMIIIb HEOOJIbIIIOE KOJIMYECTBO B1-
0B TpuOOB, oOpasytoiiux DPM [89], u, xoTs mosis-
JISIIOTCS CBUIETEILCTBA BCe OOJIBIIIEro UX pa3HOOOpa-
3us [97], naxe MpuOAM3UTENbHAS KOJUYECTBEHHAs
onleHKa DPM BuI0B 1oKa He MOXET OBITh IOCTATOY-
HO obocHOBaHa [38].

Cpenu pacTeHUil ¢ pa3HbIMU TUIIAMU MUKOPHU3bI
MMEHHO pacTeHus ¢ DPM B HamOoJbllIell CTEIIeHU
aJanTUPOBAHBI K YCJIOBUSIM HU3KOM NOCTYIMHOCTHU N.
OHa xapakTepusyeTcsi HauOOJIbllleli aKTUBHOCTBIO
9K30(DeMEHTOB, CIOCOOHBIX TpaHC(OPMUPOBATH OpP-
raHWYeCKOoe BellecTBO IoYB. Takas aKTUBHOCTb
CpaBHHMA C aKTUBHOCTbHIO (DEPMEHTOB CBOOOTHOXM -
BYIIUX canpoTpodoB, mosromy DPM rpulsl jerko
KyJIbTUBHUPYIOTCSI Ha UICKYCCTBEHHBIX cpenax. Brico-
Kast akTUBHOCTb 3K30¢epMeHTOB DPM noarsep:kaa-
eTcsl O0JIBIIUM KOJIMYECTBOM J1a0OPaTOPHBIX IKCIe-
PUMEHTOB, B KOTOPbIX T'PUObI aKTUBHO pasjiarajiu
KOMILJIEKCHbBIE OpTaHUYECKUE COSAUHEHUST (JIMTHUH,
noaudeHosbl) 1 MOOMIM3oBaI N M3 XUTUHA U T10-
T (EeHOI-0eIKOBBIX KOMITJIEKCOB JJISI TIOAASP>KAHMS
COOCTBEHHOIO pOCTa M POCTa pacTeHU-X03s1eB |8,
78, 79]. OnHako nepBble yOeauTeIbHbIe CBUACTEb-
cTBa TOro, yro OPM mobummm3yer N n3 KOMIUIEKC-
HbIX OpPraHMYECKUX COENMHEHUI B YCIOBUSIX €CTe-
CTBEHHbBIX 9KOCUCTEM, ObLIIU TMOJIyYeHbl Ha MPUMeEpe
pononeHapoHa (Rhododendron maximum) B necax
CeBepHoii AMepuKu. B KoMrjiekce MoJieBbIX 9KCIe-
PUMMEHTOB MUKOpU3a POIOJEHAPOHA TeMOHCTPUPO-
Bajla BBICOKYIO aKTMBHOCTb 3K30(DEepMEHTOB U CIIO-
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CcOOHOCTh MOOMIN30BaTh N 13 ITOIMMEHOI-0SITKOBBIX
KOMILIEKCOB (MOJEIbHBIX KOMILIEKCOB COOCTBEHHBIX
TaHuHOB, MeueHHBIX “N). ITo Takoil crocobHoCTH
OPM pononeHapoHa mnpeBocxonauia DKM u APM
JIPYTUX BUIOB pacTeHUI ¥ ObLIa CPOIHU CIIOCOOHOCTU
cannporpodHbIx rpuoos [102, 103]. Paznuunus B cBoOI-
CTBaxX TOPHO-JIYTOBOU albITUIACKOI MTOYBBI (KOHIIEH-
tpauust C u N 3KCcTparupyeMoro opraHu4eckoro Be-
IIeCTBA 1 MUKPOOHOI OMoMacchl, X 000TallieHHOCTh
a30TOM, MUKpPOOHasi aKTUBHOCTbh) P HAJTUIMU U OT-
CYTCTBUM B COCTaBe (PMTOLIEHO3a BEPECKOBOTO KY-
crapHmndka Vaccinium vitis-idaea, Tak;ke COOTBETCTBY-
10T MPEICTABICHUSIM O MOOMIN3ALIMY OPTaHUYECKOTO
BEIIECTBA 1 ITOBBIIIEHUHY TOCTYITHOCTHU N I10/1 BO3IEeii-
cTBUEM 3K30(hepMeHTOB DPM (He oIy0JIMKOBaHO).

B T0 e BpeMs1 paccMaTpuBaeTCs U APYyToii ClieHa-
puii pa3BUTHS ITOCAEACTBUIA AJIs1 TOYBEI 1 AOCTYITHO-
cti N OT IIPUCYTCTBUSI B (PUTOLICHO3E PACTEHUI C
OPM. B pesyabraTe NpoayurupoBaHus 6OIbIIOTO KO-
JIn4ecTBa NMoaudeHoI0B (TAaHMHOB) M (pOopMUpPOBa-
HUSI TI0JM(PEHOI-0EIKOBBIX KOMIIJIEKCOB MOXKET
IPOUCXOOUTH 3aKperieHre N B IOoYBe B COCTaBe CTa-
OMJIBHOTO OPTaHWYECKOIro BEIIECTBA, a €ro JOCTYII-
HOCTbB BO Bcex hopMax MOXET yMeHbIaThes [19, 55].

1 3TOr0 THINAa MUKOPU3HOTO CUMOM03a MEHBIIIE
M3BECTHO O (hopMax M MeXaHU3MaX PEeryIupOBaHUS
TpaHcnopTta N K pacTeHUIO-X03auHYy. IIpeanonoxm-
TeJIbHO, MOXXET MPOUCXOIUTh MEPEHOC, KaK aMHUHO-

+ o
kucioT, Tak U NH, (mpeobiragarouieii popmbl Heop-
raHmyeckoro N B MoYBax, rie Mpou3pacTaroT Bepec-
KOBEIe) [67].

ApOYCKyJIsIpHAsS MHMKOpHU3a. DTOT TUI MUKOPU3BI
HamboJiee IMPOKO PaclpoCTpaHeH (XxapaKTepeH s
~80% BUIOB BBHICIIMX pacTeHWUil). DTO, MpeuMyIle-
CTBEHHO, TpaBsIHbIe paCTEHUSI, IpOU3pacTalOIIMe Ha
MoYBax C OOJIbIIEH TOCTYITHOCTbIO HEOPTaHUYECKUX
coenHeHuid N. OHa TakxKe OTHOCHUTCSI K 9HIOMMU-
KOpHu3aM, OTJIMYAeTCs] NPOHUKHOBEHUEM MULIEIUS
BHYTPb KJIETOK KOPHS U (POpMUPOBAHUEM TaM CIie-
udUIecKuX pa3BETBIEHHBIX MOPGMOJIOTUYECKUX
CTPYKTYp — apOycky [8].

I'pubn1, oOpasyromue APM, oTHOCSTCS, IpEUMY-
mecTBeHHO, K oTaeny Glomeromycota (riomanue-
Bbic). OHU MMEIOT HECENTHUPOBAHHBI MULEIUN U
SIBJISIIOTCSI OOJIMraTHbIMU CUMOUOHTaMU, HE pacTy-
IIIMMHA Ha WCKYCCTBEHHBIX Cpenax, IEMOHCTPUDPYS
TOJIHYIO 3aBUCUMOCTbL CBOETO YIJepOIHOTO OOMeHa
oT pacreHusi-xo3suHa [21]. IIpu aTOM BereTaloH-
HbI€ 9KCMIEPUMEHTHI U MOJIEBbIE UCCIENOBAHUS CBU-
JIETEJIbCTBYIOT O MEHbIIeM Mo cpaBHeHUIO ¢ DKM
TpaHCHOpPTE MPOAYKTOB (poTocuHTEe3a K APM cuMm-
ouonTam (10—20%) [38].

Xotst APM xapakTepHa 1j1st aOCOTIOTHOTO OOJTb-
muHCcTBa BuaoB pacteHuii (~200000), Kk HacTosIIe-
MYy BpPEMEHU UIACHTU(DUILIMPOBAHO HAMHOTO MEHb-
1ee pasHooOpasre oOpa3yIIuX ee TPUOOB — OKO-
o 250 BuUOOB OIMCAaHO Ha OCHOBE MOPQOIOTHU
criop m HeMHOTUM Oosiee 1500 TaKCOHOMMYECKHMX

MAKAPOB

eOIUHUIT MOeHTU(DUIMPOBAHO HAa OCHOBE CEKBEHMU-
poBaHus pudbocomubix JJHK [38].

B omimmamte or KM 1 OPM, rpn6bI, oopasyronine
APM, He obGnamaoT wid 00JaJal0oT OYeHb OrpaHU-
YEHHOM CITOCOOHOCTBIO BBIAEISThH B IIOYBY THIPOIIU-
THYeCcKUe (PepMEHThI, CITOCOOHBIE pa3jiaraTh BBICO-
KOMOJIEKYJISIDHBIE OpraHMYecKue coenmHeHus [75,
79, 90]. IMoatomy pacteHusiMm ¢ APM HenoctyneH N
XUTHHA, aMIHOCAXapoB U OeJIKOB, ITOKa OH He GyneT
MUHEpAJIM30BaH WJIU IETOJUMUPU30BAH JIPYTUMU
MUKOPU3HBIMA WJIM CanmpoTpoHBIMU TpubdaMU.
BwmecTe ¢ Tem mokazaHo, yTo APM rpuGBI MOTYT KOC-
BEHHO CTHUMYJIMPOBaTh pa3JIOKeHWE MOACTWIKU U
rnoryiomaTrs n3 Hee N, oKa3biBasi BIUSHUE Ha KOM-
TJIeKC CBOOOIHOXMBYIINX MUKpPOOpTaHU3MOB [70].

TpaguumonHo cuurtaercsi, 4To APM rpu0dsl crie-
LIUAJIM3UPYIOTCSI Ha TIOTJIOIIEHUN HEOpTaHUYEeCKUX

dopm N (NH; u NO;) [79]. KocBeHHO 06 3TOM CBU-
JIIETeTLCTBYET IIpomn3pacTtaHne pacteHuii ¢ APM Ha
MoyBax, ropasao 0osiee 00ecIedyeHHbIX TaKUMU CO-
ennHeHUsIMU. Hampumep, npu n3ydeHU 0COOEHHO-
CTeii a30THOTrO 1IMKJIa B iecax B 100 Toukax mo Bcemy
MUDPY, TIe TpeBEeCHbIC MOPOALI IpeacTaBiaeHb OPM u
APM Bumamu, okaszajoch, YTO B IIOYBaX JECOB,
chopMumpoBaHHBIX BUgaMu AepeBbeB ¢ APM, comep-
XKUTCS 3HAYUTEJIbHO OOJIbIlle HEOPraHUYECKUX CO-
enHeHUIA N, 1 OHM XapaKTepU3yIOTCs IIOBBIIIICHHbBI-
MU aKTUBHOCTSIMM MMHEpAIM3allMM OPTaHMYEeCKUX
coenquHeHuit N u Hutpudukauum [59]. Tem He me-
Hee, TIOSIBIISIETCS Bee OO0JIbIlle JaHHBIX, YTO PACTCHUS
¢ APM crioco6GHBI Morionars ¢cBOOOIHBIE aMUHO-
KHCJIOTBI 1 HEKOTOPBIE APYIrMe OPraHn4eCcKue a3oT-
comepxaiue coequHeHus [47—49], 1 4To moroIIe-
Hue opranmdeckoro N pacteHussmMu ¢ APM umeer
OoJibIIMe MacIITaObl, 4YeM cyuTajioch paHee [100,
101]. Ilpu cpaBHeHUU 4YeThIpeX BUIOB JIEPEBbEB C
APM n detbipex ¢ DKM 0bu10 mokazaHo, 4o APM
BUIBI XapaKTEePU30BAINCH OOJILIIUM aOCOJIIOTHBIM U
OTHOCHTEJILHBIM IOIJIOIIEHUEM MeYeHHBIX PN He-
OpraHMYecKux coequHeHuit N, Torma Kak Ioryioue-
Hue N IIPOCTBIX OPraHMYECKUX COEOUHEHMUI OBLIO
OIWHAKOBBIM [57].

IMockonpky dyHKIIMOHMpoBaHUe APM mouTtu He
CBSI3aHO C OKHCJIEHMEM M TUAPOJIM30M BHICOKOMOJIE-
KYJSIDHBIX COENUHEHMIA OpPraHMYecKoro BelllecTBa
MOYB, TO aCCOLIMUPOBAHHbIE C HEMl KOPHU, BEPOSITHO,
BBIIEJISIIOT MEHbIIIEe 9KceyaaToB [76, 107]. OnHako mo-
JIyUeHBI TaKXe pe3ybTaTbl, He JIEMOHCTPUPYIOIINE
MPUHLUNKAAIBHEIX OTJIWYM II0 3TOMY ITOKa3aTelio
MeXIy KopHSIMU pacTteHnii c ODPM u APM [17, 57].

TpagnumonHo APM paccMmaTpuBaeTcs B CBSI3U C
ygactueM B dochopHoM mutaHuu pacteHuii. Ilo-
CKOJIbKY HU3Kasi JOCTYITHOCTh pocopa MOXET JIu-
MUTUPOBAaTh aKTUBHOCTb CUMOMOTUYECKOI a30T-
dukcanum [56], To B3anmoaeiictue APM (dbocdop-
HOE€ MUTaHWE) U KITyOEeHbKOBBIX OaKTepuii (a30THOE
nuTaHue) y 0000BBIX PAaCTeHUN SIBIISIETCS YHUKAJIb-
HBbIM MEXaHU3MOM MPUCIIOCOOIEHUS K YCIIOBUSM OJI-
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HOBPEMEHHOI'0 MX JIMMUTUPOBAHUS ABYMSI BaKHEI-
IIMMHU 3JeMEHTaMM MHHepaJbHOTO MuTaHusi. Posib
APM B a30THOM NMUTaHUU PACTEHUI B TAKOM “JIBOTi-
HOM” CMMOMO3€ CBOIMTCS K OOECIIEYeHUIO SHEePTO-
3aTpaTHOro Ipoiecca aszoTdukcaunmndocdopom —
BaKHEMIIIM 3JIEMEHTOM, YJaCTBYIOIIVM B ITpOLEC-
cax ooMeHa sHepruu [56, 88]. B To ke BpeMs mpsimoe
yyactue APM B a30THOM IMTaHUU PACTEHU OO CUX
IIOp CUMTAETCSI MEHEE OYEBUIHBIM, U TTIOJIy4Y€HO MHO-
ro IIPOTUBOPEYMBBIX PE3YJILTATOB, NTEMOHCTPUPYIO-
IIMX KaK MOJOXUTEJIbHOEe, TaK U OTPULIATEIbHOE €€
pmastHue [8, 21, 90]. CoracHo OgHUM OAaHHBIM,
TpaHcmopT N oT rpu0oB K pacTeHuSIM ¢ APM ciumOu-
030M HE€ BHOCHUT 3HAYMTEJbHOIO BKJIaJa B a30THOE
MMATAaHUE PACTEHUIA, a ITOTJIOIIAeMBblIil U3 TIOYBbBI 3JIe-
MEHT HUCIOIb3YeTCS IPEUMYIIIECTBEHHO IJIsl CUHTEe3a
XATUHA U TJIOMajJnHa B TpUOHBIX KJeTKax. Hampu-
Mep, B TSIUTMYHOM 3KCIIEPUMEHTE M0 BEIpaIllBaHUIO
MHOTOJICTHUX TPaB IIPY HU3KOM TOCTYIHOCTU N ObI-
JIo TIoKa3aHo, YTo APM He crmocoOCTBYET a30THOMY
MMUTAaHUIO PacTeHUI M He IPUBOAUT K YBEIUYCHUIO
nx omoMaccsel [80]. DTo cirenyeT TakKe M3 IPUMEPHO
onuHakoBoro repeHoca N u P or APM rpu6oB K pac-
TEHUSIM, TOIJIa KaK pacTCHUSIM HYXHO IIPUMEPHO B
10 pa3 6ompire N, a TaksKe U3 IIPUMEPHO PaBHOTO CO-
nepxanusg N B muueaun APM rpuboB M KOpHSX
APM pacrtenwnii [89].

OpnHako Ipyrue JaHHbIE He OCTaBIISIIOT COMHEHU
B TOM, 4TO APM rpuGBI MOT'yT y4acTBOBaTh B TPaHC-
nopte N pacTeHUsIM-xo03sieBaM. be3yci0BHO, MUKO-
PU3HBIN MULIENINI cTocoOeH 0oiee 3(pHEeKTUBHO MO-
[JIolaTh HEOPraHMYECKU a30T U3 TOYBHI IO CpaB-
HEHUIO C KOPDHSMM pacTeHuit, 6iaromapsi Oosbliieit
TJIOIIAAN MMOBEPXHOCTU U TIPOHUKHOBEHUIO TPUOHBIX
rucg B TOHYANIIME MOYBEHHbIE MOPBI, HEAOCTYITHbIE
KOPHS$IM, U TEM CaMbIM CO3/1aBaTh 1151 pacTeHUii 6osiee
GnaronpusTHBIC YCJIOBUSI B KOHKypeHLMH 3a N co
CBOOOTHOXMBYILIMMU MUKpoopranmsMamu [95]. On-
HaKoO OLIEHKU TOJI0OXUTEbHOTO BKIaga APM B azor-
HOe MUTaHUEe PacTeHUI CUJIbHO pasHsTcs. B MHoro-
YUCJIEHHBIX BETeTallMOHHBIX 9KCIIEPUMEHTaX C pas3zie-
JICHHBIMU OTCeKaMM (KOPHM,/BHEITHUIT MUKOPU3HBII
MMUILIEINiT) TOKa3aHo, YTO Ha A0J10 N, Iepe1aBaeMoro
OT IpMOHOTO CUMOMOHTA, MOXET MPUXOAUTHCS OT 20
1o 74% N, acCUMUIUPOBAHHOTO pacTeHUsIMH [21].

B kadecTBe OIHOM U3 MPUYKH, OIPEIEISIONINX
pasHooOpa3re U IPOTHMBOPEUUBOCTH MOJTYYEHHBIX
SKCIEPUMEHTAIBHBIX JaHHBIX IO OLIEHKE Ba>KHOCTU
APM [J151 a30THOTO IMMUTAHUSI PACTEHUIA, YaCTO HA3hI-
BaeTCs HOCTYITHOCTh N (IOJOXUTENIbHBIN 23 dexT,
Kak IpaBWIo, HaOIIoAaeTCsl IIPYU HU3KOM TOCTYITHO-
CTU, HO OH CHMKAETCS BILIOTh A0 OTPULIATEILHOIO —
npu Beicokoii) [80]. XoTs moaydeHbl M MPOTUBOIIO-
JIOXXHBIE JaHHBIC, UHTePIIPETUPYEeMbIe KaK KOHKYPH-
pymolliee BIMsSHUE TPUOOB Ha PacTEHUs MPU HUBKOM
noctyrmHocTy N. To, uro cootHoenue C/N B rpubdax
MEHBIIIE, YeM B PaCTCHMSIX pacCMaTpHMBaeTCsl, KaK
CBUIETEILCTBO TOTO, YTO B YCIIOBUSIX HU3KOM JOCTYII-
HocT N TpuOBI BBICTYITAIOT B KayeCTBE IPEUMYIIS-
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CTBEHHOTO IIOTJIOTUTEIS dJIeMeHTa. Jlpyras mpuarHa
MOXKET 3aKJII0UaThCs B IPKO BbIpaxkeHHOI poiu APM
B ¢poc(POpHOM IMUTAHUM ¥ BOSHUKHOBECHUM, II03TOMY,
pa3zHOOOpa3HBIX 3(PPEKTOB OT COBMECTHOTO JINMUTH -
pOBaHMS pacTSHUI IByMs 3JIeMeHTaMu [21].

ITonoono DKM, pacrenns ¢ APM, BeposiTHO,
MOTYT KOHTPOJUPOBAaTh KOJOHU3ALMIO KOPHEN MU-
KOPU3HBIMU I'puOaMM, YMEHBIIIAsI €€, €CJIM OHa He
BeirogHa. Ho ecinm nnsg pacrenuii ¢ DKM 310 oTtueT-
JIUBO TIPOCJIEXKUBACTCSI B YCJIIOBUSIX BBICOKOM JOCTYTI-
HocTUu N, To 151 pacteHUit ¢ APM — GoJibliie mposiB-
JIsIeTcs TP BBICOKOI noctyrmHocT! P [71]. CooTHO-
meHust B oomeHe C pacteHuit Ha N rpu6oB B APM
CUMOMO03e, TIOJIyYeHHBIE BO MHOTUX BEreTallMOHHBIX
9KCIEePUMEHTaX, OeMOHCTPUPYIOT HEOTHO3HAUYHEIC
3aKOHOMEPHOCTHU MpPU Pa3HOM HOCTYMHOCTU N, KO-
TOpbIe OOBSICHSIOTCS KaK KOHKYPHUPYIOIIMM, TaK U
MYTYaJUCTUYECKUM B3auMOAEHCTBUEM. TeM He Me-
Hee, IIpeanosaraercs, yto 3HaueHue APM B a30THOM
MUTAaHUM PACcTeHUII MOXKET BO3pacTaTb B YCIIOBUSIX
HU3KOM MOCTYITHOCTH 3JIEMEHTa, TaK KaK 49acToO Ha-
OogaeTCst oTpULIaTeIbHASI KOPPESIIUS MEXITY KO-
YEeCTBOM KOPHEBBIX BBIICIICHUI U IIOIIOIIEHHOTrO N.
Taxkast 3aKOHOMEPHOCTh MOXET CBUIIETECILCTBOBATD,
YTO MpPU HU3KOI AOCTYIMHOCTU N pacTeHMs cTapa-
IOTCSI CTUMYJIMPOBATh MUKOPU3HBLIE T'pUObI, a IIpU
BBICOKOII — COKpAIllaloT HEIIPOAYKTUBHOE MCIIOIb-
3oBanue C [21].

B3anMmocBsa3b MexXay TOCTYMHOCTBIO N M aKTHUB-
HocTbio APM MoXeT ObITh MHTEPIIPETHPOBAHA U B
CBSI3U C XapaKTePUCTUKOM IPYroro BaXKHOIO 3BeHA
nukita N B mouBe. Tak, mpenronaaraeTcs, 4To, pa3Bu-
BasiCh MPEUMYIIIECTBEHHO B MOYBaX ¢ 00jee OTKPhI-
TBIM a30THBIM LIUKJIOM, APM cIriocoOHa IpeIsITCTBO-
BaThb rmorepe N u3 skocucteMsl [14]. Hammpumep, Ha
OCHOBE OTpHULIATEIbHOI 3aBUCUMOCTH MEXIY CTeTle-
HbI0O MUKOPU3HOM KOJIOHM3AIUM KOPHEBBIX CHUCTEM
U TIOTEHLMAJIbHOM aKTUBHOCTBIO HUTpUDUKAIIUN
(moctyrmHocThiO N), BBISIBICHHON B CEpUU ex Situ U
in sifu KCIIEpUMEHTOB B JIYTOBBIX coob1ecTBax Cpe-
JIM3eMHOMODPBSI, BBICKa3aHO MHeHUe, 9T0 APM rpuOb1

SIBJISTIOTCST 9(h(heKTUBHBIMU KOHKYPEHTaAMM 3a NH;r C
aBTOTpO(pHBIMU HUTpudUKaropamu [96]. Huskoe
CcoJiep>KaHUEe HUTPATOB B MOYBE, CBI3aHHOE B TOM

Yuclle ¢ aKTMBHBIM noroieHeM NH; APM rpu6a-
MU, CIIOCOOCTBYeT HU3KOM morepe N, KakK IIpU BbI-
1IeJIaYMBaHUM, TaK U B pe3yJbTaTe NEHUTpUPUKa-
uuu [95].

B otniume or DKM rpu6oB, APM Buabl, aKTUBHO

nomowawomue NO; u3 60oraTblx HUTpaTaMu IOYB,
XapaKTepu3yloTcs: 0ojiee BBIPAXKCHHOM HUTpaTpe-
JIYKTa3HOIl aKTMBHOCTBIO. I103TOMY ITOTJIOILEHHBIHA
BHeIIHUM MuLenueM NO; ObICTpO BOCCTaHABJIMBA-

eTcs 10 NH4Jr M BMECTE C IOIJIOIEHHbBIM NH;r uc-
MOJIb3YETCs OJIsl CHHTe3a IitoTaMuHa. Ilocnenyronias
TpaHchOpMalMsI U TPAaHCHOPT a30TCOAEePXKAIIUX CO-
eIMHEeHUI OCYILIECTBISIIOTCS, B LIEJIOM, TaK K€, KakK 1
B DKM cuMObnose. AKTUBHOCTB BCEX STUX ITPOIICCCOB
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MOBHIIIACTCS, €CIU TpUOBI ToaydaioT 6omibire C oT
pacTeHus, 4TO MpeAroaaraeT peryJupoBaHue a30THO-
ro merabonuzma goctynHocTeio C [33]. Cuwnraercs
MaJIOBEPOSITHBIM, 4TO TPaHCITOPT N K pacTeHUIO OCYy-
ILIECTBIISIETCS B BUAE aMUHOKMCIIOT, TaK KaK B 9KCITe-
PUMEHTAX C BHECEHMEM K BHEIITHEMY MULICTIUIO apTH-
HMHa, MedyeHHOro C u PN, noBbILLIEHHOE COogepKa-
HUE B pACTEHUSIX OBbUIO OTMEYEHO TOJBKO IS
TskeJtoro uzotora N [36, 94].

Oo0pasoBanue o0meil MuneManbHoii cetn. Koio-
HU3a1MsI KOPHEBBIX CUCTEM MUKOPU3HBIMU TprUbaMu
He SIBJISIETCSI BUAOCIIEUM(PUUHON — KOPHU OTHOTO
pacTeHusl MOTYT KOJIOHU3UPOBATbCS HECKOJIbKUMU
BUJIaMUW TPUOOB, a OOUH IprUbd MOXET KOJIOHU3UPO-
BaTh pa3Hble pacTeHusI-xo3seBa [37]. IIpu aToM He-
koTopble DKM rprbOBI MOTYT OBITh AaCCOITMUPOBAHEBI
CO BCeMM BMIAMM pPacTEHUM, CIOCOOHBIMU 00pa3o-
BBIBAaTh 3TOT TUI CUMOMO3a, TOTAa KaK Apyrue BUIbI
XapakTepusyloTcs 6oJiee BbIPaXXEHHOUW BUIOCIICIIU-
(GUYHOCTHIO (BIUIOTHh OO KOJIOHU3ALUMU OTAEIBHOTO
Buma pactenus) [22]. [Tomo6Ho 3TOMY, 1 APM rpu-
Obl MOTYT TPOSIBJISATH KaK OTCYTCTBUE BUIOCHELIM-
(GUYHOCTU, KOJOHUBUPYS IIMPOKOE pa3zHOOOpasue
BUIOB paCTeHUI B caMbIX Pa3HbIX 3KOCHUCTEMaX, Tak
U JEMOHCTPUPOBATh TPEUMYIIECTBEHHYIO CKJIOH-
HOCTb K CUMOHO3Y C OpeAeIeHHbIMU BUAAMU pacTe-
Huii-xo3sieB [71]. Bumocnenudpudnocts miss APM
MPOSIBJISIETCS, BEPOSITHO, B MEHbIIIEH cTeneHu (CM.
cooTHoureHue BuaoB 9KM u APM rpuboB 1 Kojio-
HU3UPYEMbIX UMU PACTEHUI1).

OTtcyTcTBHUE BUOOCIICHU(PUUYHOCTU TIPUBOIUT K
TOMY, YTO BHEIIIHUA MUKOPU3HBIA MULIEJIUA B MOY-
Bax popMupyeT OOILIYI0 MULIEIUABHYIO CEeTh, CBSI-
3bIBAIOIIYI0 HE TOJILKO OT/EeJIbHblE WHIUBUILYYMBbI
OHOTO BMAA PAacTEHWUsI, HO U pacTEHUs pa3HbIX BU-
noB. Hanpumep, B Jiecax yMepeHHOM 30Hbl KODHEBbIE
CUCTEMBbl HECKOJIbKMX BUIOB JN€PEBbEB MOTYT OBITh
cBsi3aHbl DKM Munenuem, a kopau tpaB — APM mu-
uenueM [37, 71].

ITo oroii cetn C 1 N MoryT nepenaBaTbCsl OT OZl-
HOTO pacTeHus K apyromy. B yactHocTu, o01as Mu-
LieJIMaJibHasl CETh MOXET CTUMYJUPOBATH POCT MOJIO-
JIOTO TIOJPOCTa, CHabXas AepeBlia JIeMEHTaMU TU-
TaHMs. Takoe CTUMyJUpYIOlee BAUSIHUE BbISIBJICHO
MperMYyIIeCTBEHHO IS pacTeHuit ¢ KM, Toraa Kak
s pacteHuit ¢ APM monydeHbl Oosiee pa3HoOOpa3-
Hble pe3y/bTaThl, BKJIIOYasl yTHETEHUE MOAPOCTa WU
oTcyTCcTBHE 3 (PeKTa, YTO MOXKET OBITH CBSI3aHO C CO-
OTHOUIEHUWEM 3aTpaT U MOJIy4aeMbIX MPEUMYIIIECTB B
KOHKPETHBIX ycJIoBUsIX [37].

M30TOIMHbIN COCTAB A30TA
KAK CBUJETEJIIBCTBO YYACTHUA
MHNKOPU3BI B ASOTHOM
MMUTAHWUU PACTEHUN

YyacTtre MUKOPU3bI B a30THOM ITMTAHUM pacTe-
HUI HAaXOAUT OTpaXeHUE B M30TOIMHOM cocTaBe N
pacTUTENbHBIX TKaHell. HaumHasg ¢ padboT mo xapak-
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TEpUCTUKE HM3O0TOIMHOTO cocTaBa N B pacTeHUIX
TYHIPOBBIX SKOCUCTEM [65, 66, 68, 86], yTBepIMIOCH
MpeacTaBJIeHue O TOM, YTO pacTeHusi c OPM u DKM
colepXkar MeHblle u3oTorna SN 1o CpaBHEHMIO C
pacTeHusIMH, obpasyrinuMu APM wiu JTUIIeHHBI-
MU MUKOPU3HI [27, 46, 85]. Ilocaenyronmii aHaIu3
B3aMMOCBSI3M M30TOMHOTO cocTaBa N pacTeHUM ¢
pasHBIMU (haKTOpaMM, BBITIOJIHEHHBIM Ha TI00aTh-
HOM ypoBHe 111 6osee 9000 pacTeHuit, mokasaj, 4To
THIT MUKOPU3HOTO CUMO103a oIpeaesieT okoio 30%
BapbUPOBAHUA BEJUYUHBI 0N B JINCTbAX PACTEHMIA.
ITpu sToM BemumHa 6N y pacrenuii ¢ 9PM, DKM
u APM coorBeTcTBeHHO Ha 5.9, 3.2 1 2.0%0 MeHbIIIE,
YyeM Yy 0€3MUKOPHU3HBIX pacTeHui [25].

Oco6eHHOCTh M30TOMHOTO cocTaB N y pacTeHUI ¢
DPM u DKM (Huskue 3HaueHus 8'°N) BHavaie 00b-
SICHSLIACH MCITO0JIb30BAHUEM MUKOPU3HBIMU ITPUOaAMK
3JIEMEHTa U3 COCTaBa OPraHMYECKUX COCAMHEHMUIA,
OTHOCUTEIBLHO 00eTHEHHBIX u3otoroM N [65, 66,
86]. OmHakKo B 9KCIEPUMEHTAX C KyJbTUBHUPOBAHUEM

OKM u OPM rpuboB npu UCIIOJIb30BaHUN NHZ B
KauecTBe UCTOYHUKA N pa3Hble BUAbI JEMOHCTPUPO-
BaJIi pa3HbIe MPEAIOYTEHUS B ITOTJIOIEHUN U30TO-
noB. Tak, BUI 3pUKOUTHON MUKOpU3Ll Hymenoscy-
phus ericae morJIoma MpeuMyLiecTBeHHO N, HO K-
ToMuKopu3Hbie Paxillus involutus n Leccinum scabrum
He MposaBIIsU quckpuMmuHanuu PN [30].

VYxe k Hadany XXI B. cIOXWIOCH TIPEACTaBICHUE
0 TOM, YTO TIOHMXEHHOE comepxaHue PN B TUCTbIX
OPM u DKM pacreHuit popMupyeTcsl B pe3yibTaTe
¢GpaKIIMOHMPOBAHMUS U30TOMOB B CUCTEME MUKOPH-
3a—pacTeHue npu TpaHcropTe N oT rpuboB K pacTte-
HUSIM-X03sieBaM. [1pu 3ToM pacTeHue IoIyJyaeT mpe-
MMyLIEeCTBEHHO u3oTon “N, a rpmbHas G6uomacca
oboramaercs usororom “N [45, 46, 52, 54]. OcHo-
BaHMEM [IJISI 3TOTO MOCIIYKWIA JaHHBIE O 3aMETHOM
oOoraiieHuu (10 CPaBHEHUIO C PACTEHUSIMU-XO03sI€-
BaMU) MULIEJIMS U TUIOHOBBIX TeJl DPM u DKM rpu-
608 uzotornoM N [39, 45, 54, 98]. B HacTos1LEe Bpe-

MsI TPAHCIIOPT NHZ M aMUHOKUCJIOT, O0O€THEHHBIX
nsoronoM PN, paccmaTpuBaeTcs Kak QakT, OIpee-
JITIOIINIA pa3Iinuie M30TOMHOTO cocTaBa N MMKO-
PU3HBIX TpUOOB M pacTeHuii-xo3seB [43]. Ho ecThb
TaKXXe CBUJIETEILCTBA TOTO, YTO (PpaKIIMOHUPOBAHIE
n30TOoIT0B N IIPH TPaHCIIOPTE AMUHOKHCIOT OT DKM
rpubOB HE TaK BEJIMKO B HEKOTOPBIX 3KOCHUCTEMax
Apxktuku [104] 1 B IeCHBIX 9KOCHCTeMaX Ha CEBEPO-
Boctoke CIIIA [11].

JaHHBIE IO U30TOITHOMY cOCTaBy N B paCTCHUSIX,
monoBeIX Tenax DKM rpnboB 1 B mouBe OBIIN WC-
MOJIb30BaHbl IS pacyeTa Aoau N, T0Jyd4aeMoro
TYHIPOBLIMU PACTEHUSIMA OT MUKOPU3HBLIX TpUOOB
[42]. AHamuTHMYecKast MOZIEIh HA OCHOBE M30TOITHOTO
Macc-06ajaHca nokasana, yto 9KM pacteHus noiy-
yaroT yepe3 Mukopusy 61—86% N. OnHako pe3yabTat
pacueTa ¢ UCITOJIb30BAHUEM 3TOM MOAEIY 3aBUCHUT OT
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POJIb MUKOPU3bl B TPAHC®OPMALIMU COEUHEHUWM A30TA

BeJIM4MHbl 0N MOYBEHHOrO MCTOYHUKA a30THOTO
nutaHus. B pacuerax [42] B KauecTBe TaKOI BEIUIM-
HBI 6bL10 ITpUHATO 3HaYeHue 8N o61ero N 1oUYBbL,
HO M3BECTHO, YTO M30TOITHLINA cocTaB N pa3HBIX Jia-
OMJIBHBIX a30TCOACPKAIIUX COCTUHEHUN MTOYBBI MO-
XKET CUJIBHO Pa3jIndaThbCsl, B TOM YHCJIE OTIMYAThCS
OT M30TOMmHOro cocraBa obiero N [5]. Ilpu yyere
M30TOITHOTO COCTaBa JIAOWIbHBIX HEOPTAaHUYECKUX U
oprannyeckux (ppakuumii N mo4YBbI OBLIO ITOKA3aHO,
yT0o 70JisT N, IoJIydaeMOoro pacTeHusIMu oT DPM rpu-
608, cocranister 30—60% [104].

Xotda pacteans ¢ APM, B meiioM, Takke OTJIMJa-
I0TCS OT 0€3MUKOPU3HBIX PACTEHUI MEHBIIUMU Be-
muarHamu 0PN [25], D0 CUX TOp HE YCTaHOBJIEHO,
BHOCST T APM rpu0sbI cyliiecTBEHHBIN BKJIaI B hop-
MUpOBaHNE U30TOIMHOTrO coctaBa N pacTeHUl, 1 Bce
ellle OTCYTCTBYET O0lliee MpeACTaBIeHNE O TOM, IIPO-
ncxonut v B APM cuMmb1o3e Takoe ke hpaKIIMOHN-
poBaHue u30TONOB N, KOTOpoe XapaKTepHO s
OPM u DKM cnmb6mo3os [21]. B wacTHOCTH, TTOKA-
3aHO, YTO riIoMaiuH (6e1ok APM rpuboB) 3aMeTHO
oborateH uzorornoM PN, Ha OCHOBaHUU 3TOTO BBI-
CcKa3aHO MPEAIIOoJIOXKEeHUE, YTO OTHOU U3 MPUUMH MO-
XeT OBITh (ppaKIIMOHMPOBAHNE M30TOITOB N MeXIy
APM rpubamu u pacreHusimu-xossieBamu [31]. Ho
9KCIIEPUMEHTEHI C BhIpallMBaHUEM pacTeHUil ¢ APM
Ha pa3HbIX UCTOYHMKaX N He BbISIBUJIU SICHOH KapTu-
HbI (ppaKIIMOHUPOBAHUS U30TOIIOB MEXIY TpubdamMu
u pacteHusaMH [13, 99].

I1pu 3TOM TTIOSIBNISIETCS BCE OOJIBIIIE DKCIIEPUMEH -
TaJIbHBIX TaHHBIX, CBUAETEJILCTBYIOIINUX, YTO pacTe-
HUs ¢ APM MoryT xapakTepu3oBaTbCsl HE TOJBKO
paBHLIMM, HO U MEHBLIMMU 3HaYeHUsAMU 0N 1o
CpaBHEHMIO C pacTeHUSIMH, oOpasyiomumMu DKM n
naxe ODPM. OT1o rmokazaHo Ha IIpuMepe TPONMUIECKUX
necoB Adpuku [51], necoB Ha ceBepo-BocToke CIIIA
[35, 74], TOMMIOMUMHAHTHOTO aJbITMICKOTO COOO0IIe-
ctBa Ha KaBkase [62]. DTi ¢aKThl CBUACTEIBCTBYIOT
O BO3MOXHOCTU (DpaKLIMOHUPOBaHUSI M30TOMOB N
Mexny APM rpubamm u pacTeHUSIMU-X03s5eBaMU TaK
Xe, KaK 3TO XapakTepHO sl pacteHuii ¢ 9PM u
DKM [62, 87].

OnpeneneHre U30TOIMHOTO cocTaBa N BHEIIHETO
APM Mulienvsi B MOYBE TEXHUYECKM CJIOXKHO, HO
KOCBEHHOE CBUIIETEILCTBO O HEM MOXET JIaTh BEJIM-
yrHa 8N KopHeii, cogepKaHue BHYTPEHHETO MULIE-
JIVsI B KOTOPBIX MOKET JOCTUTATh 17% OT 06111eii Mac-
cbl [15, 40]. Takum o6pa3oM, pa3HUIla B NU30TOIMTHOM
coctaBe N MexX1y KOPHSIMU U JTUCTbSIMUA MOXET CITy-
KWUTh UHAMKATOPOM (hpaklIMOHUPOBAHUS U30TOMOB
MEXIy MULIEJIUEM U paCTeHUEM-X03sIMHOM [87].

Ha ¢done MHOTOYMCIEHHBIX OIpeAciIeHUA M30-
TOIHOro cocraBa N B JIUCTBSIX PAacTEHUIA, HeCpaB-
HEHHO B MECHBIIIEM KOJIMYECTBE pabOT comepxKaTcs
JTaHHBIE 00 N30TOITHOM cocTaBe N B KOPHSIX, 0COOEHHO
B €CTECTBEHHBIX 3KocucTremax [18, 23, 26, 28, 73, 74].
I1pu 5TOM pe3ybTaThl IEMOHCTPUPYIOT, KaK IIPaBU-
JIO, JIAIITh HeOOJIbIIOEe oOoTrallleHne KOpHEi pacTe-
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Huii ¢ APM wusoronom PN [26, 28, 73, 87]. Tax,
obemHeHNe JINCTheB M oboralleHne KOpHE M30TO-
oM N BbIsIBIIEHO Npy U3ydeHUU 90 BUIOB TpaBs-
HBIX PaCTeHUI, COOpaHHBIX B PA3HBIX PETUOHAX MU-
pa. Jluctbs uMenn BenuuuHy 0N B cpeaHeM JIMIIb
Ha 0.34%o0 MeHblIyI0, YeM KopHU [26]. Takke OTHO-
CHUTEJIbHO HeOOoJbIIoe oboralleHne KOpHeil M30To-
nom BN (£1%o) mokazaHo mJii HEKOTOPHIX BUIOB
3JIaKOB W Pa3HOTPaBbsl JIYTOBOTO OMOTeolleHO3a B
mraTte Apr3oHa [28] 1 B 3KCIepruMeHTe 10 KOJOHU -
3aluu KopHei Alnus incana APM rpudom Rhizopha-
gus irregularis [87].

bosnee BrIpaxkeHHOEe oOorallieHue KOpHE M30TO-
oM PN (>2%0) nokaszano mist Acer saccharum ¢ APM,
YTO MpeBBIIIAN0 oboraleHue KopHei Fagus grandifo-
lia c DKM [73]. Hamm nccienoBaHus B aJbITUIACKUX
akocuctemMax Ha CeBepHoM KaBkasze M B TOpHO-
TYHAPOBBIX PKOCHCTeMaX XMOWH TaKKe MOKa3alld,
yro BeanuruHa 8N B KOpHSAX MHOTMX PacTEHMIA ¢
APM Ha 2—2.5%0 Gobllle, 4eM B IUCThIX. [1pn aToM
Bce OE3MUKOPU3HBIE BUIBI PACTEHUI XapaKTepu30-
BaJIUCh ONU3KUMM BeaMUMHaMKU 0N B JIUCTbAX U
KOPHSIX, UYTO CBMAETEIbCTBOBAJIO 00 OTCYTCTBUU
b pakIImoHNpoBaHUS N30TOMNOB IIpH TpaHcIopTe N B
Haa3eMHBI€ OpraHbl (He OnyOJIMKOBAaHO). AHAIOI4Y-
HO, 0N He oTIMuanachk B XBOE M TOHKMX KOPHSIX He-
MUKOPU30BaHHBIX caxkeH1eB Pinus sylvestris [41].

Bce atu pesynbTarhl, B OOIIOJIHEHUE K (haKTam
JIETKOI'O M30TOITHOTrO cocTaBa N B JIMCThSIX PAaCTCHUM
¢ APM, MOryT CBUIETEJIbCTBOBAaTb O MpEeUMYIIE-
cTBeHHOM TpaHcropre “N or APM rpu6os K pacTte-
HUAM-XO035I€BaM U 000TraleHnu n30tornoM PN BHyT-
penHero APM munenusi. Takum oOpazoM, Tporecc
(GpakIIMOHMPOBAHUS M30TONOB N B pacTeHMSIX C
APM, BO3MOXHO, TPOMCXOIUT TaK e, KaK U y pac-
teHUT ¢ OPM n DKM [62, 87].

BMmecTe ¢ TeM oImyOIMKOBaHBI JaHHBIE, KOTOPHIS
He JIEMOHCTPUPYIOT OTHOCHUTEIBbHOIO OOOTalleHUS
KOpHeii pacteHuii nsoronom “N. Bosee Toro, 8°N B
JIMCThSIX MOXET OOJIbllle, YeM B KOpHIX [18, 23, 24,
28]. D10 CcBSI3aHO C TEM, UYTO CTeIIeHb (PPAKITMOHUPO-
BaHUs U30TOINOB N MeXIy KOPHSIMM U JIMCThSIMU
pacTEeHUI MOXKET OTPaXkaTh Pa3HYIO aKTUBHOCTb yda-
CTUSI MUKOPM3bl B a30THOM IUTAHWUU PACTeHUI, a
TaKK€ MOXET OBbIThb OOYCJIOBJIEHA M JPYTUMU MeXa-
HU3MaMU, HE CBSI3aHHBIMU C (PYHKIMOHUPOBAHUEM
MUKopu3sl [46, 83, 86].

MN3MeHeHne M30TOMHOro coctaBa N B pacTEHUSIX
u pasnanune 0N Mexay KOPHAMU U JIUCThIMU 3aBU-
CUT OT COAEPKAaHUS MULIEJIUSI B KOPHSIX U OT CTEIIEHU
y4acTHs TpUOOB B 00eCITeYeHU M pacTeHUS a30ToM. B
cllydyae HU3KOM JOCTYIMHOCTU N, IIpoTeoIuTudYecKast
aKTUBHOCTbH 3K30(pepMeHTOB DKM 1 DPM rputdosn
BO3pacTaeT, U nmpeobiragaroniast 9actb N MOCTYIIaeT B
pacTeHure yepe3 MUKOPHU3y, TTOABEPrasich BbIpaKeH-
HOMY M30TOIMHOMY (DPaKIIMOHUPOBAHUIO U (POPMU-

pys “Ierkmit” M30TONMHBIN cocTaB N B JIMCThSIX pac-
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teHuit. [1pu moBeimeHnu noctynHoctu N Bo3pacra-
eT JO0Js D3JIeMeHTa, IIOIVIOIIAEMOI0 pacTeHUeM
HanpsMyo 0e3 y4acTHUsI MUKOPU3bI, YTO IIPUBOIUT K
yBeJn4YeHUIo 3HadeHnit 8N B nctbsx [44—46]. Ha-
IIpUMep, B TPOIIMYECKUX JIecaX JIMCThbSI PacTCHUI C
DKM He o6enHeHbl n3otoroM PN 1o cpaBHEHUIO ¢
pactreHusIMU ¢ APM 1 6€3 MUKOPHU3BI, UTO OOBSIC-
HSIETCSI MUHMMAJIbHBIM YY4aCTUEM MMKOPU3BI B a30T-
HOM NUTAaHWU PACTEHUII B OOraTbiX a30TOM 3KOCH-
cTeMax, WIM MUHUMAJIbHON mUcKpuMuHauueid SN
MIPY TPAHCIIOPTE OT IPUOOB K pacTeHUusM [64, 93].

st ycioBuii X0JIOAHOTO KJIMMAaTa Takasl 3aKOHO-
MEPHOCTh IT0Ka3aHa B psifiec paboT Ha pacTEHUSIX KaK
¢ DKM, tak nu ¢ APM. Hanmpumep, B mOCTIIISIIAAIb-
HOW cyKleccuy Ha Agcke BeardnHa 0N B IMCTBIX
BKM pacreHuii Ha mepBoii cTanuu OblJla MUHUMAaIb-
HOI, KaK U KOHLIEHTpall Heopranudeckux ¢gopm N
U aKTMBHOCTU HUTpUGUKALUU U MUHEpaIU3aluu
[45, 46]. Ha riepBBIX cTagMsIX MOSOOHOM CYKIIECCUU B
Kackagnbix ropax CIIA gjist pacTeHUit ¢ pa3HbIMU
BugaMu Mukopusbsl (DKM, 9PM u APM) Obuti xa-
pakTepHbI HauMeHbInKe 3HadeHus 8PN [44]. B ycio-
BUSIX BETE€TAllMOHHOIO 3KCIIEPUMEHTA TaKXKe IMoKa3a-
HO, 4TO yBeaumdeHue 0N B KOpHAX U YMEHBIIIEHUE B
xBoe Pinus sylvestris (OKM) BbIpakeHO B OOJbIIEi
CTeTeHU NPY HU3KOI TOCTyMHOCTH a3oTa [41].

O6orameHne nzotonoM PN KopHeil psama BUIOB
TpaBSHBIX pacTeHnit ¢ APM HabG1r01a710Ch B YCIIOBU-
SIX MeHee OOraToii IMoYBhI, TOrda KaK IIPY MOBHIIIE-
HUY TOCTYITHOCTU N pa3audus B U30TOITHOM COCTaBe
MEXIy KOPHSIMU M JIMCThSIMU OTCYTCTBOBaIH [28]. B
SKCIEPUMEHTE II0 KOJIOHU3alUuu KopHeil Alnus in-
cana APM rpubom Rhizophagus irregularis obenHeHne
JINCTHEB U oboralleHne KopHeii nuzorornom PN Takke
OBUIO XapaKTEepPHO TOJILKO IS BapWaHTa ¢ JIeUIIn-
TOM a30THOTO IuTaHus [87].

[1o HamM MaHHBIM, B TOPHO-TYHIPOBBIX DKOCH-
cremMax XvOWH HauMeHbIIMe 3HaueHUs OPN B 1u-
cThsx pacteHnit ¢ OPM u DKM u Hanbonbmnias (1.5—
2%o0) pa3zHULIa B U30TOMHOM cocTaBe N B KOPHSIX U
mucThbX (oborameHHbie PN KOpHU U 0OeIHEHHBIE
JIMCThsI) XapaKTEePHHI IJIsI COOOIIECTB IIyCTOIIei Ha
OemHBIX JOCTYITHBIM N mouBax. B ryroBoii a3KocucTe-
Me, Te MoYBa COACPXKUT 3HAYUTESbHO OOJIbIlE Jia-
OMJILHBIX OPTaHUYECKMX M MHUHEPaJIbHBIX COCIMHE-
Huii N, BeamurHa 6N B KOPHSIX U JIMCTBSX ITPAKTU-
JecKU He oTimdaercs. Takast xke KapThuHa XapaKTepHa
st pacteHuit ¢ APM B ajlbIMICKUX 3KOCHCTeMax
CesepHoro KaBka3sa, rae BennunHbl 0°N B KOpHAX U
JIMCTBSIX OTIMYAIOTCS Ha 2—2.5%0 y MHOTMX BUIOB
pacTeHuil B 3KOCUCTEMaX ¢ HU3KOM JOCTYITHOCTBIO
N, Torma kak Ha 6o0Jiee OOTraThIX ITOYBaxX pa3HUILIA HE
nipeBbimana 1—1.5%o (He omyoIUKOBaHO).

B 1O ke BpeMs omyONMMKOBaHBI pe3yJIbTaTHl, HE
COOTBETCTBYIOIIME 3TOU Moneau (ppakIMOHUPOBa-
Hus n3oronoB N. Tak, mokazaHo, 4TO IIpY ITOBBIIIIE-
HUM KOHIIEHTpPAllM{d HEOPraHWYeCKUX COeIMHEHUM

N B mo4Be Ha CEBEPHOM IIpeiesie pacIIpoOCTpaHEHUS
JecoB Ha Ausicke 3HadeHus O°N B xBoe ey U Ju-
ctbsax OpycHuku (Vaccinium vitis-idaea) ymeHbIla-
Jmch [86]. [To MHEeHUIO aBTOPOB, TaKOit 3P (MEKT CBSI-
3aH 160 ¢ ycusieHreM TuckpuMuHauuu PN rpu ero
MOIJIOIIEHUH M3 IIOYBBI, JINOO ¢ M3MEHEHUEM M30-
TOITHOTO cocTaBa N MpH MOBBIIIEHUU €TI0 JOCTYITHO-
ctu. Ilo3nHee cTaTUCTUYECKUI aHAIU3 OOJILIIOTO
yuciia HaOmoneHuii B jJecax CeBepHOU AMEpPUKMH,
Espornsl n B Ynimm rmokasai, 9To st nepeBbeB ¢ DKM
He OBbUIO BBISIBJIEHO Koppeaauuu mexay OPN -
CTheB M TTocTyriieHueM N ¢ aTMocdepHBIMU OcaaKa-
MU, TOrHIa Kak mjis nepeBbeB ¢ APM Habmomanach
MOJIOXXUTENIbHAasT Koppenasanus [74]. Hakonen, ooHa-
PYX€HO, YTO IPOTEOJUTUYECKAas] aKTUBHOCTh 9K30-
¢depmeHTOB DKM rprbOOB MOBBILIAETCS TIPU YBEJIU-
YeHUM JOCTYIHOCTHU N BCJIEICTBUE €0 MOCTYILICHUS
¢ arMocdepHBIMU ocagkamu [61].

DpakimonnpoBaHre M30TOoNOB N B pacTeHUSIX
MOXET U He SIBJIAThCS pe3yabTaToM (YHKIIMOHUPO-
BaHWSI MUKOPU3HI, a 3aBUCETh OT UCTOYHHMKA a30THO-
TO TIMTAaHUS W OT €TO JTOCTYITHOCTH, UTO 3aTPYyITHSIET
OLICHKY POJIM MUKOPU3HI B (POPMUPOBAHUU U3OTOII-
HOTO cocTtaBa N B KOPHSIX U JIMCThsIX. Tak, IIpu aM-
MOHUITHOM TTMTaHUH, KaK MMPaBUJIO, He HabGIIomaeTcst
3aMeTHOe (DpaKLIMOHUPOBAHUE U3OTOIOB N MexXIy
KOpHSIMU U TUCThsiMU [32, 106]. B akcnepumeHTax,
MIPOBOIMMEIX B KOHTPOJIUPYEMBIX YCIOBUSIX C HC-
MOJIb30BAaHWEM HUTpATa B KAUECTBE UCTOYHMKA a30T-
HOTO TIMTaHUs, HAIIPOTUB, YacTO HabIogaeTcss 0060-
raiieHue JUCTheB U30TONMOM SN M0 CpaBHEHUIO C
kopHsamHu [32, 84, 105]. DTo saBiIsIeTCs CIIeICTBUEM
TOTO, YTO PACTEHUSI MOTYT IMPOSIBIISITE HUTPATPEIyK-
Ta3HYI aKTUBHOCTb KaK B KOPHSIX, TaK U B JIUCTbSIX.
Hwutparpenykra3a B KOpHSIX BOCCTaHABIIMBAaeT IIpe-

WMYILIECTBEHHO 14NO3_, TOTJAa KaK HUTPAT, OTHOCHU-
TeJIbHO oborameHHbIi PN, iepeMeniaeTcs B JINCThS
U1 BOCCTAaHABJIMBAETCS TaM, MPUBOAS K (OPMUPOBaA-
HHUIO 6oJsiee oboraiieHHoro usoronom PN azora 1u-
CThEB II0 CPaBHEHUIO C KOPHAMU. Ecnu 1ocTymHOCTh
HUTPATOB TIOBBIIIAECTCS, TO OOJIbIIIEe UX KOJMYECTBO
IOCTYIIAET B JINCThsI, 000TallIEHHOCTh KOTOPBIX N30TO-
oM N Boszpacraer [83]. Cienys 3Toii rUIIOTE3€, OLLIO
BBICKA3aHO MPEITOJIOKEHNE, YTO 000rallleHe U30TO-
oM BN JINCTbEB 10 CPABHEHMIO C KOPHSAMM Y pacTe-
HUIA B €CTECTBEHHBIX SKOCUCTEMAX MOXKET OBITh TAKXKE
CBSI3aHO C BBICOKOM JIOCTYITHOCTBIO HUTPATOB [28].

SAKITIOYEHHME

HecMotpst Ha cloXuBIIeecs MPEnCTaBICHUE O
pa3HoOM POJIM pa3HBIX TUTTOB MUKOPHU3HI B TpaHCHOP-
MallMy OPTaHUYECKUX COeNUHEHU TTOUBHI U B a30T-
HOM TIMTaHUHU pacTeHuit (3HaunTeIbHas w1t DPM n
OKM u mensbiag mist APM) u BO3MOXHOCTH €€
OlLIEHKU Ha OCHOBaHUH aHaJI13a U30TOMHOIO COCTaBa
N, aKcriepruMeHTaIbHBIEe pe3yIbTaThl He BCeTaa IMo3-
BOJISIIOT IMPOJEMOHCTPUPOBATD 3TO B YCIOBUSIX €CTe-
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POJIb MUKOPU3bl B TPAHC®OPMALIMU COEUHEHUWM A30TA

CTBEHHBIX 3KOCHCTEeM. Pe3ynbTaThl J1abOpaTOPHBIX
BereTallMOHHBIX 9KCIIEPUMEHTOB C UHAUBUAYaJIbHBI-
MU BUJIaMU PACTEHUIA U OTACIbHBIMU BUAAMU MUKO-
PU3HBIX TPUOOB, MPOBOAUMBIX B KOHTPOJHPYEMBIX
YCIOBUSX A30THOTO MUTAHUST (MICTOUHUKU U TOCTYII-
HOCTb) M B OTCYTCTBUM KOHKYPECHIIMHU, 3a4acTylO
CJIOKHO 3KCTPAIlOJIUPOBaTh HA 9KOCUCTEMHEBIN ypo-
BeHb. B ecTeCTBEHHBIX 9KOCUCTEMAaX OJTHOBPEMEHHO
MOTYT IIPUCYTCTBOBATh PACTEHMS C pa3HBIMU TUIIAMU
MUWKOPU3HI U Pa3HOI CTeNEHbI0O MUKOPHU3allui KOPHE-
BBIX CUCTEM Pa3HBIMU BUIAMU rprubOOB, KOTOPbIE MO-
IYT ¢ pa3HOi 3¢ (HEKTUBHOCTBIO MCIIOIL30BaTh pa3-
Hble UICTOUHUKU N B ITOYBaX. Y4acTe MUKOPU3HBIX U
carpoTpodHBIX TPHOOB B pa3I0KeHUN OPraHMYSCKIX
CyOCTpaTOB TaKK€ MOXKET 3aMETHO pa3jddarhbCs, W,
HaKOHell, HaJIn4Ke oOIIeil MULICTMAILHOM CeTH CITO-
COOCTBYET OOMEHY 2JIeMEHTaMM MUTAHUS MEXIY pac-
TeHusIMHU. [103TOMy OYEBMIHO, YTO BOIIPOC O POJIU
MUKOPHU3HI B TpaHC(HOpMALIM OPraHNIECKOTO Bellle-
CTBa TIOYB U B a30THOM IMTAaHUU PacTeHUil B ecTe-
CTBEHHBIX 3KOCHUCTEMaX €llle JaJIeK OT MOJy4eHUS
TOYHBIX KOJIMYECTBEHHBIX OLIEHOK, a MUCCIIETOBAHUS
B 3TOM HaIIPaBJICHUU SIBJISTFOTCS BAaSKHBIMU JJ1sT OLICH -
K1 (QYHKIIMOHUPOBAHUS 3KOCUCTEM B YCIIOBUSIX Me-
Haommniicsa goctyitHoctd C mirst porocrmHTe3a 1 N
IIJIsT KOPHEBOTO MUTAHMUSI.

Baaromapuocts. PaGora BBIMOJIHEHA IIPU TIOMI-
nepxke PH® (rmpoekt 16-14-10208).

CITMCOK JIMTEPATYPbI

1. bemexmuna A.A., Myxauesa T.A., Kosares C.IO., I'y-
cee A.1l., Beceaxun /l. B. O6mnue u pa3HooOpasue ap-
OyCKYJISIpHBIX TpuUOOB Yy WHBa3uBHOro Solidago
canadensis © MecTHOTo S. virgaurea // DKOJOTUSI.
2016. No 6. C. 476—480.

2. Beceaxun /I.B., Jlykuna H.B., Yuopux T.C. CooTHO-
LIEHYE MUKOPU3HBIX U HEMUKOPU3HBIX BUIOB pacTe-
HUI B IEPBUYHBIX TEXHOI€HHBIX CYKIIECCUSIX // DKO-
sorust. 2015. Ne 5. C. 417—424.

3. Beceaxun /I.B., Mapxoeckas E.@., bemexmuna A.A.,
Conuna A.B., Cepeuenko JI.A. MukopuzoobpazoBa-
HHUE Y COCYIUCTBIX pACTEHUI GEperoBoii 30HbI 3aI1a-
Horo nob6epexbs beyoro Mopst // YueHble 3aluCcKu
ITerpo3aBomckoro roc. yH-Ta. 2016. No 8. C. 20—26.

4. Jlaspenos H.I'., 3epnos A.C., Kunkees A.M., Texees /1.K.,
Cemenosa P.b., Axmemaucanosa A.A., Ilepesedenye-
éa JI.I., Cydsunrosckas H.A., Kopumeeuwesa M.IO.,
Onunuenxo B.I. Mukopu3sa pacTeHH B SKCTpeMaJlb-
HBIX YCJIOBUSIX: aJbIIMUCKHUE KOBpbl ApMmeHUU //
Kyph. obuieit 6uonoruu. 2017. T. 78. Ne 4. C. 80—85.

5. Maxapoé M.H. VI30TONHBII cOCcTaB a30Ta B IOUBaX U
pacTeHUSIX: UCIIONIB30BAHUE B IKOJOTUICCKUX MC-
cienoBaHusx (0630p) // ITouBoBeneHue. 2009. No 12.
C. 1432—1445.

6. Manviuwesa B.D., Marviwesa E.D., Boponuna E.IO.,
®Dedocosa A.T., Bubuxoe H.M., Kucenesa /I.C., Tu-
yHos A.B., Kosanrenko A.E. Mukopusa rpylaHKOBBIX
(Pyrola rotundifolia, P. Media v Orthilia secunda) co-
CTaB I'PUOHBIX CUMOMOHTOB M TPOPUIECKUI CTaTyC

TTOYBOBEJEHUE Ne2 2019

10.

11.

12.

13.

14.

15.

16.

17.

18.

19.

229

pacteHuit // Mukonorus u cdurtomnaroyorus. 2017.
T. 51. Ne 6. C. 350—364.

. Mensiino O.B., Mameuenxo A.HU., Cmenanose A.JI.,

Maxapos M.H. Onipenenenue notoka CO, U3 NMOYB:
poJib TiyOMHBI KoJjielr // Dkonorusi. 2015. Ne 2.
C. 120—124.

. Cmum C.D., Pud /./JInc. MUKOPU3HBIII CUMOUO3.

[Tep. ¢ 3-ro aurn. uznanusi E.FO. BopoHunoii. M.:
TosapumectBo HayaHbix n3ganuiit KMK, 2012.

. IOpkoe A.I1., Cmenanosa I'.B., fIxoou JI.M., Koxcems-

xoe A.Il., Cepeanues H.X., Amenosa P.K., Hxucana-
poe P.III., Boaodun M.A., Trhenos A.C., baiimyka-
Hoé E.H. TIpoayKTUBHOCTb SIpOBOIi Y O3MMOM MIlie-
HMILBI IPU MCIIOJb30BaHUM Tpuba apOyCKYJISIPHOI
Muxkopussl Glomus intraradices B ycnoBusix neduiura
Biaru // Kopmomnpoussoactso. 2012. Ne 11. C. 18—20.

HOpkos A.1L., Axobu JI.M., /I3r06enko H.U., Hluuwo-
6a M.D., IIposopose H.A., Koucemsakoe A.Il., 3asa-
aun A.A. Tlonmumopdusm mnonynasuuu [laBnoBckas
JIIOLIEPHBI XMEJIEBUIHON IO TOKa3aTessiM MpPOIyK-
TUBHOCTHU, MUKOPHU3aLIUU U 9PHEKTUBHOCTU CUMOU -
o3a ¢ Glomus intraradices // CenbCKOXO3HCTBEHHAsI
6uomnorus. 2011. Ne 3. C. 65—70.

Averill C., Finzi A. Increasing plant use of organic ni-
trogen with elevation is reflected in nitrogen uptake
rates and ecosystem 8N // Ecology. 2011. V. 92.
P. 883—891.

Averill C., Turner B.L., Finzi A.C. Mycorrhiza-mediat-
ed competition between plants and decomposers
drives soil carbon storage // Nature. 2014. V. 505.
P. 543-546.

Azcon-Aguilar G.R., Handley L.L., Scrimgeour C.M.
The 8N of lettuce and barley are affected by AM sta-
tus and external concentration of N // New Phytol.
1998. V. 138. P. 19-26.

Bender S.F, Conen F., Van der Heijden M.G.A. Mycor-
rhizal effects on nutrient cycling, nutrient leaching
and N,O production in experimental grassland // Soil
Biol. Biochem. 2015. V. 80. P. 283—292.

Bethlenfalvay G.J., Brown M.S., Pacovsky R.S. Parasit-
ic and mutualistic associations between a mycorrhizal
fungus and soybean: development of the host plant //
Phytopathology. 1982. V. 72. P. 889—893.

Bodeker 1.T.M., Clemmensen K.E., Boer W., Martin F,
Olson E., Lindahl B.D. Ectomycorrhizal Cortinarius
species participate in enzymatic oxidation of humus in
northern forest ecosystems // New Phytol. 2014.
V. 203. P. 245-256.

Brzostek E.R., Greco A., Drake J.E., Finzi A.C. Root
carbon inputs to the rhizosphere stimulate extracellu-
lar enzyme activity and increase nitrogen availability
in temperate forest soils // Biogeochemistry. 2013.
V. 115. P. 65-76.

Cameron D.D., Bolin J.F Isotopic evidence of partial
mycoheterotrophy in the Gentianaceae: Bartonia virg-
inica and Obolaria virginica as case studies // Am.
J. Botany. 2010. V. 97. P. 1272—1277.

Clemmensen K.FE., Finlay R.D., Dahlberg A., Stenlid J.,
Wardle D.A., Lindah!l B.D. Carbon sequestration is re-
lated to mycorrhizal fungal community shifts during

long-term succession in boreal forests // New Phytol.
2015. V. 205. P. 1525—1536.



230

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

31.

32.

33.

MAKAPOB

Chapin ES., Vitousek PM., Vancleve K. The nature of
nutrient limitation in plant-communities // Am. Nat-
uralist. 1986. V. 127. P. 48—58.

Corréa A., Cruz C., Ferrol N. Nitrogen and carbon/ni-
trogen dynamics in arbuscular mycorrhiza: the great
unknown // Mycorrhiza. 2015. V. 25. P. 499-515.

Courty P-E., Buée M., Diedhiou A.G., Frey-Klett P,
LeTacon E, Rineau F., Turpault M.-P., Uroz S., Gar-
baye J. The role of ectomycorrhizal communities in for-
est ecosystem processes: New perspectives and emerg-
ing concepts // Soil Biol. Biochem. 2010. V. 42. P. 679—
698.

Courty P-E., Walder F, Boller T., Ineichen K., Wiem-
ken A., Rousteau A., Selosse M.-A. Carbon and nitro-
gen metabolism in mycorrhizal networks and mycohet-

erotrophic plants of tropical forests: A stable isotope
analysis // Plant Physiol. 2011. V. 156. P. 952—961.

Courty P.-E., Doubkov P., Calabrese S., Niemann H.,
Lehmann M.F., Vosatka M., Selosse M.-A. Species-de-
pendent partitioning of C and N stable isotopes be-
tween arbuscular mycorrhizal fungi and their C3 and
C4 hosts // Soil Biol. Biochem. 2015. V. 82. P. 52—61.

Craine J.M., Elmore A.J., Aidar M.P.M., Bustamante M.,
Dawson TE., Hobbie E.A., Kahmen A., Mack M.C.,
McLauchlan K.K., Michelsen A., Nardoto G.B., Par-
do L.H., Peiiuelas J., Reich P.B., Schuur F.A.G.,
Stock W.D., Templer P.H., Virginia R.A., Welker J.M.,
Wright 1.J. Global patterns of foliar nitrogen isotopes
and their relationships with climate, mycorrhizal fun-
gi, foliar nutrient concentrations, and nitrogen avail-
ability // New Phytol. 2009. V. 183. P. 980—992.

Craine J. M., Lee W.G., Bond W.J., Williams R.J., John-
son L.C. Environmental constraints on a global rela-
tionship among leaf and root traits of grasses // Ecol-
ogy. 2005. V. 86. P. 12—19.

Dawson T.E., Mambelli S., Plamboeck A.H., Templer P.H.,
Tu K. P. Stable isotopes in plant ecology // Annual Rev.
Ecol. System. 2002. V. 33. P. 507—559.

Dijkstra P., Williamson C., Menyailo O., Doucett R.,
Koch G., Hungate B.A. Nitrogen stable isotope compo-
sition of leaves and roots of plants growing in a forest
and a meadow // Isotopes Environ. Health Stud. 2003.
V. 39. P. 29-309.

Ellstrom M. Effects of nitrogen deposition on the
growth, metabolism and activity of ectomycorrhizal
fungi. Ph. D. Diss. 2014. Lund University, Lund,
Sweden.

Emmerton K.S., Callaghan T.V., Jones H.E., Leake J.R.,
Michelsen A., Read D.J. Assimilation and isotopic
fractionation of nitrogen by mycorrhizal fungi // New
Phytol. 2001. V. 151. P. 503—511.

FEtcheverria P, Huygens D., Godoy R., Borie F, Boeckx P.
Arbuscular mycorrhizal fungi contribute to *C and
5N enrichment of soil organic matter in forest soils //
Soil Biol. Biochem. 2009. V. 41. P. 858—861.

Evans R.D., Bloom A.J., Sukrapanna S.S., Fhlerin-
ger J.R. Nitrogen isotope composition of tomato (Lu-
copersicon esculentum Mill. Cv. T-5) grown under am-
monium or nitrate nutrition // Plant Cell Environ.
1996. V. 19. P. 1317—1323.

Fellbaum C.R., Gachomo E.W., Beesetty Y., Choudhari S.,
Strahan G.D., Pfeffer P.E., Kiers E.T., Bucking H. Car-
bon availability triggers fungal nitrogen uptake and

34.

35.

36.

37.

38.

39.

40.

41.

42.

43.

44.

45.

46.

47.

48.

49.

transport in arbuscular mycorrhizal symbiosis // Proc.
Nat. Acad. Sci. USA. 2012. V. 109. P. 2666—2671.
Franklin O., Néosholm T., Hugberg P., Hogberg M.N.
Forests trapped in nitrogen limitation — an ecological
market perspective on ectomycorrhizal symbiosis.
New Phytol. 2014. V. 203. P. 657—666.
Gallet-Budynek A., Brzostek E., Rodgers V.L., Talbot J.M.,
Hyzy S., Finzi A.C. Intact amino acid uptake by north-
ern hardwood and conifer trees // Oecologia. 2009.
V. 160. P. 129—138.

Govindarajulu M., Pfeffer PE., Jin H., Abubaker J.,
Douds D.D., Allen J.W., Biicking H., Lammers P.J.,
Shachar-Hill Y. Nitrogen transfer in the arbuscular
mycorrhizal symbiosis // Nature. 2005. V. 435.
P. 819—823.

van der Heijden M.G.A., Horton T.R. Socialism in soil?
The importance of mycorrhizal fungal networks for fa-
cilitation in natural ecosystems // J. Ecol. 2009. V. 97.
P. 1139—1150.

van der Heijden M.G.A., Martin EM., Selosse M.-A.,
Sanders I.R. Mycorrhizal ecology and evolution: the
past, the present, and the future // New Phytol. 2015.
V. 205. P. 1406—1423.

Henn M.R., Chapela I.H. Ecophysiology of '*C and
5N isotopic fractionation in forest fungi and the roots
of the saprotrophic-mycorrhizal divide // Oecologia.
2001. V. 128. P. 480—487.

Hepper C.M. A colorimetric method for estimating ve-
sicular-arbuscular mycorrhizal infection in roots //
Soil Biol. Biochem. 1977. V. 9. P. 15—18.

Hobbie E.A., Colpaert J.V. Nitrogen availability and
colonization by mycorrhizal fungi correlate with nitro-
gen isotope patterns in plants // New Phytol. 2003.
V. 157. P. 115—126.

Hobbie J.E., Hobbie E.A. N-15 in symbiotic fungi and
plants estimates nitrogen and carbon flux rates in Arc-
tic tundra // Ecology. 2006. V. 87. P. 816—822.
Hobbie E.A., Hogberg P. Nitrogen isotopes link mycor-
rhizal fungi and plants to nitrogen dynamics // New
Phytol. 2012. V. 196. P. 367—382.

Hobbie E.A., Jumpponen A., Trappe J. Foliar and fun-
gal N : N ratios reflect development of mycorrhizae
and nitrogen supply during primary succession: testing
analytical models // Oecologia. 2005. V. 146. P. 258—
268.

Hobbie E.A., Macko S.A., Shugart H.H. Insights into
nitrogen and carbon dynamics of ectomycorrhizal and
saprotrophic fungi from isotopic evidence // Oecolo-
gia. 1999. V. 118. P. 353—360.

Hobbie E.A., Macko S.A., Williams M. Correlations
between foliar 8N and nitrogen concentrations may
indicate plant-mycorrhizal interactions // Oecologia.
2000. V. 122. P. 273—283.

Hodge A., Campbell C.D., Fitter A.H. An arbuscular
mycorrhizal fungus accelerates decomposition and ac-
quires nitrogen directly from organic material // Na-
ture. 2001. V. 413. P. 297-299.

Hodge A., Fitter A.H. Substantial nitrogen acquisition
by arbuscular mycorrhizal fungi from organic material
has implications for N cycling // Proc. Nat. Acad. Sci.
USA. 2010. V. 107. P. 13754—13759.

Hodge A., Storer K. Arbuscular mycorrhiza and nitro-
gen: implications for individual plants through to eco-
systems // Plant Soil. 2015. V. 386. P. 1—19.

TTOYBOBEJEHUE Ne2 2019



50.

51.

52.

53.

54.

55.

56.

57

58

59.

60.

61.

62.

63.

64.

POJIb MUKOPU3bl B TPAHC®OPMALIMU COEUHEHUWM A30TA

Hogberg M.N., Hiogberg P. Extramatrical ectomycor-
rhizal mycelium contributes one-third of microbial
biomass and produces together with associated roots,
half the dissolved organic carbon in a forest soil //
New Phytol. 2002. V. 154. P. 791-795.

Hogberg P., Alexander 1.J. Roles of root symbioses in
African woodland and forest: evidence from PN abun-
dance and foliar analysis // J. Ecol. 1995. V. 83.
P.217-224.

Hogberg P, Hogberg M.N., Quist M.E., Fkblad A.,
Ndsholm T. Nitrogen isotope fractionation during ni-
trogen uptake by ectomycorrhizal and non-mycorrhi-
zal Pinus sylvestris // New Phytol. 1999. V. 142.
P. 569—-576.

Jones M.D., Grenon F, Peat H., Fitzgerald M., Holt L.,
Philip L.J., Bradley R. Differences in "N uptake
amongst spruce seedlings colonized by three pioneer
ectomycorrhizal fungi in the field // Fungal Ecology.
2009. V. 2. P. 110—120.

Kohzu A., Yoshioka T., Ando T., Takahashi M., Koba K.,
Wada E. Natural '*C and "N abundance of field-col-
lected fungi and their ecological implicatios // New
Phytol. 1999. V. 144. P. 323—334.

Kraus T.E.C., Dahigren R.A., Zasoski R.J. Tannins in
nutrient dynamics of forest ecosystems — a review //
Plant Soil. 2003. V. 256. P. 41—66.

Legume nitrogen fixation in soils with low phosphorus
availability: Adaptation and regulatory implication /
Eds. S. Sulieman, L.P. Tran. Springer, 2017.

. Liese R., Liibbe T., Albers N.W., Meier 1.C. The mycor-
rhizal type governs root exudation and N uptake of tem-
perate tree species // Tree Physiol. 2017. V. 38. P. 83—95.
. Lilleskov E.A., Hobbie E.A., Fahey T.J. Ectomycorrhi-
zal fungal taxa differing in response to nitrogen depo-
sition also differ in pure culture organic nitrogen use
and natural abundance of nitrogen isotopes // New
Phytol. 2002. V. 154. P. 219—231.

Lin G., McCormack M.L., Ma C., Guo D. Similar be-
low-ground carbon cycling dynamics but contrsting
modes of nitrogen cycling between arbuscular mycor-
rhizal and ectomycorrhizal forests // New Phytol.
2017. V. 213. P. 1440—1451.

Lindahl B.D., Tunlid A. Ectomycorrhizal fungi — po-
tential organic matter decomposers, yet not sapro-
trophs // New Phytol. 2015. V. 205. P. 1443—1447.
Lucas R.W., Casper B.B. Ectomycorrhizal community
and extracellular enzyme activity following simulated
atmospheric N deposition // Soil Biol. Biochem.
2008. V. 40. P. 1662—1669.

Makarov M.I., Onipchenko V.G., Malysheva T.I., van
Logtestijn R.S.P, Soudzilovskaia N.A., Cornelissen J.H.C.
Determinants of PN natural abundance in leaves of
co-occurring plant species and types within an alpine
lichen heath in the Northern Caucasus // Arctic, Ant-
arctic, Alpine Research. 2014. V. 46. P. 581—590.
Malysheva E.F, Malysheva V.F, Kovalenko A.E., Pi-
menova E.A., Gromyko M.N., Bondarchuk S.N., Voron-
ina E.Yu. Below-ground ectomycorrhizal community
structure in the postfire successional Pinus koraiensis
forests in the central Sikhote-Alin (the Russian Far
East) // Botanica Pacifica: a Journal of Plant Science
and Conservation. 2016. V. 5. P. 19—-31.

Mayor J., Bahram M., Henkel T., Buegger F., PritschK.,
Tedersoo L. Ectomycorrhizal impacts on plant nitro-

Ne 2

TTOYBOBEJAEHHUE 2019

65.

66.

67.

68.

69.

70.

71.

72.

73.

74.

75.

76.

77.

231

gen nutrition: emerging isotopic patterns, latitudinal
variation and hidden mechanisms // Ecol. Lett. 2015.
V. 18. P. 96—107.

Michelsen A., Quarmby C., Sleep D., Jonasson S. Vas-
cular plant 15’N natural abundance in heath and forest
tundra ecosystems is closely correlated with presence
and type of mycorrhizal fungi in roots // Oecologia.
1998. V. 115. P. 406—418.

Michelsen A., Schmidt 1.K., Jonasson S., Quarmby C.,
Sleep D. Leaf PN abundance of subarctic plants pro-
vides field evidence that ericoid, ectomycorrhizal and
non- and arbuscular mycorrhizal species access differ-
ent sources of nitrogen // Oecologia. 1996. V. 105.
P. 53-63.

Molecular mycorrhizal symbiosis / Ed. F. Martin. Wi-
ley-Blackwell, 2016.

Nadelhoffer K., Shaver G., Fry B., Giblin A., Johnson L.,
McKane R. PN natural abundances and N use by tun-
dra plants // Oecologia. 1996. V. 107. P. 386—394.

Ndasholm T., Hogberg P., Franklin O., Metcalfe D.,
Keel 8.G., Campbell C., Hurry V., Linder S., Hog-
berg M. N. Are ectomycorrhizal fungi alleviating or ag-
gravating nitrogen limitation of tree growth in boreal
forests? // New Phytol. 2013. V. 198. P. 214—221.

Nuccio E.E., Hodge A., Pett-Ridge J., Herman D.J.,
Weber P.K., Firestone M.K. An arbuscular mycorrhizal
fungus significantly modifies the soil bacterial com-
munity and nitrogen cycling during litter decomposi-
tion // Environ. Microbiol. 2013. V. 15. P. 1870—188]1.

Opik M., Moora M., Liira J., Zobel M. Composition of
root-colonizing arbuscular mycorrhizal fungal com-
munities in different ecosystems around the globe //
J. Ecol. 2006. V. 94. P. 778—790.

Orwin K. H., Kirschbaum M.U.F., St John M.G., Dic-
kie I1.A. Organic nutrient uptake by mycorrhizal fungi
enhances ecosystem carbon storage: a model-based
assessment // Ecol. Lett. 2011. V. 14. P. 493—502.

Pardo L.H., Semaoune P., Schaberg P.G., Eagar C., Se-
bilo M. Patterns in 8°N in roots, stems, and leaves of
sugar maple and American beech seedlings, saplings
and mature trees // Biogeochemistry. 2013. V. 112.
P. 275-291.

Pardo L.H., Templer PH., Goodale C.L., Duke S.,
Groffman PM., Adams M.B., Boeckx P, Boggs J.,
Campbell J., Colman B., Compton J., Emmett B., Gun-
dersen P., Kjonaas J., Lovett G., Mack M., Magill A.,
Mbila M., Mitchell M.J., McGee G., McNulty S., Na-
delhoffer K., Ollinger S., Ross D., Rueth H., Rustad L.,
Schaberg P., Schiff' S., Schleppi P, Spoelstra J., Wessel W.
Regional assessment of N saturation using foliar and
root delta N-15 // Biogeochemistry. 2006. V. 80.
P. 143—171.

Phillips R. P, Brzostec E., Midgley M.G. The mycorrhi-
zal-associated nutrient economy: a new framework for
predicting carbon-nutrient coupling in temperate for-
ests // New Phytol. 2013. V. 199. P. 41-51.

Phillips R.P., Fahey T.J. Patterns of rhizosphere carbon
flux in sugar maple (Acer saccharum) and yellow birch
(Betula allegheniensis) saplings // Global Change Biol.
2005. V. 11. P. 983-995.

Phillips L.A., Ward V., Jones M.D. Ectomycorrhizal
fungi contribute to soil organic matter cycling in sub-
boreal forests // ISME J. 2014. V. 8. P. 699—713.



232

78.

79.

80.

81.

82.

83.

84.

85.

86.

87.

88.

89.

90.

91.

92.

93.

MAKAPOB

Read D.J., Leake J.R., Perez-Moreno J. Mycorrhizal
fungi as drivers of ecosystem processes in heathland
and boreal forest biomes // Can. J. Bot. 2004. V. 82.
P. 1243—1263.

Read D.J., Perez-Moreno J. Mycorrhizas and nutrient
cycling in ecosystems: a journey towards relevance? //
New Phytol. 2003. V. 157. P. 475—492.

Reynolds H.L., Hartley A.E., Vogelsang K. M., James D.,
Bever J.D., Schultz PA. Arbuscular mycorrhizal fungi
do not enhance nitrogen acquisition and growth of
old-field perennials under low nitrogen supply in
glasshouse culture // New Phytol. 2005. V. 167.
P. 869—880.

Rineau F, Roth D., Shah F., Smits M., Johansson T.,
Canbdick B., Olsen P.B., Persson P., Grell M.N., Lind-
quist E., Grigoriev 1.V, Lange L., Tunlid A. The ecto-
mycorrhizal fungus Paxillus involutus converts organic
matter in plant litter using a trimmed brown-rot mech-
anism involving Fenton chemistry // Environ. Micro-
biol. 2012. V. 14. P. 1477—1487.

Rineau FE., Shah F, Smits M.M., Persson P., Johansson T.,
Carleer R., Troein C., Tunlid A. Carbon availability
triggers the decomposition of plant litter and assimila-
tion of nitrogen by an ectomycorrhizal fungus //
ISMEJ. 2013. V. 7. P. 2010—2022.

Robinson D., Handley L.L., Scrimgeour C.M. A theory
for PN/N fractionation in nitrate-grown vascular
plants // Planta. 1998. V. 205. P. 397—406.

Robinson D., Handley L.L., Scrimgeour C.M., Gor-
don D.C., Forster B.P., Ellis R.P. Using stable isotope
natural abundances (8'°N and §°C) to integrate the
stress responses of wild barley (Hordeum spontaneum
C. Koch) genotypes // J. Exp. Botany. 2000. V. 51.
P. 41-50.

Robinson D. 8PN as an integrator of the nitrogen cycle //
Trends Ecol. Evol. 2001. V. 16. P. 153—162.

Schulze E.-D., Chapin ES. IIl, Gebauer G. Nitrogen
nutrition and isotope differences among life forms at
the northern treeline of Alaska // Oecologia. 1994.
V. 100. P. 406—412.

Schweiger P.F. Nitrogen isotope fractionation during N
uptake via arbuscular mucorrhizal and ectomycorrhi-
zal fungi into grey alder // J. Plant Physiol. 2016.
V. 205. P. 84-92.

Shtark O., Kumari S., Singh R., Sulima A., Akhtemova G.,
Zhukov V., Shcherbakov A., Shcherbakova E., Adhol-
eya A., Borisov A. Advances and prospects for develop-
ment of multi-component microbial inoculant for le-
gumes // Legume Perspectives. 2015. V. 8. P. 40—44.
Smith S.E., Read D.J. Mycorrhizal symbiosis (3rd edn).
London, UK: Academic Press, 2008.

Smith S.E., Smith F.A. Roles of arbuscular mycorrhizas
in plant nutrition and growth: new paradigms from
cellular to ecosystem scales // Annual Rev. Plant Biol.
2011. V. 62. P. 227—-250.

Talbot J.M., Allison S.D., Treseder K.K. Decomposers
in disguise: mycorrhizal fungi as regulators of soil C
dynamics in ecosystems under global change // Func-
tional Ecol. 2008. V. 22. P. 955—-963.

Talbot J.M., Treseder K.K. Controls over mycorrhizal
uptake of organic nitrogen // Pedobiologia. 2010.
V. 53. P. 169—179.

Tedersoo L., Naadel T., Bahram M., Pritsch K., Bueg-
ger E, Leal M., Koljalg U., Poldmaa K. Enzymatic ac-

94.

95.

96.

97.

98.

99.

100.

101.

102.

103.

104.

105.

106.

107.

tivities and stable isotope patterns of ectomycorrhizal
fungi in relation to phylogeny and exploration types in
an afrotropical rain forest // New Phytol. 2012. V. 195.
P. 832—843.

Tian C., Kasiborski B., Koul R., Lammers P.J., Buck-
ing H., Shachar-Hill Y. Regulation of the nitrogen
transfer pathway in the arbuscular mycorrhizal sym-
biosis: gene characterization and the coordination of
expression with nitrogen flux // Plant Physiol. 2010.
V. 153. P. 1175—1187.

Veresoglou S.D., Chen B., Rillig M.C. Arbuscular mycor-
rhiza and soil nitrogen cycling // Soil Biol. Biochem.
2012. V. 46. P 53—62.

Veresoglou S.D., Sen R., Mamolos A.P., Veresoglou D.S.
Plant species identity and arbuscular mycorrhizal sta-
tus modulate potential nitrification rates in nitrogen-
limited grassland soils // J. Ecol. 2011. V. 99. P. 1339—
1349.

Walker J.F, Aldrich-Wolfe L., Riffel A., Barbare H.,
Simpson N.B., Trowbridge J., Jumpponen A. Diverse
Helotiales associated with the roots of three species of
Arctic Ericaceae provide no evidence for host specific-
ity // New Phytol. 2011. V. 191. P. 515-527.

Wallander H., Géransson H., Rosengren U. Produc-
tion, standing biomass and natural abundance of "N
and 1C in ectomycorrhizal mycelia collected at differ-
ent soil depths in two forest types // Oecologia. 2004.
V. 139. P. 89-97.

Wheeler C.T., Tilak M., Scrimgeour C.M., Hooker J.E.,
Handley L. L. Effects of symbiosis with Frankia and ar-
buscular mycorrhizal fungus on the natural abundance
of PN in four species of Casuarina // J. Exp. Botany.
2000. V. 51. P. 287—297.

Whiteside M.D., Digman M.A., Gratton E., Treseder K. K.
Organic nitrogen uptake by arbuscular mycorrhizal
fungi in a boreal forest // Soil Biol. Biochem. 2012.
V.55.P.7-13.

Whiteside M.D., Treseder K. K., Atsatt P.R. The brighter
side of soils: quantum dots track organic nitrogen
through fungi and plants // Ecology. 2009. V. 90.
P. 100—108.

Wurzburger N., Hendrick R.L. Plant litter chemistry
and mycorrhizal roots promote a nitrogen feedback in
a temperate forest // J. Ecol. 2009. V. 97. P. 528—536.

Wurzburger N., Hendrick R.L. Rhododendron thickets
alter N cycling and soil extracellular enzyme activities
in southern Appalachian hardwood forests // Pedobi-
ologia. 2007. V. 50. P. 563—576.

Yano Y., Shaver G.R., Giblin A.E., Rastetter E.B. De-
pleted N-15 in hydrolysable-N of arctic soils and its
implication for mycorrhizal fungi—plant interaction //
Biogeochemistry. 2010. V. 97. P. 183—194.

Yoneyama T., Kaneko A. Variations in the natural
abundance of PN in nitrogenous fractions in komatsu-
na plants supplied with nitrate // Plant Cell Physiol.
1989. V. 30. P. 957—962.

Yoneyama T., Omata T., Nakata S., Yazaki J. Fraction-
ation of nitrogen isotopes during the uptake and as-
similation of ammonia by plants // Plant Cell Physiol.
1991. V. 32. P. 1211—1217.

Yin H., Wheeler E., Phillips R. P. Root-induced chang-
es in nutrient cycling in forests depend on exudation
rates // Soil Biol. Biochem. 2014. V. 78. P. 213—221.

Ne 2

TTOYBOBEJAEHHUE 2019



POJIb MUKOPU3bl B TPAHC®OPMALIMU COEUHEHUWM A30TA 233

Role of Mycorrhiza in Nitrogen Transformation in Soil
and Nitrogen Nutrition of Plants: A Review

M. 1. Makarov*

Lomonosov Moscow State University, Leninskie gory, Moscow, 119991 Russia
*e-mail: mmakarov@soil.msu.ru

The role of mycorrhizal symbiosis as a control of the biogeochemical cycle of nitrogen in soils and in the ni-
trogen nutrition of plants is considered. The contribution of ericoid mycorrhiza (ERM) and ectomycorrhiza
(ECM) to nitrogen (N) supply of host plants is well-know, whereas the role of arbuscular mycorrhiza (ARM)
is insufficiently understood. Exoenzymes released into the soil from the ERM and ECM mycelium favor the

hydrolysis of high-molecular-weight N-containing organic compounds of plant litter and soils and to N H:{
or to amino acids that are then transported toward and absorbed by plant roots. ARM fungi have a limited
capacity to release hydrolytic enzymes capable of decomposing high-molecular-weight organic compounds
into the soil (or do not have it at all). Therefore, they are specialized on the absorption of inorganic forms of
N and amino acids appearing in the soil in the course of decomposition of high-molecular-weight N-con-
taining compounds by saprotrophic microorganisms. The activity of hydrolytic exoenzymes and the role of
mycorrhiza in the nitrogen nutrition of plants become more significant under conditions of the low supply with
mineral N compounds and decrease upon the rise in availability of mineral N compounds. At the same time,
mycorrhizal fungi and host plants may compete for the limited resource. The isotopic composition of N in
plants (8"°N) and the fractionation of >N isotope between the mycorrhizal fungi and host plants are considered
to be indicative of the participation of mycorrhiza in the nitrogen nutrition of plants.

Keywords: symbiosis, soil organic matter, exoenzymes, nitrogen, stable isotopes of nitrogen
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