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Opxuaen UMeIOT CUMOMOTUYECKIE OTHOIIEHUST C SKTOMUKOPU3HBIMM WJIN CAlIpOTPOGHBIMHU (“pPU30KTO-
HUs”’) TpubaMu, KOTOpble 00eCIIeunBalOT pacTeHUs TTUTaTeIbHBIMU BelllecTBaMu. CTeneHb 3aBUCUMOCTH
pacTeHuit oT rpubOB B TJIaHEe 00eCTIeYeHNST OPTaHMIECKUM BEILIECTBOM OTPaXKaeTcsl B IIOKA3aTeNsIX BEH -
upHbI §°C B TKaHSIX pacTeHMit. MaJlo 4To M3BECTHO O TOM, HACKOJIBKO LIIMPOKO PACIIpOCTPAHEHA YacTHY-
Has mukoreteporpodus (UMI') cpenu opxuneii B IIpupoie, 1 BOIPOC O TOM, 00JIaTaloT JIU OPXUIEH, aCCO-
LIMMPOBAHHBIC C PUBOKTOHUEHN, MUKOTeTepOTpOodUeii, OcTaeTcs OTKPHITHIM. Mcrionb3yst opxuaen ¢ 3KTo-
MUMKOPM3HBIMU TPUOAMU U BUIBI OPXUIEii, aCCOIMMPOBAHHbBIE C PU30KTOHMEMN, Mbl TTPOBEPWIIM TUIIOTE3Y
0 TOM, UTO Ha3eMHBIE 3eJICHbIE OPXUIEH CHIDKAIOT CBOM 3HaYeHNs O'°C B OTBET Ha 3aTEHEHUSI MEHBIIIE, 4eM
COCEIIHME COCYIMCThIE PACTeHUS, HE OTHOCSIIINECS K OpPXUAHBIM (moKa3ateabcTBo YMI'). MuI uccnenoBa-
JIM BOCEMb T1ap BUJIOB pacTeHUil (OpXues B mape ¢ 3TaJJOHHBIM aBTOTPO(MHBIM PACTEHUEM, PACTYILLIUM DPsi-
JIOM) B YCJIOBUSIX XOPOIIIO OCBEIIEHHOTO W 3aTEHEHHOTO YJaCTKOB Ha TUIOIIANKAX B €BPOIeiiCKOi yacTn
Poccuu. Ha kaxiom yyacTke perucTpupoBajid ypoBeHb OCBEIIEHHOCTU U UCCJICIOBAJIY JIMCThSI PACTEHU I
Ha BeauHbI 83C. O6GHapyXeHO, UTo BCe POTECTUPOBAHHBIE OPXHUIEH ITOKA3aIIH CXOIHYIO 6oJiee c1abyio
peakimio conepxkanusi C Ha OTHOCHUTEJILHYIO OCBELIEHHOCTh B OTJIMYHME OT 3HAUMMO GoJiee CUIIBHOI pe-
aKIM1 y KOHTPOJBHBIX (He OPXUIHBIX) PACTCHUI, YTO CBUACTEIBbCTBYET O IITMPOKOM PACIPOCTPAHEHUN
YMTI cpenu opxuneit. Y opxuaeii ¢ 3KTOMUKOPU3HBIMU TPUOAMU M OPXUJIEii, aCCOLMUPOBAHHBIX C PU30K-
TOHMeEI1, He OTMEUEHO CYLIECTBEHHOI pa3HUIIBI B peakuuu &' °C Ha TeHb, YTO MOATBEPKIAET MUKOTETEPO-
TpodHbIE MEXaHU3MBI IEPEHOCA YTJIepoa K pACTEHUSIM Y OpXUIEii, aCCOLIMMPOBAHHBIX C “PU30KTOHUEBHI-
mu” rpubamu. J1oms yriaepoaa, IoIydeHHOro OT IprUOOB, ISk OTASIbHBIX BUIOB OPXMACH BapbupoBaia OT
310 50%. Opxuaev CHUKAJIU TNTOTHOCTh YCTHUIL B OTBET HA 3aTeHEHWE MEHBIIIE WJTU TaK Xe, KaK aBTOTPOod-
HbI€ PACTEHUSI, UTO IMO3BOJISET MPEAIIOJIOXUTh, YTO MUKOTETEPOTPOMHBIE PACTEHUSI MOTYT OBITh HECKOJIb-
KO MEHee JMMUTUPOBAHBI JOCTYITHOCThIO BOJIbI, YeM aBTOTPOMHBIE BUIbI, YTO, BO3MOXHO, CBSI3aHO C IO~
CTYIUICHHEM BOIBI OT rpr00B. Haiyu maHHbIe moATBEpXKAaIOT IIIMPOKYIO pacupocTpaHeHHOCTs YMI cpenu
opxuneit u cymectsoBanue YMI y opxuzeii, acCOIMMPOBAHHBIX C “PU30KTOHUEBbIMU” Tpubamu. [Toiry-
YeHHBIE PE3YJIbTAThl PACIIMPSIIOT MTPEACTABICHMS O BaXKHOM 3KOJIOTMYECKOM 3HAYEHUU MUKOPHU3HBIX ac-
CcolLIMalUii B MOA3EMHBIX MUILIEBBIX CETSIX.

DOI: 10.31857/S0044459622010067

st pactenuii u3 ceM. Orchidaceae Juss. xapakre-
PEH MMKOPHW3HBII CMMOMO3, MO KpaliHeil mepe Ha
paHHux craausax oHTtoreHesa (Dearnaley, 2007). Tu-
MUYHasi MUKOPU3a — 3TO CUMOMOTUYECKUE OTHOIIIe-
HUS MeXIy pacTeHUSIMU U Tpubamu, Mpu KOTOPBIX
pacTeHHns 00eCIIeYnBaIOT IPUOKI yTJIEBOJAMM, a TPU-
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OBbI CHA0XXaIOT pacTeHMS JIEMEHTaMU MUHEPAJTbHOTO
nuTtaHus u Boaoii (Allen, 1991). OnHako MHOTUE hO-
TOCUHTE3UPYIOIIME OPXUAEH MOTYT TaKXKe IMoJydyaTh
oprannyeckuii yrinepon (C) U3 BHEIIHUX UCTOYHU-
KOB 4epe3 MUKOpPU3HbIe TpUObl U TMOITOMY MOTYT
paccMaTpuBaTbCId KaK YaCTUYHBbIE MUKOTE€TEPOTPO-
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¢u1 (UMI) i mukcorpodnl (Girlanda et al., 2011;
Sommer et al., 2012; Merckx, 2013; Selosse, Martos,
2014; Gebaueret al., 2016; Selosse et al., 2017; Suetsu-
gu et al., 2018; T¢Sitel et al., 2018). I'pubHoOi1 yriepon
yacro o6oramen *C (Billings, Richter, 2006; Bowling
et al., 2008; Merckx et al., 2010, Ho cM. Selosse, Mar-
tos, 2014) no cpaBHEHU1O C aBTOTPO(PHBIMU paCTEHU -
SIMU, IO3TOMY PACTEHUsI, TTOJyJalolIe YIJIepo ye-
pe3 rpuOHOI IyTh, UMEIOT OoJiee BRICOKOE coaepKa-
Hue *C B Tkanax (Mayor et al., 2009; Hynson et al.,
2013). Hampumep, B GopealbHOM Jiecy B DCTOHUU
YMT opxuneu umerot 3HaueHus 6°C B aManazoHe oT
—30 mo —27.8%o0, T.e. IPOMEXYTOYHBIC MEXKIY TOJI-
HBIMU aBTOTpOdaMM, KOTOPbIe OOBLIYHO UMEIOT THa-
ma3oH 3HaueHuit 0°C ot —32 no —30.5%0, 1 osHO-
CThI0O MUKOTETEPOTPOMDHBLIMU PACTCHUSIMH, HAIIPU-
Mep, nramnasoH 8'°C ot —26.1 1o —25.5%o y Monotropa
hypopithys u3 cem. Ericaceae (Tedersoo et al., 2007).

I1pu BeIpaliMBaHUU B TeHU aBTOTpodHbIe C;-pac-
TeHMsI OOBIYHO CHMXKAIOT IUIOTHOCTh ycThull (Salis-
bury, 1928). DTo npuBOAUT K YMEHBIIEHUIO YCThUY-
HOI1 TIPOBOAVMOCTH, YBEIMYEHWUIO OTHOLLIEHUST MOJIb-
Hoit o mexkieTouHoro CO, K MonbHOI nosie CO, B
oKpyXartolleii cpene (ci/ca) u cumxkenuio 8*C B u-
cthsix (Brooks et al., 1997; Duursma, Marshall, 2006;
Preiss et al., 2010; Zhu et al., 2010; Zhou et al., 2011;
Cernusak et al., 2013). TenneHuMs K cHIKeHUI0 03C
B TEHU OXXMAACTCS U IJIs1 OpXueii, HO Oyiaromaps ux
CITOCOOHOCTH TosyyaTh oborauieHHble C opraHu-
YeCcKHe BellecTBa OT I'pUOOB, CHIDKCHUE 3HAYCHUS
63C B TKaHsIX OpXUIENl B YCIOBUSIX TEHU MOXET OBbITh
MeHblle, yeM cHikeHre 8°C B TKaHSIX MOJHOCTBIO aB-
TOTpOGHBIX pacTeHuid. deiicTBUTEIbHO, ST OTOEIIb-
HBIX pacTeHuil opxuueil 0buto mokazaHo (Hynson
etal., 2013), yto (1) M3-3a MOMIOLICHUS yIJepoaa,
oboranieHHoro 63C, u3 rpubOB JIMCTbI OPXMUIEH C
YMTI wumeror 6osiee BbicOKMe 3HauyeHUs1 0°C, ueMm
MOJTHOCTBIO aBTOTPOGHBIE pacTeHus, U (2) D0 yr-
JIepoaa, NOJIyYeHHOTO M3 IpUOOB, YBEIUIMBACTCS Y
opxuzneii B ycsoBusx TeHu (Preiss et al., 2010). OogHako
COXPAHSIIOTCS JIM TaKWEe CBSI3U MEXAY HECKOJILKUMU
BUIAMM OPXUIEH M APYTUMM COCYOMCTBIMU BUOAMU, 1
BBIAEP>KMBAIOT I OHM TOJIEBBIE YCIOBUS, TIE APYTUe
dakTOphl AJMHAMUKHU yIiIepoAda MOTYT HapyIIUTh 3a-
KOHOMEPHOCTH, OOHapyXeHHEIE B J1a0OPaTOPHBIX
nuccienoBaHusax? B maHHOM McCae10BaHUM MBI OITH-
CbIBa€M METOJH, IPOBEPKU YaCTUYHOM MUKOTETEPO-
Tpoduu in situ, OCHOBAaHHBIIA Ha CpaBHEHUU COIEP-
kaHus *C y XOpOILIO OCBEILEHHBIX pACTEHUIA U B TEHU.

Opxuzaeu o6pasytor crieuuUIecKruii TUIT MUKO-
pU3bI, HA3BaHHBIN “OpPXUIHBIM~ TUTIOM, C IITMPOKUM
CIEKTPOM aCCOLIMMPOBAHHBIX MUKOPU3HBIX TPUOOB,
KOTOPBIE MOTYT OBITh 9KTOMUKOPU3HBIMU C IPYTUMU
pacTeHUSIMU 1/WIU CallpoTpOMHBIMU (C TaK Ha3bIBa-
€MBIMU PU30KTOHUEBBIMU) Tprubamu (Smith, Read,
2008). Pu3zokToHMBBIE TPUOBI BKIIIOYAIOT HECKOIBKO
¢dunoreHeTMYECKU pa3HooOpa3HbIX rpym (Dearna-
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ley et al., 2012). Ecnu B 6osiee paHHUX MCCIIETOBAaHU -
SIX CYUTAJIOCh, UTO OPXUIEH, 0Opa3yIoIIe MUKOPU3-
HBIE accolUalliiM C BSKTOMHUKOpM3HbIMU (Martos
et al., 2009; Lallemand et al., 2019) rpubamu (opxu-
nen ¢ OMI, HO oHM YyacTo comep>KaT U pPU3OKTOHUE-
BbI€ TpUOBI), 00J1a1a10T MUKCOTPO(MHBIMU CBOMCTBAMMU,
to Cenocce nu Maptoc (Selosse, Martos, 2014) ripen-
MOJIOXKWJIU, YTO OPXUIIEU, ACCOLIMMPOBAHHBIE C PU30-
kTtoHuei (R-opxuaeu), Takxke sipasitorcss YMI. On-
Hako Yy R-opxmaeit MukorerepoTpodnio TpyaHO 06-
HapyXuTb, MIOCKOJIbKY OHa HE OTpaXkaeTcs B BBICO-
KUX aOCOIOTHBIX 3HaueHUsIX 8°C B TKaHSX, KaK y
opxugeit ¢ OMI. DTo cBsI3aHO ¢ TeM, YTO abCOJIIOT-
Hele 3HaueHus O°C B TKaHax R-opxumeil Hu3KMe
(Stockel et al., 2014) u3-3a 6ojiee HU3KUX BEJIUYNH
6C rpub0B PU3OKTOHNUY T10 CPABHEHUIO C TAKOBBI-
mu B OMI (Selosse, Martos, 2014). D10 IpUBOIUT K
ToMy, uTo 3HaueHHs O C R-opxumeil mOBONBHO
613KkM K 3HaueHusaM 0°C aBrorpodHbix C;-pacre-
HUIi. YUIUTBIBAS CIOXKHOCTb OOHApYXEHUST MUKOTE-
Teporpoduu 1o coaepxkanuio 03C B TKaHSIX, AJIbTEP-
HAaTUBHBI METOH, C MCIOJIb30BaHMEM u3oromna *H
(meitTepust) 661 mpenaoxeH I'ebayap ¢ coaBt. (Geb-
auer et al., 2016) u IlBaiirep ¢ coast. (Schweiger
et al., 2018), KoTOpBIe ITOATBE AV MUKOI€TEPOTPO-
¢uto R-opxupeit. IllBaitrep c¢ coaBT. (Schweiger
et al., 2018) moaTBepAWIM YACTUUYHYIO MUKOTE€TEPO-
Tpoduio HecKOIbKUX R-opxumeil myreM cpaBHEHUS
M30TOMMHOIO COCTaBa MEXIY ITOA3€MHBIMHU IIPOPOCT-
KaMU, B3pPOCJIBIMU OPXMACSIMH U aBTOTPOMHBIMHU
pacTeHUSIMU. I pyruM CUJILHBIM, XOTSI 1 KOCBEHHBIM,
WCTOYHMKOM IO0Ka3aTeJIbCTB MMKOreTepOoTpodun
opxuzeil aensercd peakuusa C Ha TeHb: pasHHALIA B
cogepxaHuu O3C MeXIy pacTeHUSAMU B XOPOILIO
OCBEIICHHOM M 3aTeHEHHOM cpene TOKHA OBITh
MEHbIIEe y (4aCTUYHO) MUKOreTepOTPOdHBIX Op-
XUIeil 0 CpaBHEHUIO C Pa3HUIIEH Y COCETHMX I10JI-
HOCThIO aBTOTpoHBIX pacteHuilt (Hynson et al.,
2013). 3mech MBI IpeamnoaraeM, 4yto peakuus 8'°C Ha
TeHb Y R-opxuzeii Tak e Maja, Kak U y IPyTux op-
XUIeil, 4TO SIBJISIETCS OITOJHUTEIBHBIM IT0JICBHIM
JI0Ka3aTeIbCTBOM (YaCTUIHOI) MUKOTETEpOTpOhUMN
R-opxuneii.

Takum oOpa3oM, MBI IIPOBEPUM THUIIOTE3Y O TOM,
YTO Ha3eMHbIC 3eJICHbIE OpPXMAEH B OTBET Ha TEHb
CHIKAIOT cBoM 3HauyeHus O°C MeHblle, 4eM Ccocell-
HUE “HEeOpXUIHBIE” COCYOUCThIC pacTeHUS.

MATEPHAJIbBI 1 METO/bI

Hccnenxyemblie pacTenus u oto6op npod. Bocemb map
BUIOB PAaCTeHU, T.€. IO OOHON OpXHUIee U OJHOMY
9TaJJOHHOMY “HEOPXUIHOMY” BMAY, pacTylieMy psi-
JIOM, ObLIM U3YYEHbI B TTOJIEBBIX YCIOBUSIX B HECKOJIb-
KMX MecTax eBporieiickoii yactu Poccum (tadim. 1).
PacTenus kaxxmoii mapbel coOMpau B Ipeaesiax momny-
JISILIMI KaK Ha CBeTY, Tak U B TeHU. {J1s1 OmHOM Tapbl
BunoB (Dactylorhiza fuchsii n Convallaria majalis) co-
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Opalln pacTeHWsI U3 IISATH MOMYNSIUMIA B TIpeaenax
TPAHCEKTHI B 5 KM, IJIsd APYTUX Map BUAOB (KaxKmast
rnmapa Oblj1a 0OTOOpaHa MsATh pa3 Ha CBETY U MSTh pa3 B
TEHHM) PACCTOSIHUS MEXOY TOYKaMH OTOOpa COCTaB-
JISLJIM HECKOJIBKO COTEH MeTpOoB. B maHHOIi ToUKe OT-
6opa IIpo0 OpXUICIO U COOTBETCTBYIOIIEE KOHTPOJIb-
HO€ pacTeHHe COOMpaJii KaK MOXHO OJIIKe APYTr K
Ipyry, Bcerna Ha paccrossHum 20—100 cm apyr ot
Jpyra, 4ToObl yOEAUThCSI, YTO OHM Pa3BUBAIUCH B
CXOXUX yCJIOBUsX ocBelneHus. st oueHku BPC (He-
(OTOCUHTE3UPYIONIMX) TIOJHOCTbIO MUMKOTEeTEPO-
TpodHbIX (MI') pacTeHUii B Ka4yeCTBE 3TAJIOHA COOU-
panu nucthsa Neottia nidus-avis (n = 6) B T€X Xe TOU-
Kax oroopa npo0, yro u mmapksl D. fuchsii u C. majalis.
PsinoMm ¢ npyrumm rcciaenoBaHHBIMU BUIAMU HE ObI-
JIO KM3HECTTOCOOHBIX MOJTHOCThI0O MI' pacTteHuii, HO
OC mna N. nidus-avis GBI TIOXOX Ha 3HAYEHUS [UIS
MOMHOCTBIO MI' pacTeHUI1 B APYTUX YMEPESHHBIX PETy-
oHax (Gebauer, Meyer, 2003; Tedersoo et al., 2007).
IToaTOMY MBI UCITOJIL30BAJIM MOJYYEHHbBIE 3HAUYCHUS
JUIST TIPUOJIM3UTEIbHOI OLIEHKM TOJIM yIjiepoaa, Io-
JIy4aeMOTO OPXUIHBIM pacTeHHEM OT IpUOOB, C MO-
MOILBIO JIMHEAHOM CMEIIAHHOU MOMEJIU C IByMS MC-
tounukamu (Gebauer, Meyer, 2003).

OOBIYHEII METO CpaBHEHUSI M30TOITHOTO COCTa-
Ba IEJIEBOTO BHUIA C STAJIOHHBIMU 3aK/IIOYaeTCs B
TOM, YTO BMECTEe C ILIeJIeBbIM BMIOM OTOMpPAIOT IO
KpaliHell Mepe TpU COCETHMX aBTOTPO(MHBIX 3TAJIOH-
HBIX BUIA, YTOOBI OTOOPA3UTh ITPOMCXOISIIIYIO Bapy-
anuio B aBToTpodHBIX pacTeHusix (Gebauer, Meyer,
2003). Dot 1ogxom UMeeT OUYeBUAHEIE JOCTOMHCTBA,
HO He 0O9eHBb TOYECH, KOTIAa MEKBUIOBBIE U IIPOCTPaH-
CTBEHHbIE Bapualuy Beicoku. Ho y Hac He ObL10 crie-
LUAJIBHOM 33124 CPaBHUTB conepxkaHue “C mexmy
OPXUIHBIMUA U “HEOPXUIHLIMU BUAAMU, a pa3HUIIA
MEXIY OCBEIIIECHHBIMU 1 3aTeHEHHBIMU PACTeHUSIMU
(momyasiiysIMM) JoKajibHa. I Takoro cpaBHEHUS
OBLIIO IIPAKTUYECKM HEBO3MOXHO MCITOJIb30BaTh 0O~
Jiee OTHOTO ATAJIOHHOTO BUIA, YTOOBI OXBATUTH CXOII -
HBbI€ YCJIIOBUSI OCBEILICHUS C IIEJICBBIMU PACTCHUSIMU
opxuneit.

C Kaxmoro pacTeHUs OBII cOOpaH OOWH XOPOIIO
pa3BUTBIA TUIMNYHEIN cTeOIeBOM JHUCT (0e3 uepel-
KOB, KOHYMKOB M 0a3ajbHBIX yacTteil). [Ipou3Boib-
Hasl TIOJIOBMHA JIMCTa ObLJIa BBHICYIIIEHAa Ha BO3IyXe
IUIA nanbHelmero aHanmsa BC.

OneHka OTKpbITOro Heda (ocBemeHHocTH). JLis
OLIEHKY YCJIOBMI OCBEIIEHHOCTUM B TOYKax oTOOpa
npo0 ObIIM cellaHbl IM(poBEIe hoTorpadmm Kycrap-
HUKOB WJIY T0JI0Ta AEPEeBbEB HA/l U3y4aeMbIMU OCOOSI-
mu pacrenuii. Kamepa Panasonic Lumix DMC-FZ100
(14000 M) ObL1a ycTaHOBJIEHA Ha MAaJIKe Ha BHICOTE
25 ¢M OT MOBEPXHOCTHU MOYBHI (T.€. IPUMEPHO Ha BbI-
COTe JIUCTheB opxuaeu). buo caenaHo o nsaThb Go-
Torpaduii U3 Kaxaoil Touku: 3eHUuT (Z), 45° oT 3eHU-
Ta Ha 10T (S), 3anazg (W), Boctok (E) u cesep (N) co-
oTBeTCTBeHHO. PoTorpadun ObUIN cesiaHbl B KOHIIE
nioHsi—utose 2012 r. dororpadum ObUIM U3YUYEHBI C
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IMOMOIIBIO IporpaMmbl Imagel mis pacyera nmpoleH-
Ta OTKPBITOro Heba. B 1ieHTpajibHO-3aMagHON YacTu
Poccuu npssMoe coinHeyHoe M audy3HOe U3IIyde-
HuUe HebOa IPUOIM3UTEIBHO paBHBI (AOakymoBa
u 1np., 2012), mosTOMYy MBI MCITOJIb30BAIU CIIEAYyIOIIee
ypaBHEHME IIJISI pacdyeTa OOIIEero MpoLeHTa OTKPBITO-
ro HeOa 1T KaxKI0M TOYKU:

T= (Z+E+W+I.SS+N/1.5)/5,

rne Z, E, W, S, N — mpolLIeHT OTKPHLITOTO Heba IJIsI COo-
OTBETCTBYIOIIMX HarpaBiieHUid. M3-3a pasznmuyHoii
CTPYKTYpBI MOJIOTa KyCTapHMKa/IepeBa HEKOTOPEIE
3HayeHus HeMHoro npesblianu 100%; oHM ObUIM
ckoppekTupoBaHbl 10 100% (Tab. 1).

13C-ananu3. M30TONHBII cocTas yriepona uccie-
IOBAJIM C TIOMOIIBIO 3JIEMEHTHOTO aHajau3aTopa
(NC2500, ThermoQuest Italia, Pomana, Wramus),
coeMHEHHOTo ¢ Macc-criekTpomeTpoM (Delta Plus,
Thermo-Quest Finnigan, bpemen, I'epmanus). g
KanmnopoBkn ucrionb3oBamch USGS 40 n USGS 41
(L-rnyramuHoBast KucioTta; leosiormyeckasi ciyxkoa
CIHIA). BocmpousBomuMocTs aHaau3za 0°C 6buia
orpelesieHa MyTeM MOBTOPHOTO aHaj3a BHYTPEHHETO
craHmapTa (pacTuTenbHBIM Matepuan ¢ 45.7% C u
OBC = —28.50%0), KOTOpBIA U3MEHSICA TOJILKO B
npenenax 0.15%o (n = 3). ComepkaHre CTaOUIBHBIX
U30TOIIOB ONPEASISIIA C TOMOIIBIO (hOPMYJIbI:

813C (%0) = (Rsample - Rstandard )/Rstandard X 10005

1€ Roumpie M Ryandarg 0003HauaI0T oTHOWIEHMs1 C/12C
obpaszua u craHgapra Vienna PeeDee Belemnite
(VPDB) cooTBeTCTBEHHO.

Cratuctuka. MBI TIpOBEpWJIN TUIIOTE3Y C TTOMO-
IIbIO JBYX B3aMMOMAOIOJHSIONMX TecToB. CHavasa
noABepII JaHHBIE 110 8°C TpeXcTOpOHHEMY MOJIHO-
dakropHomy ANOVA ¢ 3areHeHUEM (lIa WA HET),
TUIIOM pacTeHus (OpXuaest WA KOHTPOIb) U UACH-
TUYHOCTBIO Napbl BUIOB OPXUAESI—KOHTPOJIbL (BO-
CceMb Iap BHUIOB), MPOBEPSII 3HAYUMOCTb B3aUMO-
IercTBUS MeXny akTopamMm “3aTeHeHne” W “TUII
pacTeHus1” (opxuaes UJM KOHTPOJIb). 3aTeM MCCie-
nosanu koppessauuu [Mupcona mexay 6°C 1 uHTeH-
CUBHOCTBLIO CBETa JJIs OPXUAEH U aBTOTPO(MPHBIX pac-
TEHWII COOTBETCTBEHHO.

Cpenn M3YYeHHBIX pAacCTEeHUU HEKOTOpbIE BUIBI
OpXHUIEH paccMaTPUBAIOTCST KaK YaCTUYHBIE MUKOTe-
TepoTpO(dBI, UMEIOIINEe CUMOMOTUYECKUE CBS3H C
9KTOMUKOPU3HBIMU Tpubamu (Epipactis atrorubens,
Platanthera bifolia, Listera ovata — Tedersoo et al.,
2007; E. helleborine, L. ovata — Selosse, Roy, 2009).
st Dactylorhiza spp. u Gymnadenia conopsea B Kaue-
CTBE MUKOPW3HBIX TPHOOB OBUIM OTMEUEHBI B OCHOB-
HOM Rhizoctonias s.]. MBI cpaBHIJIM peaKIIMIo Ha TeHb
151 9TUX R-opxuzaeil ¢ ApyrumMu U3y4eHHbIMUA OPXU-
IessMH, TIONBEPTHYB BUIOBBIE CpPEIHUE 3HAYCHMSI
O1C opxumeil U mapHBIX aBTOTPO(MHBIX pPaCTEHUIA
Tpex(daKTOpHOMY AucepcuoHHOMY aHaau3y (ANO-
VA) nid u3ydeHus1 3HAYMMOCTU B3aMMOIEHCTBUSI
Ne 1

TOM 83 2022
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Puc. 1. Xapakrepuctnku s8¢ pacTeHUi1 B OTBET Ha 3aTEHEHME IIJIsI BUIIOB OPXMICi U MX ITapHBIX aBTOTPOMHBIX BUIOB COCY-
IIMCTBIX PACTEHMIA (CpeqHUe 3HaYEHUs U CTaHIapTHBIE ouOKN). CBeTo-rony6oii — ' °C y KOHTPOJIBHOIO aBTOTPOGHOIo
pacTeHuUs, paCTYILEIO B TeHU; PO30BbIii — & °C y KOHTPOJIBHOIO aBTOTPO(GHOrO PACTEHUS, PACTYLIETO B CBETJIBIX YCIOBUSIX;
TeMHO-CHHUI — &' °C y OpXuien, pacTyeil B TEHN; KpaCHBII — 8¢ Y OpXUIEeH, pacTyllleid B XOpPOIIIO OCBEIIEHHOI cpene.
Cron6uku cpe3ansl Ipy 3HaueHUn 8~ C = —25%o0, 4T0 6J1M3KO0 K 3HaueHuI0 O °C, 3aperuCcTpUPOBAHHOMY IS ITOJHOCTBIO MU~
koretepoTpodHbIx pactreHuit (Gebauer, Meyer, 2003; Tedersoo et al., 2007).

MUKOPU3HBIX Tpr0oB (R-opxuaeu mpoTuB opxuaei ¢
OMI), Tuna pacteHust (opxuaesi MPpOTUB aBTOTPOh-
HOTO pacTeHUsI) U AOCTYITHOCTU cBeTa (CBET MPOTUB
YCJIOBUIA 3aTEHEHMS ).

PE3VJIBTATDBI

TpexdakTopHBIif NTUCIIEPCUOHHBIN aHaIu3 BbI-
SIBUJI 3HAYMMOE B3aMMOIENICTBUE MEXY 3aTEHEHUEM
U NPUHAAJIEXXHOCTBIO PACTEHUI K OpXUAEsIM (OpXU-
Iest IPOTUB KOHTPOJISA; Fyr— 153 = 4.19, P = 0.041),
yKasblBalollee Ha TO, YTO OPXMACHU pearupoBajiv Ha
3aTeHEHUe MHaye, YeM KOHTPOJIbHbIE PACTEHUS, -

XKYPHAJI OBIIIEN BUOJIOTUH

MOHCTPUPY# JIMIIb HE3HAYUTEILHOE CHYKEHUE 3Ha-
yenuii 8°C na 0.84 £ 0.39%o (cpennee = SE 1o Bochb-
MU BHUIaM), IO CPABHEHUIO C BOCEMBIO ITAPHLIMU aB-
TOTPO(MHBIMY BUIAMU PACTEHUI, KOTOPbIE CHU3UJIM
cpennue 3HayeHus 8°C Ha 2.38 + 0.40%o (puc. 1).

Ipu 06bemIMHEHUN CPEOHUX 3HAYECHMI JJI BCEX
BOCBMMU ITap U3YYEHHBIX BUIOB OOHApyXXeHa 3HAUU-
TeJIbHasl, HO JOBOJILHO cliabasl TIOJIOKUTEIbHAasT KOp-
peNSIUsST MEXIY TIPOLIEHTOM OTKPBITOTO Heba U 3Ha-
yeHusamu 0°C nmcteeB wia opxuneii (r2 = 0.44, P=
= 0.0017), B TO BpeMsl KakK 1151 KOHTPOJIbHBIX pacTe-
HMIi1 Koppensauus 6bU1a HAaMHOTO cuibHee (72 = 0.74,
Ne 1

TOM 83 2022
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Puc. 2. 3nauennus 8°C pacTeHuii B OTBET Ha 3aTeHeHue ist R-opxuneit u opxuneit ¢ OMI 1 ux mapHbIX aBTOTPODHBIX COCY-
IUCTBIX pacteHuii. CBeIo-rony6oiit — §'°C y KOHTPOJBHOTO aBTOTPO(MHOIO pacTeHusI, PaCTYILEro B TeHU; po30BbIid — & °Cy
KOHTPOJIBHOI'O aBTOTPO(HOIQ paCTEHMS, PACTYIIETO B XOPOLIO OCBELUEHHBIX YCIOBUIX; TEMHO-CUHUI — & 3¢ y OpXunaei, pac-
TYLIMX B TeHU; KPacHbI — &' °C y opXu/eii, pacTyLIuX B XOPOIIO OCBEILEHHBIX YCIOBUSIX.

P < 0.0001). Takum o6pazom, ITOJIydeHHBIC JaHHBIE
MOATBEPANIN OXMAAHUSI Oojiee CHILHON KOppeJsi-
umn Mexay 0°C 1 OTHOCUTEBHOM OCBEIIEHHOCTBLIO
JUJIsT KOHTPOJIbHBIX PACTEHUI1, YeM JJIs OpXUIEH.

Peakiimg R-opxuneii Ha TeHb OblIa JOBOJILHO T10-
X0Ka Ha peakiuio opxuzaeii ¢ DMI. 3nauenns 63C B
OTBET Ha TeHb y R-opxuneii (Tpu BUAA) CHUKAINUCH
HeMHOTO 0oJibllle, YeM y opxuneit ¢ OMI (maTh BU-
JIOB), HO BCE XK€ MEHBIIE, YEM Y MX MapHBIX aBTO-
TpodHBIX pacTeHuit (puc. 2). B3aumoneiicreue Mex-
JIy TATIOM MUKOPH3bI, TUIIOM PAacTeHUsI W JOCTYITHO-
CTBIO CBETa He ObUTO 3HAYNMBIM (F) ,53 = 0.091, P=0.8),
YTO MOATBEPKIAET IIPEAIIOJI0XKEHHNE O TOM, UTO R-0p-
XUJEU pearupyoT Ha TeHb aHAJOTUYHO JAPYTUM Op-
XUgessM M 00a TUIA OpXUIAEH OTIMYAIOTCS II0 peak-
U1 OT aBTOTPO(HBIX PACTCHMIA.

OBCYXJIEHHUE
3C ¢ menu

MbI NPOAEMOHCTPUPOBAIIU Ha IITUPOKOM CIIEKTPE
BUJIOB OPXUJEH B CPAaBHEHUM C IPYTUMU COCYIUCThI-
MU BUJAMU U B MOJIEBBIX YCIOBUSIX, UTO YaCTUYHO
MUKOTETEPOTPO(MHBIE OPXUJEU CHUXAIOT COAEpXKa-
Hue 8BC B TKaHAX MEHBIIE, YEM ITOJHOCTBIO aBTO-
TpodHbIE pacTeHUs (HE OpXUIEU), B OTBET HAa TEHE-
BbI€ YCJIOBUSI. DTO CUJIbHOE KOCBEHHOE J0KAa3aTellb-
CTBO TIPEAIOJIOKEHUSI O TOM, 4YTO YacCTUYHO
MUKOTETEPOTPODHBIE OPXUIIEH 3aBUCAT OT yIJIepoJa
MOYBEHHBIX TPUOOB B YCIOBUSX, KOTIA UX COOCTBEH-
Has (oTocuHTETUYECKAs! TMPOAYKIIMS OrpaHWYEeHa.

JKYPHAJI OBILIEM BUOJOTUU

TOM 83 Ne 1

2022

HexoTopple TIpenpimymine WCCICTOBAHMUS IIpOJe-
MOHCTPUPOBAJIKM aHAJIOTUYHbIE 3aKOHOMEPHOCTHU
IUIST OTHETBHBIX BUIOB opxuneil. Hampumep, Ipaiic
u coaBTopsl (Preiss et al., 2010) oTMeTHIN TTOIOXM-
TEJIbHYIO Koppeisauuio mexay 03C u nepexsarom
cBeTa I “HEeOpXUIHBIX” aBTOTpodOB, HO HE OOHAa-
PYXUJIU TaKO XXe KoppeJsiliuu st BUnoB p. Cepha-
lanthera (UMT).

IMoaHOCTRIO MUKOTETepOTpPOGHBIE pPACTEHUS B
Jiecax yMEepEHHOM 30HbI UMEIOT OTHOCHUTEIBHO CXO-
xue 3HayeHus 0C. Neottia nidus-avis B Halem uc-
cjaenoBaHUM umena 3HauyeHue 0°C —24.67 + 0.27%o
(n = 6), YTO HECKOJIBKO BbIlIe, 4eM y MI' Monotropa
hypopithys (83 C —25.9 + 0.2%o0), 0 KOTOpOM coo0111a-
mu Tenepcy ¢ coabrt. (Tedersoo et al., 2007), HO HuKe,
yeM y N. nidus-avis B basapuu (8C —22.8 + 0.2%o;
Gebauer, Meyer, 2003). CornacHo JIMHEITHOI cMe-
ImaHHOM Momenu ¢ aByMs ucrounukamm (Gebauer,
Meyer, 2003), B XopollIO0 OCBEIIEHHON cpene B Ha-
IIeM MCCIIENOBAHUU JOJIsI yriiepona IPUOHOro Ipo-
UCXOXICHUST Kozebajnach IS ABYX MOIMYISIIMIA
E. helleborine ot 4 1o 27%, B TO BpeMms Kak mist E. at-
rorubens 310 3Ha4YeHUE cOCTaBIsLIO 16%. B TeHUCTHIX
YCIOBUSIX pacyeTHbIE 3HAYEeHUS IO yrjiaepoaa
IPUOHOTO TMPOUCXOXAEHUSI OBbUIA CHEOYIOIIUMMU:
D. euxina — 3%, E. atrorubens — 49%, E. helleborine —
36%, G. conopsea — 25%, L. ovata — 9%. dons yrie-
pona, ToJIy4eHHOTO C TIOMOIIbIO I'PUOOB, ObLiIa BhIIIIE
B TE€HU, YeM MPHU XOPOIIEeM OCBEIICHUN.

YT0oOBI YMEHBIIUTH ITOTEPIO BOIBI Yepe3 nuddy-
3UI0 W3 YCTBUII, COCYIMCTBIE DPacTeHUS OOBIYHO



68 OHUITYEHKO u np.

YMEHbIIAIOT IUIOTHOCTD YCThUIL B TEHUCTBIX YCIOBU-
SX, Te (OTOCUHTE3 OrpaHUYEH JOCTYITHOCTbIO CBeE-
Ta, a He ckopocTbio nomtoleHus: CO, (Peat, Fitter,
1994). Opxunmeun, G61arogapsi Y4aCTUIHON MMKOIETe-
poTpodun, MeHee 3aBUCUMBI OT COOCTBEHHOTO (hpO-
TOCUHTE3a, YeM ITOJHOCTbIO aBTOTpPOMHBIE pacTe-
HUsI, OCOOEHHO B YCJIOBUSIX TeHU, TJI¢ OHU YBEJIUIU-
BalOT JOJIO YIJIepojaa, II0JlydaeMOTo OT TIpuOOB
(Preiss et al., 2010). IToaTomMy oxXugaeTcs, YTO B TCHU
OHU OyIyT CHUXATbh IUIOTHOCTb YCTBUIL JaxKe CUJIb-
Hee, YeM MOJHOCThIO aBTOTpodHbIe pacTeHus. Jeii-
CTBUTEJIbHO, TIOJIHOCThIO T€TEPOTPO(MHBIE pacTeHUS
OOBIYHO HE UMEIOT WY UMEIOT OYEHb OrpaHUYEHHOE
YUCJIO YCThUII U3-3a HE3aBUCUMOCTHU OT COOCTBEHHO-
ro dotocuHTtesa (Leake, 1994). Mbl npoBesnu 1onoJi-
HUTEJbHOE UCClIeIOBaHUE TNIOTHOCTU YCThUIL B IBYX
napax pacrenuii: D. fuchsii — C. majalis n E. atro-
rubens — H. umbellatum. B oboux ciydasix MBI Ha-
00T CHUXKEHWE YCTBUYHOM TJIOTHOCTU B YCJIO-
BUSIX 3aT€HEHUS, HO BOMPEKU OXUJIAHUSM ITO CHU-
>KEHUE OBbUIO BBIIIE WM CXOMHBIM Y KOHTPOJIBHBIX
pacTeHUIA, YyeM y OpXueii: He ObLIO 3HAYUUTEIbHBIX pa3-
Jvuuit st napel E. atrorubens — H. umbellatum, a
D. fuchsii naxe roxkasaj MeHbllIee CHUXKEHUE YCTbUY-
HOI TJIOTHOCTU B OTBET Ha 3aTeHeHue, yeM C. majalis
(Fl96 =9.5273, P=0.003). Takum ob6pa3om, npeapa-
pUTENbHbIE NaHHbIE HE TOATBEPIWIM arnpuOpHbIe
oXugaHusi o OoJiee BBIpaXKEHHOM COKpallleHUUu
YCTBUIL y OPXUEH MO CpaBHEHUIO C IPYTUMU BUIAMU
B YCJIOBUSIX 3aTEHEHMS. DTO MOXET ObITh OOBSICHEHO
MEHBIIEH MiIacTUIHOCTRIO pacTeHnit UMI o cpaB-
HEHUIO C MOJIHOCThIO aBTOTPOMHBIMU PACTEHUSIMU B
OTHOIIEHWN YCTBMYHOM IUIOTHOCTH. Takum obGpa-
30M, Ha MYTU K TMOJHOW MMUKOTeTepOTpOdUU MIOT-
HOCTb YCTBUIL SIBJISIETCSI OTHOCUTEJIbHO KOHCEpBa-
TUBHBIM Npu3HakoM. HaOGmioneHust 3a MOTHOCTBIO
reTepoTpOPHBIMU aTbOMHOCHBIMU (T.€. HE(OTOCUHTE-
supytommmMu) Gopmamu  Cephalanthera damasonium
MOKa3aJu CXOMHYIO TUIOTHOCTh YCTBhUII /IS 3€JIEHBIX U
anpouHocHBIX pacteHuii (Roy et al., 2013). boiee Toro,
Y PacTeHU-aIbOMHOCOB 3TOTO BUIa YCThbUYHAS TPO-
BOOMMOCTH OblIa B 2 pa3a Bbie (Julou et al., 2005)
[0 CPaBHEHUIO C aBTOTPOMHBIMU pacTeHUsIMU. Ta-
KUM 00pa3oM, IJIOTHOCTb YCTBUIL, C OAHOI CTOPOHBI,
B LIEJIOM 3BOJIIOIIMOHHO OTHOCHUTENbHO KOHCEpBa-
TUBHA, a C IPYrO — MEHEE IJIaCTUYHA Y OPXUIEH T10
CPaBHEHMUIO C IPYTMMU pacTeHUsIMUA. Mbl ITpertonara-
€M, YTO TOCJIeHEE MOXET ObITh CBI3aHO C oOecrieye-
HUEM pPACTEHU BOAOI OT CUMOMOTUYECKUX T'PUOOB.
M3BecTHO, 4TO apOyCcKysipHasi MUKOpU3a, a Takxke
SKTOMMKOPHU3HBIE TPUOBI MOTYT YJIy4lllaTh BOMHBII
pEeXUM cBoux pacTeHuii-xo3sieB (Augé, 2001; Smith
et al., 2010). TpaHCcOPT BOABI MUKOPU3HBIMY TpUba-
MU OpXUIeil U3y4eH HeIOCTaTOYHO Xopolro (Smith,
Read, 2008), HO MBI He OOHAPYXKWIN HUKAKHUX IIPU-
3HAaKOB MHIMOMPOBaHUSI Takoro TpaHcrnopta. Eciu
IrpUObI TOCTABISIOT 3HAUUTEIbHOE KOJIMYECTBO BOJbI
pacTeHusIM, TpaHCIUpalus opxuiaeii MoXeT ObITb
MEHee OrpaHUYEeHHOM, YeM Yy KOHTPOJIbHBIX pacTe-

KYPHAJI OBILIEN BUOJIOTUU

HHﬁ, N MOXET INPUBECTU K MCHBIICMY CHUMXKCHUIO
IIJIOTHOCTHU YCTbUII B 0OoJiee 3aTeHEHHBIX YCIIOBUAX.

Opxudeu, accoyuupogarnuvie ¢ pu3oKmonueil,
6 cpagHeHul ¢ opyaumu opxudesmu

CornacHo Cenocce u Maprocy (Selosse, Martos,
2014), YMT opxumen MoryT He uaMeHATh 8°C 1o
CpaBHEHUIO C IPYTUMU paCTeHUSIMU, €CJIM OHU 0Opa-
3yI0T CUMOM1O03 C TpuOaMU pU30KTOHUHU, KOTOPEIE HE
o6orameHsl 0C. Hawmm pesyabTaTsl CONIACYIOTCS C
MIPEAIIOI0XKEHNEM O TOM, UTO peaKlvs Ha TeHb (pa3-
Huua B 03C MeXIy pacTEHUSIMU B XOPOLLIO OCBELIEH -
HOIM 1 3aTeHEeHHOM cpene) y R-opxmaeii cxomHa ¢ peak-
nueit opxuaeii ¢ OMI (13-3a MeHbllIeil 3aBUCUMOCTU
OT (POTOCHMHTE3a) W OTJIMYAETCSI OT “HEOPXUIHBIX
BumoB. Korma cBeT CTaHOBMTCSI OTpaHMYMBAIONIM
¢dakTOpOM, HEKOTOPBIE, HO HE BCE 3eJIeHbIe OPXUIECHU
MOTYT YBEJIMYUTh MIOCTYIICHNUE yIIepoaa OT IpruOoOB:
obOHapyxeHo 1y nByx BumoB Cephalanthera (Preiss
et al., 2010), He obHapyxeHo mis1 Goodyera (Liebel
etal., 2015) u Cypripedium calceolus (Preiss et al.,
2010). Cpenu ucciienoBaHHBIX HAMU BUIOB HEKOTO-
pble OpXUIEH CYUTAIOTCS YaCTUYHO MUKOTETEepO-
tpodHbIMHU (E. atrorubens, P. bifolia, L. ovata — Teder-
soo et al., 2007; E. helleborine, L. ovata — Selosse,
Roy, 2009; E. helleborine, G. conopsea, P. bifolia —
Schiebold et al., 2018). Ha ocHOBaHUM ITOIYYE€HHBIX
pe3yIbTaTOB MOXKHO MHomaepxarb MHeHue Ceaocce u
Maproca (Selosse, Martos, 2014) o TOM, YTO B yCJIO-
BUSIX 3aT€HEHUS BCE M3YYCHHEIE HA3EMHBIE OpXUIEU
moryT ObITh UMI, HO MHOImA 3TO MOXET OBLITh HE
pacrio3HaHo 1o 3HaueHusIM 8'°C n3-3a cxoncrsa 63C
Y CUMOMOTUYECKUX TPUOOB PU3BOKTOHUU U 3€JIEHBIX
pacteHuii. Ham meron (cpaBHeHME pa3HUIBI B CO-
nepxaHuu 0C mexmy Oosiee 1 MEHEE OCBELLEHHbI-
MU PACTEHUSIMU B IIPUPOE) IIO3BOJIVII ITOJIYIUTH J0-
Ka3aTeJbCTBAa MUKOIeTepOTPOodUN BCEX M3YYEHHBIX
opxuneii. TakuMm oOpa3oMm, Halle HCCIeIOBaHUE
MIPEeOOCTAaBIIIO AMIOUPUYECKUE OOKAa3aTeJbCTBA B
noaaepKKy Touku 3peHus LlTokens ¢ coaBT. (Stock-
el et al., 2014, p. 606) 0 TOM, YTO “YacTUYHASI MUKO-
rerepoTpodusi MOXKET ObITH TOpa3no 0oJjiee IIMPOKO
pacrpocTpaHeHa Cpeau OpXuaei, 4yeM IpearnoJsara-
JIOCh JIO CUX MOP”, U 1aeT HOBOE MOHMMaHe 9KOJIO-
TMYECKOro 3HAYEHUSI MHUKOPHM3HBIX accoUMaluii y
OpXUIEH.

BJIIATOOJAPHOCTHA

ABTtopnl 61arogapsat M.-A. Cenocce 3a 1ojie3Hoe 00-
CYXIEHME U LIEHHbIE 3aMeYaHusI.

PMHAHCHUPOBAHUME

Pa6ota BbinmonHeHa npu nopnaepxkke PODU (mpoekr
Ne 20-04-00544).
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KOH®JIMKT MHTEPECOB

ABTOpr 3asBJSIOT 00 OTCYTCTBUU KOHCDJ'[I/IKTa HNHTECPC-
COB.

COBJIIOAEHUE 5TUYECKUX CTAHOAPTOB

Hacrosias cratbs He COICPKUT PE3YJIbTAaTOB KaKUX-
0O MCCAeOOBaHMUI C MCIIOIb30BAHMEM XXKMBOTHBIX B Ka-
YecTBE 0OBbEKTOB.

CIIMCOK JIMTEPATYPbI

Abakymosa I' M., Top6apenko E.B., Hezsanv E.U., lluros-
yesa 0.A., 2012. Kimmmatudeckne pecypchbl COTHEIHOM
sHeprun MockoBckoro pernoHa. Mocksa: URSS. 310 c.

Allen M_FE., 1991. The Ecology of Mycorrhizae. Cambridge:
Cambridge Univ. Press. 200 p.

Augé R.M., 2001. Water relations, drought and vesicular-ar-
buscular mycorrhizal symbiosis // Mycorrhiza. V. 11.
P. 3-42.

Billings S.A., Richter D.D., 2006. Changes in stable isotopic
signatures of soil nitrogen and carbon during 40 years of
forest development // Oecologia. V. 148. Ne 2. P. 325—
333.

Bowling D.R., Pataki D.E., Randerson J.T., 2008. Carbon
isotopes in terrestrial ecosystem pools and CO, fluxes //
New Phytol. V. 178. Ne 1. P. 24—40.

Brooks J.R., Flanagan L.B., Buchmann N., Ehleringer J.R.,
1997. Carbon isotope composition of boreal plants:
Functional grouping of life forms // Oecologia. V. 110.
Ne 3. P. 301-311.

Cernusak L.A., Ubierna N., Winter K., Holtum J.A.M., Mar-
shall J.D., Farquhar G.D., 2013. Environmental and
physiological determinants of carbon isotope discrimi-
nation in terrestrial plants // New Phytol. V. 200. Ne 4.
P. 950—965.

Dearnaley J.D.W., 2007. Further advances in orchid mycor-
rhizal research // Mycorrhiza V. 17. P. 475—486.

Dearnaley J.D.W., Martos E, Selosse M.-A., 2012. Orchid
mycorrhizas: molecular ecology, physiology, evolution
and conservation aspects // Fungal Associations. The
Mycota IX / Ed. Hock B. Berlin: Springer Verlag.
P. 207-230.

Duursma R., Marshall J., 2006. Vertical canopy gradients in
813C correspond with leaf nitrogen content in a mixed-
species conifer forest // Trees Struct. Funct. V. 20.
Ne 4. P. 496—506.

Gebauer G., Meyer M., 2003. PN and 3C natural abun-
dance of autotrophic and myco-heterotrophic orchids
provides insight into nitrogen and carbon gain from
fungal association // New Phytol. V. 160. Ne 1. P. 209—
223.

Gebauer G., Preiss K., Gebauer A.C., 2016. Partial mycohet-
erotrophy is more widespread among orchids than pre-
viously assumed // New Phytol. V. 211. Ne 1. P. 11—15.

Girlanda M., Segreto R., Cafasso D. et al., 2011. Photosyn-
thetic Mediterranean meadow orchids feature partial
mycoheterotrophy and specific mycorrhizal associa-
tions // Am. J. Bot. V. 98. Ne 7. P. 1148—1163.

Hadley G., 1970. Non-specificity of symbiotic infection in
orchid mycorrhiza // New Phytol. V. 69. Ne 4. P. 1015—
1023.

Hynson N.A., Madsen T.P., Selosse M.-A., Adam [.K.U.,
Ogura-Tsujita Y. et al., 2013. The physiological ecology
of mycoheterotrophy // Mycoheterotrophy: The Biolo-

XYPHAJI OBIIIEM BUOJIOTUM  Tom 83 Ne 1

2022

gy of Plants Living on Fungi / Ed. Merckx V.S.ET. N.-Y.:
Springer. P. 297—342.

Julou T., Burghardt B., Gebauer G., Berveiller D., Damesin C.,
Selosse M.-A., 2005. Mixotrophy in orchids: Insights
from a comparative study of green individuals and non-

photosynthetic mutants of Cephalanthera damasonium //
New Phytol. V. 166. Ne 2. P. 639—653.

Lallemand E, Figura T., Damesin C., Fresneau C., Griveau C.
et al., 2019. Mixotrophic orchids do not use photosyn-
thates for perennial underground organs // New Phy-
tol. V. 221. Ne 1. P. 12—17.

Leake J.R., 1994. The biology of myco-heterotrophic (‘sapro-
phytic') plants // New Phytol. V. 127. Ne 2. P. 171-216.

Liebel H.T., Bidartondo M.I., Gebauer G., 2015. Are carbon
and nitrogen exchange between fungi and the orchid
Goodyera repens affected by irradiance? // Ann. Bot.
V. 115. Ne 2. P. 251-261.

Martos F, Dulormne M., Pailler T., Bonfante P., Faccio A.
etal., 2009. Independent recruitment of saprotrophic
fungi as mycorrhizal partners by tropical achlorophyl-
lous orchids // New Phytol. V. 184. Ne 3. P. 668—681.

Mayor J.R., Schuur E.A.G., Henkel T.W., 2009. Elucidating
the nutritional dynamics of fungi using stable isotopes //
Ecol. Lett. V. 12. Ne 2. P. 171—183.

Merckx V.S.ET., 2013. Mycoheterotrophy: an introduction //
Mycoheterotrophy: The Biology of Plants Living on
Fungi / Ed. Merckx V.S.E.T. N.-Y.: Springer. P. 1—17.

Merckx V., Stockel M., Fleischmann A., Bruns T.D., Gebauer G.,
2010. N and 3C natural abundance of two mycohet-
erotrophic and a putative partially mycoheterotrophic
species associated with arbuscular mycorrhizal fungi //
New Phytol. V. 188. Ne 2. P. 590—596.

Peat H.J., Fitter A.H., 1994. A comparative study of the dis-
tribution and density of stomata in the British flora //
Biol. J. Linn. Soc. V. 52. Ne 4. P. 377—393.

Preiss K., Adam I.K.U., Gebauer G., 2010. Irradiance gov-
erns exploitation of fungi: Fine-tuning of carbon gain
by two partially myco-heterotrophic orchids // Proc.
Roy. Soc. Lond. B. Biol. Sci. V. 277. Ne 1686. P. 1333—
1336.

Rasmussen H.N., 1995. Terrestrial Orchids: From Seed to
Mycotrophic Plant. Cambridge: Cambridge Univ.
Press. 444 p.

Roy M., Gonneau C., Rocheteau A. et al., 2013. Why do mix-
otrophic plants stay green? A comparison between
green and achlorophyllous orchid individuals in situ //
Ecol. Monogr. V. 83. Ne 1. P. 95—117.

Salisbury E.J., 1928. On the causes and ecological signifi-
cance of stomatal frequency, with special reference to
the woodland flora // Philos. Trans. Roy. Soc. Lond. B.
V. 216. P. 1-65.

Schiebold J.M.-1., Bidartondo M.I., Lenhard F., Makiola A.,
Gebauer G., 2018. Exploiting mycorrhizas in broad day-
light: Partial mycoheterotrophy is a common nutrition-
al strategy in meadow orchids // J. Ecol. V. 106. Ne 1.
P. 168—178.

Schweiger J.M.-1., Bidartondo M.I., Gebauer G., 2018. Sta-
ble isotope signatures of underground seedlings reveal
the organic matter gained by adult orchid from mycor-
rhizal fungi // Funct. Ecol. V. 32. Ne 4. P. 8§70—881.

Selosse M.-A., Martos F., 2014. Do chlorophyllous orchids
heterotrophically use mycorrhizal fungal carbon? //
Trends Plant Sci. V. 19. Ne 11. P. 683—685.

Selosse M.-A., Roy M., 2009. Green plants that feed on fun-
gi: Facts and questions about mixotrophy // Trends
Plant Sci. V. 14. Ne 2. P. 64—70.



70 OHUITYEHKO wu np.

Selosse M.-A., Charpin M., Not F., 2017. Mixotrophy every-
where on land and in water: The grand ecart hypothesis //
Ecol. Lett. V. 20. Ne 2. P. 246—263.

Smith S.E., Read D., 2008. Mycorrhizal Symbiosis. L.: El-
sevier. 800 p.

Smith S.E., Facelli E., Pope S., Smith F.A., 2010. Plant per-
formance in stressful environments: Interpreting new
and established knowledge of the roles of arbuscular
mycorrhizas // Plant Soil. V. 326. Ne 1. P. 3-20.

Sommer J., Pausch J., Brundrett M.C., Dixon K.W., Bidar-
tondo M.1., Gebauer G., 2012. Limited carbon and min-
eral nutrient gain from mycorrhizal fungi by adult Aus-
tralian orchids // Am. J. Bot. V. 99. Ne 7. P. 1133—1145.

Stockel M., Tesitelova T., Jersdikovd J., Bidartondo M.I.,
Gebauer G., 2014. Carbon and nitrogen gain during the
growth of orchid seedlings in nature // New Phytol.
V. 202. Ne 2. P. 606—615.

Suetsugu K., Ohta T., Tayasu 1., 2018. Partial mycoheterot-
rophy in the leafless orchid Cymbidium macrorhizon //
Am. J. Bot. V. 105. Ne 9. P. 1595—1600.

Tedersoo L., Pellet P, Koljalg U., Selosse M.-A.,2007. Paral-
lel evolutionary paths to mycoheterotrophy in under-
storey Ericaceae and Orchidaceae: Ecological evidence
for mixotrophy in Pyroleae // Oecologia. V. 151. No 2.
P. 206-217.

Tesitel J., Tesitelovd T., Minasiewicz J., Selosse M.-A., 2018.
Mixotrophy in land plants: Why to stay green? //
Trends Plant Sci. V. 23. Ne 8. P. 656—659.

Zhou Y., Fan J., Zhang W., Harris W., Zhong H., et al., 2011.
Factors influencing altitudal patterns of C; plant foliar
carbon isotope composition of grasslands on the Qing-
hai-Tibet Plateau, China // Alp. Bot. V. 121. Ne 2.
P. 79-90.

Zhu Y., Siegwolf R.T.W., Durka W., Korner C., 2010. Phylo-
genetically balanced evidence for structural and carbon
isotope responses in plants along elevational gradients //
Oecologia. V. 162. Ne 4. P. 853—863.

Light and 3C: Are orchids different from other vascular
plants in their response to shade?
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Orchids have symbiotic relationships with ectomycorrhizal or saprotrophic (“rhizoctonia”) fungi, which pro-
vide plants with nutrients. The extent of plant dependency on fungi for carbon supply is reflected by plant tis-
sue 83C abundance values. Little is known about how wide-spread partial mycoheterotrophy (PMH) is
among orchids in nature and it is debated whether rhizoctonia-associated orchids possess mycoheterotrophy.
Using orchids with ectomycorrhizal fungi and rhizoctonia-associated orchid species, we tested one hypoth-
esis: terrestrial green orchids decrease their 8>C values in response to shade less than neighboring non-orchid
vascular plants (evidence for PMH). We examined eight pairs of plant species (orchid paired with reference
autotrophic plant growing close-by) in well-lit versus shady field conditions in replicated sites across the Eu-
ropean part of Russia. In each site illumination level was recorded and plant material was examined for 8'C.
We found that all tested orchids showed similar weaker response of tissue 8'*C signature to relative light ex-
posure in contrast to the stronger response in control plants, suggesting wide-spread PMH among orchids.
There was no significant difference in orchids with ectomycorrhizal fungi and rhizoctonia-associated orchids
in response of 8'3C to shade, supporting mycoheterotrophic mechanisms of carbon transfer to plants in rhi-
zoctonia-associated orchids. Proportions of fungi-derived carbon for individual orchid species ranged be-
tween 3 and 50%. Orchids reduced stomatal density in response to shade less or similarly to autotrophic
plants, suggesting that mycoheterotrophic plants might be somewhat less water limited than autotrophic spe-
cies due to fungal water supply. Our data provide support for broad prevalence of PMH among orchids and of
the existence of PMH in rhizoctonia-associated orchids. These findings extend the ecological importance of

mycorrhizal associations in belowground food webs.
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