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CAM-®OTOCUHTE3 (CRASSULACEAN ACID METABOLISM)
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B 0630pe 0600111eHbl ¥ CUCTEMATU3UPOBAHbBI PE3YIbTaThl CYIIECTBYIOIINX SKCIIEPUMEHTATbHBIX UCCIIeIO-
BaHuii Hammuusa CAM (Crassulacean acid metabolism) y cocynuctbix anuduTtoB FOxHoit 1 LleHTpanbHo
Awmepuku, FOro-BocTouHoii A3uu u ABCTpainuu. DTta Tpyrniia pacTeHUil, HECMOTpPsI Ha CBOI pa3HOOOpas3-
HBI TAKCOHOMUYECKUI COCTaB, IIPOSIBIISIET OOIIME YEPTHI B pacIipenesieHUH 3HaYeHU I U30TOITHOM IMOAMCHU
yraepona (83C), 4To cBSI3aHO ¢ MIMPOKIM pacIipocTpaHeHUeM BapraHToB CAM cpelr ee pencTaBUTeNeil.
Ha ocHOBe aHaIM3a TNTepaTypPHbIX JAHHBIX HaM1 coOpaHo okosio 2000 3HaueHuit 8°C cocyancTbix smudu-
TOB. Onupasich Ha 60TaThlil OIBIT UCCIIEIOBAHUS OTACIBHBIX (DJIOP ¥ TAKCOHOB 3MUMUTOB, Mbl IPOOYyeM AaTh
JIOCTYITHYIO Ha CETOMHSIITHUM IeHb ITI00aIbHYI0 KapTUHY pacnpoctpaHeHus CAM cpenu anu@uTosB.

DOI: 10.31857/S0044459622020051

M3oTOomHbBIN cocTaB yriaepona pacTeHUM CITYyXKUT
XOPOIIMM TMAarHOCTUYECKMM IIpU3HAKOM TuIa ¢o-
TOCHUHTE3a. DTO CBSI3aHO C CePbEe3HBIMU OTINIUSIMU
U30TOIMHOM noanucu yriepoaa y Cs;-pacTeHuid, ¢ ofi-
Holi ctopoHnbl, u C, u CAM — c npyroii. U3BecTHO,
yTOo MHOTUM HaszeMHbIM (Bone et al., 2015) u anu-
¢dutHBIM (Silvera et al., 2005, 2009; Qiu et al., 2015)
opxumesiM, a Takke SIUEPUTaM IPYrUX ceMeiicTB
(Griffiths, Smith, 1983; Winter et al., 1983; Medina,
1996; Zotz, Ziegler, 1997; Zotz, 2004; 3urre u 1p.,
2008; Silvera et al., 2010b; Silvera, Lasso, 2016) cBoii-
crBeHeH CAM-dotocuHTe3 (Crassulacean acid me-
tabolism — KUCJTOTHBIN MeTa0O0JIM3M TOJICTIHKOBEBIX).
B sBomonunoHHoMm cmbiciie CAM gBwicd oO4deHb
YIOOHBIM MEXaHM3MOM [IJISI SMU(MUTOB Ha MyTU KCe-
poMopdo3a ST OCBOCHUSI IKCTPEMaJIbHBIX MECTO-
obutaHuii. Hanbosee Xopolro M3ydeH W30TOITHBIN
COCTaB yIjepoJa COCyduCThIX 3muduroB HoBoro
Csera (Mooney et al., 1989; Zotz, Ziegler, 1997;
Holtum et al., 2004; Silvera et al., 2005, 2010a; Wester
etal., 2011; Torres-Morales et al., 2020; Oliveira et al.,
2021), a Takxe ABctpanuu u Hosoit I'Bunen (Winter
et al., 1983; Earnshaw et al., 1987; Holtum et al.,
2016). PaGoThl Ha 3Ty TeMy IIMPOKO OXBAThHIBAIOT Ta-
KUe OoraTble sanuduTaMu cemeicTa, kKak Orchidaceae
(Silvera et al., 2009, 2010b) u Bromeliaceae (Crayn
et al., 2004, 2015).
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CocynucTeie 3MUMGUTHI  TIPEICTABISIOT CO0Oit
IPYIIY pacTeHUI, MPOU3paCTaIOIINX HA IPYTOM pac-
teHuu (popodure) 6e3 mapasuTUpOBaAHUSI Ha HEM U
0e3 TpsIMoOi CBSI3M ¢ TouBoii. JlaHHas rpynma Jio-
BOJILHO pa3HOOOpa3Ha Mo CBOEMY TAKCOHOMMYECKO-
My cocTaBy. B Hee BXOmSIT KaK IBETKOBBIE pACTEHUSI,
TaK Y IMaIIOPOTHUKM, TIJIAYHOBUIHBIE U TOJIOCEMEH-
Hble. Becero 6osiee 31000 BumoB 13 79 ceMeiCTB OTHO-
CSIT K COCYAUCTHIM 3nK(pUTaM U HOTy3HUdUTaM, YTO
cocrasisget nmpumepHo 10% Bcero 61opa3zHoOOpasust
COCYIMCTBIX pacTteHuii (Zotz et al., 2021). PazHo006-
pa3ue BUIOBOIO COCTaBa COCYAMCTHIX 3MU(UTOB He-
OOHOPOIHO PACIpPEaeIEHO 110 TPOIIMYECKUM 00Jja-
ctaMm. Haubonee 6oratel snudutamu diopsr FOx-
Hoii u llenTpanbHoit AMepuku u HOro-BocTtouHoii
Aszum. Adpuka, HaIIpOTUB, OTHOCUTEIILHO OeaHee 1o
pa3zHOOOpa3nIo U YUCIEHHOCTU COCYAUCTBIX SMUMHU-
toB (Benzing, 1990; Zapfack, Engwald, 2008). Ha
MNSITh OCHOBHBIX MUPOBBIX LIEHTPOB OMOpa3HOOOpa-
31sl COCYOUCTBIX PAcCTeHUI, BblAeasseMbIX bapTioT-
TOoM c coaBT. (Barthlott et al., 2005), mpuxoguTcs Tak-
Xe HamOoJIblIee pa3HooOpasre AMUMPUTHON PIopHI,
IIe ee BKjad MOXET noxoauth 10 39% (Taylor et al.,
2021). BonapIIMHCTBO LEHTPOB OMOpa3HOOOpa3usl
COCYIWCTBIX PAaCTeHUIl XapaKTepU3YeTCs IIUPOKUM
CHEKTPOM abUOTUYECKUX (haKTOPOB CPEAbl, TaKMX
Kak pejibed, II0YBBI, I'€OJOTMYECKOE CTPOCHUE U
KJIMMaT, a TakKKe IPUHAIJICXUT K JIECHBIM OrMomMam
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(Mutke et al., 2011). HaunGorbIliee BUIOBOE pa3HOO0-
pa3ue 3MMUdUTOB HaAOJIOJASTCS Ha BBICOTAX OKOJIO
1000 m Hag yp. M. (Cardelus et al., 2005). Bce BbILIe-
MIEPEYMCICHHOE TOBOPUT O TOM, YTO 3MHM(UTHI CO-
CTaBJISIIOT OYE€Hb BaXXHbIA, HO OIHOBPEMEHHO U
OYCHb YSI3BUMEIN OJIOK TPOIMYECKUX DKOCHCTEM
(Leao et al., 2014). HegaBHO moka3aHO, 4YTO ST~
Thl BHOCSIT HEMMPOMNOPIIMOHAJIBHO OOJBIION BKJIad B
OOJIBIIMHCTBE LIEHTPOB pa3HOOOpa3us pacTCHUM U
WUTPAIOT BaXXHYIO POJIb B CO3MaHUM INIO0AJIBHOTO I'pa-
JIMeHTa IIUPOTHOTO pa3HooOpas3us pacteHuii (Taylor
etal., 2021). HenoHsITHO, KaK UMEHHO TUIT (DOTOCUH-
Te3a y 3NU(UTOB BIMSIET Ha UX YSI3BUMOCTh BCIEH-
CTBME WM3MEHEHMs KjiuMaTa M pocTa COAEp>KaHUS
CO, B atMocdepe. [Ipennonaraiock, YTo, BO3MOX-
HO, mMoBblllieHUe coaepxxaHus CO, cnemaer Gosee
9(pPEeKTUBHBIMIU MEXaHU3Mbl BOIOIIOJIL30BAHUS Y
anueuToB (4To cBsizaHo ¢ Haimmuuem CAM). Ho B
LIEJIOM OJHO3HAYHOTIO T0KA3aTeIbCTBA ITOJIOXKUTEIb-
HOTO BJIUSIHUS TIOBBbILIEHHOTO coaepxaHusi CO, Ha
snmuduThl HaiineHo He Ob1o (Raveh et al., 1995; Li
et al., 2002; Monteiro et al., 2009; Zotz et al., 2010).
Takmm 00Opa3oM, OCMBICIEHME TIPUPOITHBIX (PaKTO-
POB YSI3BUMOCTH 3MU(MUTOB KaK OYeHb MacCIITaOHOM
ITPYHOIIbl OMOPa3HOOOpa3UsI COCYIMCTBHIX pacTCHU
HEBO3MOXHO 0€3 JaHHBIX O HaJIMIUM TeX WJIA MHBIX
BapuaHTOB (OTOCHHTE3a Y HUX. MI30TOITHEIN cocTaB
yIJIEpoJa COCYAUCTBIX MU(MUTOB TECHO CBSI3aH C UX
MeTaboJU3MOM, OIHAKO OOIllMe TeHAEHIIMU B pac-
npencjeHu TUIIOB (OTOCHHTE3a Y SMUQPUTOB ellle
HEJOCTAaTOYHO M3y4YeHbl. B maHHOM 0030pe MBI ITO-
CTaBWJIM 1IEJIbIO 0000IINTh UMEIOIINECS JIUTEPATyP-
HbIE JaHHbIE 00 U30TOITHOM COCTaBe YIJIEpOJia COCy-
JUCTHIX 3MU(UTOB Pa3IMYHBIX TaKCOHOMUYECKUX
TPyHIl U TreorpaduIecKrux permoHOB M ONMCATh €TI0
XapakKTepHbIe 0COOEHHOCTH.

TEPMHWHOJIOTUA 1 METObI

B nmpuponHoit cpene cOOTHOIIEHWE CTAOMIBHBIX
nzotonos ymiepona C u BC moxer BappupoBath B
npezeaax AecAThIX 10JIeH MPOLIEHTa, IO3TOMY B MU-
POBOIA IIPAKTUKE MOIYYI ILIUPOKOE PACIIPOCTPAHEHKE
OTHOCUTEJIBHBINA TIOKAa3aTellb U30TOITHOM ITOAIMCH Y-
nepona (8°C), o3HavYarOMIMIl OTKJIOHEHUE OTHOLIE-
Hus BC/?C B 06pasie OT MEXIYHAPOLHOIO 3TAJIOHA,
BBIPaXKEHHBII B IPOMMUILIE:

813C —
= [(*C/ " Cospasen/ ("C/ *C)ranon — 11X 1000%o0.

B xadecTtBe MeXTyHaApOOHOIO 3TaJlOHA IJIST yIie-
pona wucrnoab3yercss VPDB, skBuBajeHT KajabLUTa
oememuuTa n3 ¢popmauun Peedee B FOxHoii Kapo-
muHe (CIIA). B mpupomHoM yriaepoae 3HadeHUe
813C Moxer u3MeHAThCs B mpenenax okosno 100%o
(Dawson et al., 2002), HO B XXMBBIX OpraHM3Max 3TOT
JIMara3oH, Kak IpaBWiIo, MEHbIIe. TOUHOCTh u3Me-
PEeHUS KOHLIEHTpalM U30TONOB B MACCOBBIX aHAI-
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3ax 00brvHO cocTabisgeT 0.1—0.3%o. [IpuMeHUTETBHO
K XUBBIM OpraHmusmam mnokasareib 8'°C Moxer city-
KUTh HECKOJIBKUM LENSAM — OBITh MHTEMPUPYIOLIUM
KPUTEPUEM OLIEHKM MHTEHCUBHOCTU 3KOJIOTMYECKUX
1 (PU3MOJOTMYECKUX ITPOLIECCOB WIM ObITh MHIMKA-
TOPOM JIBVXKEHUSI BEIIECTBA B XKMUBbIX cuctemax (Tu-
yHOB, 2007). M3oTomHas MOAIKCH yriepoja pacTe-
HMI1 B IIEPBYIO OYEPENb TECHO CBI3aHa ¢ TUIIOM (o-
TOCUHTE3a M MOXKET HCIIOJIb30BaThCs B KayecTBE
OJIHOTO M3 UHAMKATOPOB aKTUBHOIO ITyTU (DUKCALIMI
yriaepoma.

dorocuHTE3UpYIOLINE aBTOTPOMBI B OOJBIINHCTBE
BSKOCHCTEM SIBJISIIOTCS TIEPBUYHBIMU TPOAYLIEHTAMU.
Vraepon B UX TKaHSIX COAEPKUT MEHbIIIE CTAOMILHOIO
uzororna C o cpaBHeHuto ¢ CO, OKpyXaroLIEro Bo3-
JIyxa. 3a MOCJIeTHUE HECKOIbKO AECATUWICTUI 3Hade-
Hug 0°C yrekucioro rasa atMocdepbl HEYKJIOHHO
MOHIKAIOTCS U COCTaBJ/ISIIOT Ha CETOAHSIIHUKA JI€Hb
npumepHo —8.5%o0 (https://scrippsco2.ucsd.edu/).
IIpoliecc TMCKPUMMUMHUPOBAHUS TSKEJIOr0 M30TOMNa
yrjiepoja COCYAUCThIMU PAaCTEHUSIMU MOXKHO pa3sJe-
JINTh HAa HECKOJILKO cocTaBsonnx. CoriacHoO runo-
te3e Mapkyapa c coant. (Farquhar et al., 1982), yacTb
TSIKEJIOT0 U30TOIIa yriiepoaa MpaKIMOHUPYETCs ele
Ha CTaauy MONIIOIIEHMS B YCTbUYHOM MOJIOCTH, OJ1a-
rogapsi Oojiee WHTEHCUBHOW mud@Py3nn JIETKOTo
2CO,, 10 3HaUeHUE MOXKET COCTaBIATH 10 4.4%o0.
Hanee, ¢dorocuHTeTUYECKasd (UKcalUs yriaepoaa
BKJIIOYAET HECKOJIBKO peakluii (hpaKIIMOHUPOBAHUS
C KHUHETUYECKUMMU U30TOMHBIMU 3hdeKTaMu, TIpe-
MOYTEHUE B KOTOPbIX oTAaeTcst MoJiekysiam CO, ¢ 60-

nee nerkuMm uzortornoM '>C. OCHOBHOI BKIam BO
dpakumoHMpoOBaHMEe YIJIepoJa B OTUX PeEaKIIUIX
BHOCAT nIBa ¢depMeHTa: pu0ysio3o-1,5-6ucdocdar-
KapOoKcMIa3a-oKcureHasa, i Pyoucko, u pocdo-
eHoymupyBaTkapookcmiasa, winm ®EIl-kapbokcu-
Jma3a. PyOucko mprHUMaeT KIIOYeBOE yJacThe BO
BceX MyTsax ¢porocnHTe3a. PpakKIIMOHUPOBAHNE U30-
TOITOB YIJIEpOJa TOJILKO 3a CYeT aKTUBHOCTU PyGuc-
KO oIleHuBaeTcs mpuMepHo B —29%o0 (Roeske,
O’Leary, 1984; Guy etal., 1993; McNevin et al.,
2007), Torma kak OEII-kap6Gokcunaza, aKTHUBHO
yyacTBylolasi B nepBuuHoi ¢ukcauuu CO, ipu C,
(uukn Xerya—Cnaka—Kapnunosa) u CAM-doTto-
CHHTEe3e, UMeeT CBOMCTBA, MeHEee TUCKPUMHHUPYIO-
IIMe B OTHOIIEHUU M30TOMNOB yriaepoaa. CornacHo
monenu Papkyapa (Farquhar, 1983), BenuunHa Ta-
KO TUCKpUMMHAIIUKM cocTaBisieT 2.2%o. Takke Ha
crenenb quckpuMuHauuu BC npu C, (uukn Kanbsu-
Ha), C, u ocobeHHO CAM-nyTsIX OOpaTHO BIUSIET
CTeNeHb McUYepIraHms 3amaceHHoro pacreHuem CO,.
Takum 06pa3oM, 11 TKaHEH COCYIUCTBIX PACTCHUIA,
HCITOIB3YIOIINX TOT WJIM MHOM BapraHT OMOXMMMYIE-
CKUuX TyTeil (pukcaluu yriepoaa, XxapakTepHa CBOS
n3oTomHas roanuck. st pacrenuit ¢ C;-poTocuH-

TE30M OTMEYEH auana3oH nsmeHenus 0°C B npene-
Jax nipuMepHoO oT —37 mo —20%o. bonee BbICOKUE
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3HaUYEeHUs XapaKTepHbl WISl TKaHel pacteHuit ¢ C,-
GOTOCHMHTE30M, IIPUMEPHO OT —16 1o —10%0. s
pacteHuit ¢ CAM-(MOTOCMHTE30M NPUOIU3UTENb-
Hble 3HaueHus 83C paBHbI 0T —23 10 —10%o0. [Tonas-
JISTIONIEe YMCIO BUOOB COCYIUCTHIX PACTCHUM HC-
noJib3ytot C;-Tun (poTocuHTE3a, O61arogaps 4yemy 1o
M30TOMMHOMY COCTaBY YIJIepo/a UX MOXHO OTJIMYUTh
ot C, 1 6onpminHcTBa CAM-pacTeHui.

Xots CAM- u C,-dporocuHTe3 UMEIOT 0bIIUe
YepThl, OUYEBUIHBIE (PEHOTUTIMYECKUE U DKOJIOTHYEC-
ckue paznnuus Mexay rpynnamu C,- u CAM-pacrte-
HUI 3aCTaBJISIIOT pacCMaTpWBaTh 3TU IMyTH (HUKCa-
LMK yIJIepoda KaK OYeHb pa3Hble 3KOJOTMYECKHE
apmantanuun (Edwards, Ogburn, 2012). Cpenu rpymiibl
cocynucTthix anuuToB C,~Tun (GoTrocruHTe3a He ObLI
3a(puKcUpoBaH HU y OmHOTO IpeacTtaBuTtenst, a CAM-
¢oTocuHTE3, HAOOOPOT, OYEHb IIMPOKO pacHpo-
crpadeH. Takum o6pa3om, Tipmn uckmoueHun C,-1y-
TH GUKCAIIMK YIepoaa B TPYIIEe COCYAVCTHIX MU~
¢uToB 3HaueHUs1 6°C Ha GOJbLIOI BHIOOPKE MOTYT
OBITh TPEACTABJICHBI B BUE HETPEPBIBHOTO I'PaeH-
Ta MEXOy KpallHUMHU BeIWYMHAMU, XapaKTePHBIMU
st C5- 1 CAM-Tunos ¢oTtocuHTe3a.

BbigensiioT HEeCKOJIbKO TUIIOB WJIM BapUaHTOB
CAM-doTocrHTE3a, OCHOBBIBAsICh Ha TUTIC YCThIY-
Hoi1 ipoBoauMocTu pacteHuii (Kerbauy et al., 2012).
Ipu xiaccuyeckom BapuaHTte CAM-doTocuHTe3a
YCTbU1Ia 3aKPbITHI B THEBHOE BPEMSI, aKTUBHBIH ra3o-
0OMEH pacTeHUsI C OKpyXKalollleil cpeloil U 3HAYM-
TeJIbHOE HAaKOIJIEHNE OPTaHUYECKUX KUCIIOT MPOKC-
XOJIUT HOYBIO, KOT/Ia YCThUIIa OTKPBITHI. B Ki1accuue-
CKOM BapuaHTe 3HaueHus O°C CMelleHb B
MOJIOXKUTENIbHYIO CTOPOHY. OJHAaKO BO3MOXHBI M
Ipyrue BapuaHThl. [1pu BTopoM BapuaHTe (B aHIJIO-
SI3BIYHOI nuTepaType OH HasbiBaeTcsa “CAM-cy-
cling”) ycTbulia OTKPBITHI TOJIBKO B THEBHOE BpeMsI.
I1Tpu 5TOM cTeneHb HAKOIJICHUSI OPTaHUUYECKUX KUC-
JIOT B TKaHSIX paCTeHUsI HOUbIO CYIIECTBEHHO MEHb-
1lle, 4YeM B KJIaCCUYECKOM BapuaHTE, U BO MHOIOM
OCYIIECTBJISIETCS 3a CUET AbIXaTeJIbHOM aKTUBHOCTU
tKaHeil (Kerbauy et al., 2012). ITocTostHHBIIT Ta3000-
MEH B IHEBHOE BpeMs U MEHbILIUI (POH 3al1aCeHHO-
ro CO, cka3blBalOTCS Ha YBEJIMYEHHON NTUCKPUMM-
Hauuu BC B TKaHax pacrenus. Clenyronuii, TpeTuii
BapUaHT, B aHIJIOSI3bIYHOM JIUTEpaType HOCUT Ha3Ba-
Hue “CAM-idling”. DTor Tum CAM-doTocuHTE3a,
MIPOSIBJISIIOLIMICS KaK peaKiysl Ha CTPECCOBBIE YCIIO-
BUsI MEpechIXaHMsI, XapaKTepu3yeTcsl 3aKpbITbIMU
YCTbULIAMU KaK IHEM, TaK U HOUbIO Y HE3HAUMTETbHBIM
HaKOIJICHUEM OPTraHWYECKUX KUCIOT B HOYHOE BpeMs],
OCYLIECTBJIsSIEeMbIM 3a cueT aucdys3uu. I[Tpu aTom Bapu-
anTe nuckpuMuHauua BC B KJIeTKaxX pacTeHus 3HaYK-
TeJIbHO MEHBbILE, a NoKazaTesb 0°C B 3TOM ciyuae Oy-
JIET UMETb HAaUOOJIbIIINE 3HAYEHMSI.

Pasznoo6pasue BapuantoB CAM-doTocuHTE3a
oTpaxkaeTcs Ha U30TOITHOM ITOIITMCH yIJIepoIa CoCy-
IUCTBIX 1M PUTOB. [To 3TOMY ITOKa3aTEII0 UX YCIIOB-
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HO pa3fessioT Ha aBe rpymirbl: ciadberit CAM (“Weak
CAM”) u cunbHbiii CAM (“Strong CAM”). 3Haue-
Hus 68C nng cna6oro CAM HaxomsTcsl MpeuMylLe-
CTBEHHO B TaK Ha3bIBaeMoii 30He BuHTepa—XonTyma
(“Winter—Holtum zone”) mexmy —23 m —19%o
(Males, 2018). a5 cunbHoro CAM 3TH 3Ke 3HaYeHUs
OyIyT HaXOAUTHCS B IMpeaenax mpuMepHo oT —19 no
—10%0. Bunsl ¢ o6auratHeiIM CAM-(hoTOCMHTE30M
JIEMOHCTPUPYIOT BBICOKYIO CTeTIeHb KOHIIEHTpaIuU
OpraHMYeCKUX KHUCJIOT HOUbIO, a TAKXKEe HOUHYIO (hasy
dukcanyu CO, naxe Mpu ONTUMATbHBIX YCIOBUSX
OKpYXaloIllell cpelbl, YTO CMeIlaeT WX IToKaszaTellb
M30TOITHOI TIOAIKUCHU YIJIepoJa B CTOPOHY OoJjiee 1o-
JIOXKUTEITBHBIX 3HAYCHUI, XapaKTePHBIX TSI CUITEHOTO
CAM. Bunsl ¢ ¢pakyneratuBHBIM TUIIOM CAM-o-
tocuHTe3a (C;-CAM) npencrabisiioT coboii pacrte-
HUsI, CIIOCOOHBIE peanin3oBath C;-HOTOCUHTES U Tie-
pexmodatbcsi Ha CAM-IIyTh TIpM OIpeIeIeHHBIX
dakTopax, TakKMX KaK HeXBaTKa BOIbI, PE3KOE U3Me-
HEHUeEe OCBEIIEHHOCTU U HEKOTOpbIE Apyrue. Y mpem-
cTaBUTEJIEl BUOOB KaK ¢ OOJMTaTHBIM, TaK U ¢ (a-
KynbTaTUBHBIM CAM-(pOTOCHMHTE30M IJISI MOJIOABIX
pacTeHUi M MOJIOABIX TKaHEl 3peJioro pacTeHUs Xa-
pakTepeH UCKITIOUNTENBHO C;-TIyTh.

Ucxons n3 BesimuvH 6°C, k cuibHoMy CAM 0THO-
CSIT BUIBI ¢ 00MraTHBIM BapuaHToMm 1 “CAM-idling”,
a takxe (paxkynbratuBHble C;-CAM 1pu MHAYLUPO-
BaHHOM BHemHUMHU ¢akrtopamu CAM-nyTu.
Takumu akTopamMu MOTYT BBICTYIIaTh 0OE3BOKMBA -
HUe, HU3Kas BJIAXHOCTb BO3MAyXa, IJIMHA CBETOBOIO
JIHSI, ”THTCHCUBHOCTb OCBEIIICHUSI, Ne(DUIIUT JIeMEH-
TOB MUHepaJibHOTO nuTaHus (OMII) u npyrue dakTo-
pbl, IPUBOMSIIME K YBEJIUYEHUIO Nedulira Biarv B
KopHsIx win JucThsx (Niechayev et al., 2019). UHnyk-
st CAM stuMu (pakTopamMu 0ObIYHO ObICTpasi U 00-
paTumasi, 4To SIBJISIETCS IPKHUM MPHUMEPOM DKOJIOTU-
yeckoii minactuaHocTH (Kerbauy et al., 2012).

ITomumo Ttuma wmerabonusMa, CyIIECTBEHHOI
MPUYUHO, onpeaesoleil cocTaB U30TOMOB yIjie-
pola B TKaHSIX PACTEHUS, SBJSIETCS KOHLIEHTpaLvs
BC B accuMuIMpoOBaHHOM pPaCTEHUEM YITIEKMCIOM
raze. OHa MOXET MEHSIThCSI B 3aBUCMMOCTH OT BHEIII-
HUX (pakTopoB. U3BecTeH Tak Ha3bIBaeMblil 3D eKT
JecHoro noJjora (“canopy effect”), Bo3HUKaOIINT B
TUIOTHOM JiecHOM JpeBoctoe (Merwe, Medina, 1991;
Brooks et al., 1997). OH nposiasieTcsi B 00eTHEHUUN
TsKeNBIM M30TornoM BC pacTeHMit HUXKHETO Apyca U
BBI3BIBAET rpagueHT 3HaueHuit °C 1ucTheB OT IMo-
BEPXHOCTHU K JIECHOMY TTIOJIOTY. DTO sIBJIeHHE 00bsIC-
HSIETCS KOMIUJIEKCOM MPUYKH, INIABHBIMU U3 KOTO-
PBIX SIBJISIIOTCSI YBEJIMUYEHUE C BBICOTOM MHTEHCUB-
HocTU mpollecca (OTOCUHTE3a HM3-3a OTCYTCTBUS
3aTeHeHUs U (pukcanusi 06eTHEHHOTO TSKEIbIM U30-
tonioM CQO,, BbIIEISIEMOTO B MPOLIECCE NbIXaHUS U3
JIeCHOI moACTUJIKM U ouBbl (Merwe, Medina, 1991).

B HekoTOpHIX Ciy4yasiXx M3MEHEHHE H30TOIITHOTO
COoCTaBa yriiepoaa B TKaHSIX SITU(PUTOB MOXET OBITH
Ne 2
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OOBSICHEHO MYTYaJIUCTUYECKUMU OTHOIIEHUSIMU C
0EeCIIO3BOHOYHBIMU, B YAaCTHOCTH C MYPaBbsIMU.
Kak moka3zanu ucciiemfoBaHUSI MOJOOHBIX OTHOIIIE-
Huii Mmexny CAM-smmcburom Dischidia major
(Apocynaceae) u mypasbsamu p. Philidris, no 39%
HCIOJIL3YEMOTO SMU(MUTOM YIIIepOaa MOXKET ITOCTY-
MmaTh OT CBSI3aHHBIX C MYpPaBbSIMM VCTOUHHKOB
(Treseder et al., 1995). B pe3ynbraTe XuU3HeACATEIb-
HOCTHU MYPaBbeB, MOCESIONIUXCS B BUTOU3MEHHBIX
MEIIKOOOPAa3HBIX TUCThIX D. major U MATAIOIINXCS B
OCHOBHOM C;-pacTeHUsIMU, YIJIIEKUCIIBINA ra3 BHYTPU
9TUX JIMCTHhEB 3MU(UTA CTAHOBUTCS Oojiee oOora-
IEHHBIM JIeTKUM n3otornom 2C. Bennuuna 8°C nu-
CTheB, BHYTPU KOTOPBLIX MYpPaBbU MOCEISIOTCS, CY-
IIECTBEHHO HIXE He3aceJIeHHBIX U 3aBUCUT OT CTe-
IIEHU MCITOJIb30BAaHUS JTUCTHEB MyPaBbIMU.

OPAKLIMOHMUPOBAHUE N30TOIIOB
YIJIEPOIA 1 CBA3b C CAM

HexBaTtka BoAabl CWJILHO OrpaHUYMBAaeT BereTa-
TUBHBIM POCT U SIBJISIETCSI OCHOBHBIM JIMMUTUPYIO-
UM aOMOTeHHBIM (haKTOpPOM st SNUPUTOB (Zotz,
Hietz, 2001). B xone 3Boito11M1 GONBIIMHCTBO COCY-
JHUCTBIX STU(PUTOB BbIpaOOTAIN T€ WJIN WHBIC afarn-
TallMY K 3allacaHulo Bjaru u 6oJjiee adeKkTuBHOMY
ee MuCrosb3oBaHUo. OOHON M3 YHUBEPCAIbHBIX
ajanTtaiuii oS peryJsiiuyM BOOHOTO OajaHca B
CTPECCOBBIX YCJIOBUSIX HEAOCTAaTKa BJIaTU SIBJISIETCS
CAM-dotocuHTe3. bnaromapss HOYHOI cTagun
dukcanuu CO,, pacteHusi c CAM HaMHOTO MEHbIIIe
TEPSIOT Baary mo cpaBHeHUIo ¢ C;- wimn C,-pacTeHu-
samu (Herrera, 2009). [Totepu Boabl Ipu TpaHCOUpa-
o y CAM-pacTteHnii OT 4eTBIpex IO IAECSITH pas
MeHble, yemM y Cji-pacrenuit (Drennan, Nobel,
2000). IToBblllIeHHOE paclpocTpaHeHWe BapUaHTOB
CAM-doTocrHTEe3a IPOCHEKIBACTCS Y MHOTHX SITH -
dutoB. Ha mpumepe cem. Orchidaceae ynanoch no-
Ka3aTb 3BOJTIOLUOHHYIO CBsI3b CAM U 31uGUTHOTO
o0Opa3a xu3Hu (Silvera et al., 2009).

Cunraetcs, yto CAM TeCHO CBSI3aH C CYKKYJIEHT-
HOCTBIO, KOTOpasl YacTO HaOJrogaeTcs y IpeacTa-
Butesieit cemelictB Crassulaceae m Orchidaceae.
bonrbiag TonuHa j1ucta odecrneuynBaeT UM OoJiee
BBICOKYIO BO3MOXXHOCTh HAaKOIIJICHUST OPraHMYECKIX
KuciaoTr. HecMOTpst Ha TO, YTO CYKKYJICHTHOCTb M
CAM 00bIYHO COBNAAAIOT, HEKOTOPbIE SMUMUTHI SIB-
JISTIOTCST MCKJIIOYeHWEeM 13 3Toro mpaBmia (Silvera
et al., 2005). Ckopee Bcero, Hanuuue CAM u, cieno-
BaTeJIbHO, CMEIIIeHIE U30TOIIHOTO COCTaBa yriiepojaa
B CTOPOHY 60J1ee Tskeoro >C 3aBUCAT GOJIBLIE HE OT
TOJIIIWHBI JINCTA, a OT TOJIIUHBI XJIOPEHXUMBI (ZotzZ,
Ziegler, 1997).

st a1iuUTOB MOXHO BBIIEIUTH HECKOJIBKO 3aKO-
HOMEpHOCTE TrpammeHTHoro pacrpeneneHuss CAM.
Ilepasgs — yBenuuyeHue mnpoueHta CAM-BUIOB C
YMEHbIIEHUEM YPOBHS BbIMAaJAEHUS OCaIKOB. DTO
3HaYeHWE MeHseTcs oT 25% B DOXIEBBIX TPOIIMYE-
JKYPHAJI OBILIEM BUOJOTUU
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ckux Jjiecax HoBoit I'suneun u Asctpanuu n1o 100% B
cyxux jecax Mekcuku (Zotz, Hietz, 2001). Bropas —
yMmeHblIeHne ynciia CAM-BUIOB ¢ BBICOTOI MPOU3-
pacTaHUsI Hal YPOBHEM MOPs. DTa KOPPEJISIINS BbI-
3BaHa B TOM YMCJIE YMEHBIIIEHUEM BBICOTHI JIECHOTO
MOJIOTa C POCTOM BBICOTHI Tpou3pacTaHus. JlecHoi
IOJIOT HAa y4YacTKaX, HAXOMSIIIMXCS Ha BBICOTE Ooee
2000 M Hax yp. M., OOBIYHO HUKE, YTO COKpAIIAeT J0-
CTYITHYIO JIJIsl KOJIOHU3allM1 3MU(MUTOB cpely oOuTa-
Hug (Silvera et al., 2009). M HakoHel, MO BbICOTE
CTBOJIOB B COMKHYTOM HU3MHHOM JIeCY J0JIs1 a1~
ToB ¢ CAM yBeanuuBaeTcd oT 7% B cpelHel JyacTu
rmojiora 10 50% Ha OTKPBITHIX Y9acTKaX BEPIINH IIe-
peBbeB (Zotz, Ziegler, 1997; Silvera, Lasso, 2016).
CrenyeT npyHAMAaTh BO BHUMaHUE TOT (DAKT, 4YTO MO~
JIOOHBIE 3aKOHOMEPHOCTH BBISIBJICHBI IPEXIE BCETO
Ha nipuMepe 3nuduTHLEIX paop HoBoro Ceera n Mo-
T'YT OTJIMYAThCS B IPYTUX pErvoHax.

BapbupoBaHue H30TOMHOI MNOANMKMCU yrjiaepoaa
813C y pasHBIX TAKCOHOMUYECKUX IPYIIIT COCYIUCTHIX
a1nr¢UTOB (popMUpYET ABa KJlacTepa 3HaYeHUi (puc. 1).
bonpmmit mo o6weMy Kitactep cpopMUpoOBaH TIpe-
umyniectBeHHo C;-BUgamMu co 3HadyeHusamu 63°C
oKkoJIo —28%o0, a B MEHBIITNI BXOIAT MPENCTAaBUTEIIN
BUIOB ¢ CIbHBIM CAM co 3HaYeHUSIMU TIPUMEPHO
—16%o0 (Kerbauy et al., 2012). MexXmy 1ByMsT KJ1acTe-
paMM HaXOAUTCS HEKOTOPOE YMCIIO IIEPEXOMHBIX 3HA-
YEeHUWU, KOTOpbIE MPEACTABIISIIOT COO0I BUIBI TUOO CO
cl1adbIM, MO0 ¢ pakyabTaTUBHBIM TUIIOM CAM (Sil-
vera et al., 2009). bosnee netajabHble MCCIeTOBaHUS
MOKa3bIBAIOT, YTO JJII HEKOTOPBIX TAKCOHOMUYECKMUX
IPYIII YMCJIO TEPEXOOHBIX 3HAYEHUIT MOXET OBITh
3HAYUTEJbHO M MO3BOJISIET JaKe BBIACIUTb TPETUIA,
MEHBIIMN MO 00beMY KJIacTep, HAXOASIIMICSI B 30HE
Bunrtepa—XonaTyMa, 1 B TAKOM CJIydae MOXKHO T'OBO-
PUTH O MYJBTUMOIAIBHOM pacipeneieHun (Messer-
schmid et al., 2021). [ToaToMy MU30TOMHOI MOAIIMCHU
MOXKET OBITh HEOCTATOYHO IJIsI OIIpeae/ICHUSI BUIOB
co cia0bIM nan GpaKyIbTaTUBHBIM TUIIOM CAM-(do-
tocuHTte3a (Pierce et al., 2002; Silvera et al., 2005,
2009, 2010a, b; Winter et al., 2008). B TakoMm ciy4dae
HEOOXOOMMBIM ycioBueM 1t ooHapy:xkeHust CAM -
TUIa (POTOCUHTE3a MOXKET MOCTYKUTh CYTOUYHOE U3-
MEHEHHEe TUTPUPYEMOM KMCIIOTHOCTH B TKaHSIX pac-
teHus (Silvera et al., 2005) (ITpunoxenue A). Hau-
OoJiee 6oraThl ANMUGUTAMU TPU TPYMIIIBI COCYIUCTHIX
pacteHuii — ato cemeiictBa Orchidaceae u Bromelia-
ceae, a TaK;Ke MHOTOYMCJIEHHBIE COCYINUCTHIE CIIOPO-
BbI€ paCTEHUSI, U3 KOTOPBIX CaMblii O0raThlii — MOpsi-
nok Polypodiales. Hixke MbI OTHEIEHO OCTAHOBUMCS
Ha 3TUX TPeX TAaKCOHAaX.

Bnugpumuosie Orchidaceae

Camoe 60raToe 3rmduUTaMu M OTHO U3 KPYITHEHIIIIX
ceMelCTB cocynrcThix pacteHnii — ceM. Orchidaceae.
OnHo HacuuTtbiBaeT 6ojiee 27000 BugoB (Zotz, 2013).
Cuuraercst, YTO 0KOJIO 72% BUIOB OPXUIEH SBIISTIOTCS
smupuramu (Benzing, 1990; Gravendeel et al., 2004).
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Puc. 1. zoTomnHblii cocTas yriepona B 8°C cocymcThIX SMUMUTOB Ha OCHOBE JTUTEPATYPHBIX JAHHBIX. JJaHbI 3HAYEHHS KaK
wisg CAM, Tak u i C3-pacteHuit. [To ropu30oHTaNbHOI OCH OTI0XKEHO YHUCIIO POJOB, M0 BEPTUKAIBHON — COOTBETCBYIOLIIUE

BemyuHb 6 °C.

Apeas1 OOJIBIIMHCTBA 3 HUX OTPaHWYEH pPerMoHaMU C
Tponu4ecKUM KimMaToM. Ilosor Tponmmyeckux jJecoB
oorar npencrasutessiMu Orchidaceae. OHo 3aHMMaeET
TIepBOe MECTO 110 KoinmdecTBy BUIoB ¢ CAM, Gnaromapst
yemy 0°C snu@UTHBIX OpXUIeii HOCUT XapaKTeEpHOE
oumMonanbHoe pacnpenenacHue (Silvera et al., 2009). ITo
pAa3IMYHBIM OLIEHKAM, OT TPETHU IO ITOJOBUHEBI BUIOB
OPXUIHBIX MOTYT TaK WM MHaYe MUCIT0JIb3oBaTh CAM-
¢doTOCHHTE3, BTOM YMCJIe 6j1arogapst OrpOMHOMY YUCITY
smM(pUTHBIX BUIOB 13 nomacemeiictBa Epidendroideae,
Haub6osiee 6oratoro CAM (Kerbauy et al., 2012).

BazanbHBIM COCTOSTHUEM JJ1sI OPXUIHBIX, TI0 BCeit
BUAMMOCTH, siBisieTcst Cs-cdotocuHnres (Silvera et al.,
2010b) u HaszemHbIid 00pa3 xwu3Hu (Givnish et al.,
2016). Vicxons u3 pe3yabTaToB (PUIOTEHETUYECKUX
HMCCIIeAOBAaHUI IPEANOJIaraeTcsl, YTo NOoCIeaHA 00-
LW TIPEeIOK BCEX OPXUAHBIX CYIIECTBOBAJ HA TEPPU-
TOpUU ABCTpaJIMM OKoJio 112 MiIH JIeT Ha3al. 3aTeM,
BEpPOSITHO, mopsiaka 90 MJIH ieT Ha3ad MpeJoK YacTu
COBPEMEHHbBIX OPXUIHbIX ITOITAJI Yepe3 AHTaApKTUIY B
IOxny10 AMepuKy, Toe MPpUMEPHO B MaJicOlleHEe —
Havasie o1eHa (Ramirez et al., 2007; Givnish et al.,
2016) Bo3Huki0 ToacemeiictBo Epidendroideae, ko-
TOpOE 3aTeM Oajio BCILUIECK 3BOJIIOLIMOHHON paaua-
uuu. Ilpennonaraercst, yto CAM-(doTOCHUHTE3 BO3-
HUKAaJ y OPXUIHBIX He MeHee 10 pa3, Takske ObLIO He-
CKOJIbKO oOpatHbix nepexogqoB ¢ CAM Ha Ci.

XKYPHAJI OBIIIEN BUOJIOTUH

ITokazaHa 3HauUMTEbHAsI MOJOXUTEbHAasT KOPpPesi-
st mexnay HaanuueM CAM-¢hoTocuHTe3a Yy OpXU/I-
HBIX 1 armduT3MoM (Silvera et al., 2009).

Kak MuHIMYM IBE TUITOTE3bI ONKUCHIBAIOT 3BOJIIO-
MoHHbIN nepexon ¢ C; Ha CAM. IlepBas runoresa
cocTouT B ToM, uTo CAM sBJIsieTCsl pe3yJIbTaToM Jy-
IJIMKAIIMKA MHOKECTBa CEMEICTB TeHOB, aHAJIOTUIHO
npoucxoxaeHuto C,-porocunreza (Wang et al.,
2009; Christin et al., 2013). Bropas mnpenarosaraer,
yro CAM — 3To pe3ysbTaT ajgalTalluy PeryJIsiuu
9KCIHPECCUU T€HOB, M YTO HE CYIIECTBYET KOPPEIIsI-
ouii Mexay BodHukKHoBeHueM CAM u mynimkanuein
reHoB (Zhang et al., 2016). IlocnenHsiss TUITOTE3a
MOATBEPKIACTCS TEM, UTO (hepMEHTHI, HEOOXOTIMBIE
st padbotel CAM, IpUCYTCTBYIOT Y BCEX PACTCHMIA,
BKJTIOYAsI T€, KOTOPbIE OCYILECTBIISIOT UCKITIOUNTEIIb-
HO C;-poToCcuHTE3, U pa3InuUs MEXIy 000MMU ITy-
TSIMU (DOTOCHHTE3a CBSI3aHbI B OCHOBHOM C 9KCIIpPeC-
cueii aTux pepmeHToB (Silvera et al., 2010b).

HekoTropbie Mopdonornyeckue KOMIIEKChI ITPU-
3HakoB anupuTHBIX Orchidaceae MOTyT XapakTepu-
30BaTh BO3MOXHOE CMEIlIeHUEe 3HaYeHU A NU30TOMHOM
noanucu yriaepoaa. [lokaszaHo, 4To opxuaeu ¢ TOH-
KUMMU JIUCThSIMU OOBIYHO UMEIOT 00Jiee OTpULIATEb-
Hble 3HaueHus 03C B IMCThAAX, XapakTepHbie 11 Cs,
TOTIa KakK aHaJloOTWYHbIe 3HAYeHUs IJI OpXUIEU C
TOJICTBIMU JIUCTSIMU CMEIIIEHBI B CTOPOHY MEHEE OT-
Ne 2
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punarenbHbix (Winter et al., 1983; Earnshaw et al.,
1987; Zotz, Ziegler, 1997; Silvera et al., 2005; Moto-
mura et al., 2008). HaGmoneHusT 1MoKa3pIBalOT, YTO
GOJIBIIMHCTBO BUAOB U TUOPHUIOB C CYKKYJIEHTHBIMU
JIMCTBSIMU TIPOSIBJISIIOT PUTMbI aKTUBHOCTU, TUITMY-
Hble 111 CAM — HOYHOE OTKPBITHUE YCTHUIL U YBEJIM-
YyeHne KMCIOTHOCTHU B KiteTKax. Kpome Toro, y CAM-
OpxXuAei MOTYT BCTpeYaTbCd APYTrve amanTaluuy LIt
COXpaHEHMS BJIaTM, TaKue KaK TOJICTas KyTHUKYJIa,
GOJIbIIIME U BAKYOJIM3UPOBAHHBIE KIIETKU JJI1 HAKOTI-
JICHUsI OpraHWYeCKUX KUCJIOT, YMEHBIICHHBIC pa3-
MEPHI M YaCTOTA YCTHULL. Y HEKOTOPBIX BUIOB YCThU-
1Ia PaCITOJIOKEHBI UCKIIOUUTEILHO Ha BHYTpEHHeEH
cTopoHe auctbeB. CrmocobHOoCTh TMcTheB CAM-pac-
TeHUI HaKaIUIMBaTh OPTaHUYECKHUE KUCITOTHI B HOU-
HOe BpeMsl YBEJIMUIMBAETCS 10 MEPe UX paciyCKaHUS
U JOCTUTAaeT MaKCUMyMa Y 3peJibix JIMCTheB. [1pu-
MepHO 40% TpONUUECKUX BUIOB OPXUAECH UMEIOT TOT
i nHoi BapuaHT CAM B ymcthsx (Silvera et al.,
2010b), 9T0, MO-BUANUMOMY, MOXKET CIYKUTh ITPUIU -
HOI BBIZIEJICHUS TPETHETO IMTPOMEXKYTOUHOTO KJIacTe-
pa 3HaueHuii 6°C y HEKOTOPBIX IPYIIT SMUMPUTHBIX
Orchidaceae (Messerschmid et al., 2021). OnHako Ba-
pUaHTBI POTOCUHTE3A, MPOTEKAIOIIE B APYTUX Opra-
HaX, TaKUX KakK MceBOOOYIbObI U KOPHU, UCCICA0BA-
HBI HE CTOJIb MMOAPOGHO.

Kak mpaswio, nceBnoOysibba JUIlIeHa YCTBULL U
3allojlHeHAa BOJO3aMacalIIMMK KeTKaMu. Takas
CTPYKTYpa CIYXKUT OpXUAESIM IIpeXae BCEro sl 3a-
nacanus Boasl 1 DMII. Ho B yacT KJI€TOK IICEBOO-
OyIB0 eCTh XJIOPOTIIIACTHI, YTO YKa3bIBaeT Ha CITOCO0-
HOCTh K (DOTOCHMHTETHMYECKOII aKTMBHOCTU. B nmeii-
CTBUTEJIBHOCTU TaKOM (PAKTOp, KaK HeXBaTKa BOIbI,
MOXKET MHIYOHpoBaTh 3Kcnpeccnio CAM B oTIeirb-
HBIX OpraHax pacTeHUs, B TOM YMCJI€ B IICEBIOOYIb-
6ax. IIpu 3TOM pa3HbIe OpraHbl OMHOTO M TOTO K€
pacTeHUsI MOT'YT MMETh pa3HbIe (POTOCUHTETUIECKIE
nytu, C; uiu CAM (Rodrigues et al., 2013). OnHako
FepMETUYHOCTh TTOKPOBOB OOJIBIIIMHCTBA TICEBIO-
Oy/160 HE MO3BOJISIET UM MPOBOAUTH (hukcanuio CO,
u3 Bo3ayxa Hampsimyto. Mcrounukom CO, B 3TOM
cllyyae MOXET CIYXMTb IbIXaTelbHasi aKTUBHOCTD
(Kerbauy et al., 2012), a Tak:ke Me30(UJIT HE CYKKY-
JIEHTHBIX JINCTHbEB, COCMMHEHHBIN C MCEeBOOOYIHOOIM
aspenxuMoii (Rodrigues et al., 2013). B TtakoMm cityyae
ICeBAOOYIHOBI MOTYT MIPaTh 3HAYUTEILHYIO POJIb B
ocymectBiaeHnn CAM-TIyTM M CITOCOOCTBOBAaTh
CABUTY M30TOITHOTO COCTaBa yrjiepojia B CTOPOHY 60-
Jiee TSKEeJIOro U30TolIa.

KopHu snmuduTHBIX OpXuaeii Takke MOTYT BBI-
MOJIHATh (OTOCUHTE3UPYIOLLYIO (DYHKIIMIO Ojarona-
psI XJIOpOoILIacTaM B KJIETKAX KOPHI, a 3HAYUT, U BJIU-
SITh Ha CMeEllleHUe M30TOITHOTO cocTaBa yrjiepoja B
pactennu. OCOOEHHO BEJIMKO 3HAYeHUE KOPHEBOI
CUCTEMBl y OE3JIMCTHBIX OPXUACH, ITOCKOJIBbKY HX
KOPHHU, MIOMUMO (DYHKIIMU BCAChIBaHUS, UTPAIOT OC-
HOBHYIO pOJIb B aCCUMWJISILIMU yriaepona. DTU IBe
GYHKIIMU KOHMIUKTYIOT IPYT C OPYIOM, TaK Kak

JKYPHAJI OBILEN BUOJIOTUU
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YBJIZXKHEHHBI BeJlaMeH KOpHEl nefaeT TPYyIHOAO-
crynHbiM atMocdepHbliii CO, mist pacteHust (Cock-
burn et al., 1985). BBuny atoro, cjioii BeJlaMeHa 6e3-
JIMCTHBIX opxuaeir oObrdHO Oonee ToHKMiT (Winter
etal., 1985). ¥V opxuneit ¢ TUCThSIMU HE BBISIBJICHO
CAM B kopHsx (Kerbauy et al., 2012), B To BpeMsI Kak
IUTsE OE3JIMCTHBIX OPXUAEH 3TOT TUMN MeTaboI1M3Ma B
KOpHSIX, Mo-BUauMoMy, 0osee od0wrdyeH (Cockburn
et al., 1985; Winter et al., 1985). HecMoTpst Ha oTCyT-
CTBUE€ YCTbUII, OE3JIUCTHbIE SMUGUTHBIE OPXUIEU
MOTYT MOAJIEP>XKUBATh BHYTPEHHIOIO KOHIIEHTPAIINIO
CO, Ha aTMOC(EPHOM YPOBHE, LIS TAKOTO BapUaHTa
OBLI IIPEIIOXKEH TEPMUH “0e3yCThUYHBINA” , MM “ac-
tomatHbIii”, CAM (Cockburn et al., 1985). Emie on-
HUM npeumyiiecTBoM CAM MOXeT ObITh peLPKY-
Jgaus CO,, o6pasyrollerocsi Mpu AbIXaHUW TKaHei
pactenus u aHg0¢uTOB (Kerbauy et al., 2012).

Dnugumnsie Bromeliaceae

Crenyloniee o pa3HOOOPa3UIo U YUCITy SOUDUT-
HBIX BUIOB CEMEICTBO IIBETKOBBIX pacTeHNI — Bro-
meliaceae. OHO MIMPOKO pacnpocTpaHeHo B lleH-
TpanbHOit 1 KOXHOIT AMeprKe 1 HaCUMThIBaeT OoJjiee
3000 BuIOB, OOJIBIIIE TIOJTOBUHEI 3 KOTOPBIX DI (I -
Thl (Zotz, 2013). IIpencraButenu ceMeiicTBa 3aHUMA-
FOT MHOECTBO SKOJIOTMYECKMX HUII B Pa3HBIX KJIV-
MaTUYECKUX YCIOBUSIX, OT TYMAHHBIX TPOITMYECKUX
TUIOCKOTOPMIA M BJIAXKHBIX TYMaHHBIX JIECOB 0 XO-
JIOMHBIX BBICOKOTOPUIA U 3aCYIIJIMBBIX ITYCTHIHb.

CpaBHeHME U30TOIMHOIO COCTaBa yrjiiepoia MHO-
rux npencraButeneit Bromeliaceae orpaxaeTt mmu-
pokoe pacnpoctpaneHue CAM-¢oTocuHTEe3a B ce-
MeiictBe. Okoso 50% Bromeliaceae mcronb3yoT
CAM-nyTh, a U30TOITHAsI TOAMUCH yIJIEpoda 3IU-
(UTHBIX BUIIOB 3TOTO CEMEMCTBA MTOKa3bIBAET XapaK-
TepHOe OuMomanbHoe pacrpeneieHue (Crayn et al.,
2015). ITo-Buaumomy, y Bromeliaceae CAM Ttakke
BO3HMKAaJl HE3aBUCUMO HECKOJIBKO pa3. OGHapyXeHO
nsATh Takux rnepexonoB ¢ C; Ha CAM, onHako mps-
MO KOppeJsSiliuKU 3NUPUTU3MA C BOBHUKHOBEHUEM
CAM, nopo6Hoit Orchidaceae, moka3arb He yaajlocCh
(Crayn et al., 2004, 2015). bonee Toro, CAM ckopee
OOBIYEH CPeN Ha3EMHBIX BUJIOB OpOMETUEBBIX, HE-
xenu y snudutHeix (Quezada, Gianoli, 2011). Bo3s-
MOXHO, 3TO SBJISIETCS 3aKOHOMEPHBIM CJIEICTBUEM
YHUKaJIbHON MOP(OJOTUM MHOTUX OpOMETMEBBIX:
BO-TIEPBBIX, 3TO po3eTouHasi (hopMa JUCTbEB, Mepe-
KPbITUE M3 KOTOPBIX CO3MAeT CIeUU(PUIECKyIO
CTPYKTYpYy (pe3epByap), CIIOCOOHYIO yASpXUBaTh U
HakanjauBaThb BOAY M OpraHWYecKue BellecTBa; BO-
BTOPbBIX, TPMXOMbI Ha TTOBEPXHOCTHU JIMCTHEB, MO3BO-
JISTIoIMe OBICTPO TorioaTh Boay u OMIT u 3ameHs -
IOlIMe aHAJIOTUYHbIE (DYHKIIMY KOPHEN.

Ha ocHoBe maHHBIX 11O (pMIOTeHNM, OTKAJIMOpPO-
BaHHBIX 10 UCKOITAaEMbIM HaXoOKaM, IIpeariojaraeTcs,
YTO MOCJICAHMI 00IIMIA MpenoK Bcex Bromeliaceae cy-
IIECTBOBAJI, ITO-BUINMOMY, Ha TeppuTopni I BmaHCcKo-
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TO TJIOCKOTOPBS Ha BhIcoTax okojio 1000 M Hazm yp. M.
npumepHo 100 maH net Hazaxg (Givnish et al., 2011,
2014) u 6611 HazeMHbIM C;-Me30(UTOM, afanTUpo-
BaHHBIM K BJIAXHBIM U 0eaHbIM DMIT MmecToobuTa-
HusiM (Crayn et al., 2004). IToutu Bce ciaydyau 1epe-
X0J1a K 3MU(GUTU3MY BOCXOIST K IBYyM MCTOYHUKAM.
IlepBrIii — paccelieHre npeakoB moacemeiicTa Til-
landsioideae ¢ Tepputopun IBMAaHCKOTO Haropbs B
AHbI 16.9—15.2 mutH JteT Ha3an. Bropoii mpousorirer,
cKopee Bcero, okoJjio 5.9 MJIH JieT Ha3ajl Ha lore aT-
JIJAaHTUYECKOTO T100epexbsi bpasunnu m cBs3aH ¢
npeacTaBuTesIMU  noAcemeiictea Bromelioideae
(Givnish et al., 2014). B aToMm Xe HUcciefOBaHUM 110~
Ka3aHa MOJIOXKUTEIbHAsI KOPPESIILIUS MEXITY Iepexo-
JIOM K 3MU(MUTHOMY 00pa3y KU3HU U HECKOJbKUMU
¢dakTOopamMu, TaKMMHU, KaK Ha4aJbHOE HAJIMYHE Pe3ep-
Byapa M3 JIUCTbEB, CIIOCOOHOCTh CEMSIH 3alleTTUThCS
3a MOBEPXHOCTb U HAJUYME BJAXHBIX U OOraThbix
OMII cpen oburanus. lllnpokoe pacpocTpaHeHHe
CAM-doTtocuHTe3a y STU(PUTHBIX OpOMEIIMEBBIX BO
BJIAXKHBIX U YaCTO 3aTEHEHHBIX MECTaX MOXET 00b-
SICHSITBCS TIPEUMYIIECTBOM pelupKyasiuuu CO,, 06-
Pas3yIoNIerocs Mpu AbIXaHWM, KOIIa ra3000MeH MEXITy
atMocdepoii U JTUCTbSIMU OJIOKUPYETCS YBIaXKHEH-
HeiMu TpuxoMmamu (Pierce et al., 2002; Freschi et al.,
2009).

B 1ies1oM, M30TONHBIN cocTaB yriepona anuduT-
HEIX Bromeliaceae nmMeeT Ty Xe TeHASHIIUIO K OIMO-
nanbHOCTHU, Kak u 'y Orchidaceae (puc. 1). Haauuue
pe3epByapa U3 JIMCTbEB Y HEKOTOPBIX 3MUMUTHBIX
Opomenuii, 3anacatoiiero Boay 1 OMII, MoxeT ObITh
NPUYMHON OTCYTCTBUS NOJOXUTEIbHOU KOppes-
uun mexay CAM u snmdputuzmoMm y Bromeliaceae
(Crayn et al., 2004, 2015).

Anugummnuvie Polypodiales

Cpenu 3m1udUTOB MHOIO MarmopoTHUKOB. boib-
Iasi 4acTh 3MU(MUTHBIX NAallOPOTHUKOB IpHHAIJIC-
XNT K mopsanky Polypodiales, KoTopwrii SIBIISIETCS
BTOPOI1 110 BEJIMYMHE TPYIIIOl COCYAUCTHIX MU~
TOB, HacuuThiBamomeii Oonee 2200 BumoB (Zotz,
2013). DnmduTHBIE MAIOPOTHUKU IIIMPOKO PACIIPO-
CTpaHEHbI BO BCEX TPOIUYECKUX U CYOTPONTUYECKUX
00JIacTSIX, HO HanOOJIBIIIETO BUIOBOTO pa3HOOOpa3usl
OHM IOCTUTAIOT B MOXIEBBIX Jecax ABcTpannu, Ho-
Boi 3emaHnuu u FOro-BocToyHoii A3uu, Tae MOTYT
COCTaBIISTH OT 36 mo 72% stmduTtHOIT dopsl (Ben-
zing, 1990).

OnuduTHBIA 00pa3 XW3HU HaKJIaabIBaeT Ha Mma-
IMMOPOTHUKM T€ Xe OrpaHNYCHMsI, YTO U Ha LIBETKOBEIC
pacTeHus, IIpexXae BCEro, 3T0 YMEHbIIIEHUE TOCTYII-
HocTH Boabl 1 OMII, ogHako Hanmuue CAM ObLIO
3a(pUKCUPOBAaHO Y HEMHOTOUMCIICHHBIX IIPEICTABU-
TeJel HEeCKOJbKUX 3MMUGUTHBIX POIOB MAaIlOPOTHU-
koB (Carter, Martin, 1994; Holtum, Winter, 1999; Mar-
tin et al., 2005; Rut et al., 2008; Minardi et al., 2014),
cpead KOTOPBIX OTHEIbHO BBIACISIETCSI OOrarbiid

KYPHAJI OBILIEN BUOJIOTUU

CAM-Bunamu p. Pyrrosia (Winter et al., 1983; Kluge
et al., 1989; Rut et al., 2008; Chiang et al., 2013). Ot-
HOCUTENILHO HeOosblloe pacnpoctpaHeHue CAM
Cpelu TalloOpOTHUKOB pPE3KO OTJIWYaeTcs OT €ero
MPENCTABIEHHOCTU B SNIUMUTHBIX CEMeCTBaX LIBET-
KOBBIX paCTeHMI.

IpuunHbl HU3KKUX 3HaueHuit 8PC Polypodiales
CBSI3aHBI C OTHOCUTEBHO MaJIO paclpOCTpaHEHHO-
cthio CAM y NaropoTHHUKOB U ellle TPeOYIOT JaabHel-
mrero usydeHust. Kak II0Ka3bIBaeT CpPaBHUTEIbHBIINA
aHaJIM3 TEHOB AMU(MUTHOIO IAIOPOTHUKA Asplenium
nidus 1 ero GIVKAMIIEro HA3eMHOIO PONCTBEHHUKA
A. komarovii, TOJIIOXNTEIILHOMY OTOOPY IIPU MIEPEX0-
Jle OT HA3€MHOTO K 3MTU(UTHOMY 00pa3y KU3HU IO/~
BEPraloTCsI TeHBI, CBSI3aHHBIE C YCTOMYMBOCTHIO K He-
XBaTKe BOIBI, POTOCUHTE30M, Pa3BUTUEM JIUCTHEB U
KopHeBoii cucteMnbl (Zhang et al., 2019). Xotsa snu-
GUTHBIT 06pa3 XXU3HU MOSIBUJICS Y HEKOTOPKIX IITE-
puIO0(MUTOB, NO-BUANMOMY, €llIe B I1aJIe030¢€, IIPOUC-
XOXIeHHE OOJIBIIMHCTBA COBPEMEHHBIX SMU(MUTHBIX
Polypodiales ciemyeT oTHECTH K Me303010 M KaitHO-
3010, TaK KaK Cepbe3HbIC CTPYKTYPHBIC ITepPEeMEHBbI,
MPOU3OIIIeNIINe Ha pydexKe 3p, MperocTaBUId HO-
Bble MHOTOUYHCJIEHHBIE BO3MOXHOCTH JIJISI 3BOTIOLIAN
coBpeMeHHbIX mnTepumoduroB (Dubuisson et al.,
2009; Carvalho et al., 2021).

3AKJIFOYEHHME

B 0630pe npoaHanuzupoBaHo okoJjio 2000 3Haye-
Huii 83C (Winter et al., 1983; Sternberg et al., 1984;
Sipes, Ting, 1985; Guralnick et al., 1986; Earnshaw
et al., 1987; Kluge et al., 1989; Benzing, 1990; Treseder
et al., 1995; Winter, Smith, 1996; Zotz, Ziegler, 1997,
Holtum, Winter, 1999; Crayn et al., 2004; Holtum
et al., 2004, 2016; Zotz, 2004; Silvera et al., 2005;
Wester et al., 2011; Torres-Morales et al., 2020; Oliveira
etal., 2021), oTHOCSIIMXCS K COCYTUCTBIM 3TTU(pUTAM
n3 30 cemeiicT (puc. 1), oTmenbHO coOOpaHbl 3HAYEHUST
OBC mna smuduroB ¢ CAM-tunom ¢HOTOCHMHTE3A
(ITpunoxenue A). VI3 aHaian3a IOIy4YeHHBIX JaHHBIX
W30TOITHBIN COCTaB yriepoaa COCYIUCThIX STTU(MUTOB
MOXHO OITMCAaTh OMMOTAIBHBIM paclpenelieHueM
3HaueHuii §°C ¢ MaKCMMyMaMM, XapaKTePHbLIMMU [T
C;(—28.7%0) m CAM (—15.4%0) THTIOB (hOTOCUHTE3a

(puc. 2). IIpu 5ToM Gosbllas yacTh 3HaYeHuit 63C
oTHocuTCcH K rpytne C;-pactenuii (okomo 80%). Ha-
JINYME 3TUX JIBYX XOPOIIO MASHTUDUIIUPYEMBIX TTH-
KOB B U30TOMHOI MOAIMCU yIjiepo/ia MO3BOJISET IIH-
pPOKO TIPUMEHSITh METON M30TOMHOTO aHaiu3a IS
OILIEHKM BapuaHTOB (poTocHHTE3a Y ANMU(PUTOB (0CO-
OEHHO YYUTHhIBas1 OTCYTCTBUE cpeau Hux C, Kak nyo0-
mmpytomux nogmucyu CAM). Ormmpasich Ha MHOTOYMC-
JIEHHbIE pabOThI, MOCBSIIEHHbIE NU30TOITHOMY COCTaBY
cocynucTbix anudutoB FOxHoit 1 LleHTpanbHO AMe-
PMKH, a Takxke ABCTpaauu, MOXHO CAeNaTh BbIBOI O
ToM, 4TO &"*C COCYIMCTHIX SNMUMUTOB ABISETCH UH-
¢dopMaTUBHBIM MOKa3aTesieM, XapaKTepU3YIOIIUM
Ne 2
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Puc. 2. luctorpamma, WuTIOCTpUpYIOliasi GMMOIaIbHOE pacIipenaeieHue 3HaYeHU I s8¢ cocynucThix anuduToB (1 = 1974),
COOpaHHBIX HA OCHOBE JIMTEPATYPHBIX JaHHBIX. [ayccoBbl KpuBble I 1 2 ¢ MakcumyMamu m1 = —28.7%o u m2 = —15.4%o0 oT-
paxaloT IBYXKOMIIOHEHTHYIO CTaTUCTUYECKYIO MOJIE/b, MOJYYEHHYIO C TOMOIIBIO aHajlu3a CMellaHHOM Moaenu (mixture

model analysis).

pa3sHooOpa3ne THUIOB (POTOCHMHTE3a y BIIM(OUTOB
(Holtum, Winter, 1999; Silvera et al., 2005, 2009,
2010b; Motomura et al., 2008; Kerbauy et al., 2012;
Crayn et al., 2015), 1oCTYITHOCTb BOJIBI B ITOJIOTE Jieca
(Zotz, Ziegler, 1997; Drennan, Nobel, 2000; Zotz,
Hietz, 2001) u cTpykTypy InM(MUTHOTO COOOIIECTBA
(Zotz, Ziegler, 1997; Barthlott et al., 2001; Kerbauy
et al., 2012; Silvera, Lasso, 2016). OnHako B ApPYyTrux
pPETMOHAX [eTaJIM pachpelneseHus1 3HaueHuii 0°C
MOTYT OBITh OTJIMYHBIMM BBUIY Pa3IUUYHOIO TaKCO-
HOMMYECKOTO cocTaBa OINUGUTHBIX COOOIIECTB.
OcraeTcst HencclIen0BaHHBIM OOHApY>XEHHBIN HaMU
¢ deKT BbicOKUX 3HaUeHU OPC y 3aTeHEHHBIX 31U -
(GUTHBIX OPXMIOHBIX (PacTyIIMX B CaMOM HIDKHEM
sIpyce Ha BBICOTE YeJIOBEYECKOTO POCTa), KOTOPLIIL He
MOXET OBbITh OOBSICHEH BIUSTHUEM MUKOTETEPOTPO-
¢un (Eskov et al., 2020). DToT (heHOMEH HapyllaeT
YCTOSIBIIIECSI BO33PEHMS Ha TpaIueHTHOE pacIpeie-
nenve CAM BIOJb BBICOTHI ITOJIOTA Jieca, MPU KOTO-
pom CAM-3nuduThl B HMXXKHEH 4YacTUM CTBOJIOB
JIOJDKHBI OTCYTCTBOBATh (Zotz, Ziegler, 1997; Silvera,
Lasso, 2016). TpebyeT manbHeuIIero ucciaecaoBaHUs
OINMMCAHHBIN 3(PPEKT OTCYTCTBUS MPUBBIYHBIX 3HAYE-
Huii 6°C mpM COBOKYIIHOCTM JIPYTMX IPU3HAKOB,
ykasbiBaromux Ha CAM (Silvera et al., 2005). 1 Ha-
KOHell, UHTPUTYeT ONMMCaHHOE HaJuuue pa3HbIX THU-
moB (OTOCHMHTE3a B pa3HbIX BereTaTUBHBIX OpraHax
sammmdutoB (Rodrigues et al., 2013). Ocraercs Takke
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HEeSICHBIM, Kak UMeHHO yBenuueHue CO, BcaeacTBre
AHTPOIIOTE€HHBIX BBIOPOCOB BIMSET Ha SIUQPUTHI C
CAM u C; (Raveh et al., 1995; Li et al., 2002; Mon-
teiro et al., 2009; Zotz et al., 2010). Dtu akThl TPEOYIOT
OoJjiee IIPUCTAJIBHOTO M3Y4YeHMSsI, TaK KaK SIUQPUTHI
TPONUYECKUX PETUOHOB A3UU HEAOCTATOYHO MOJHO
OpeACTaBICHbl B COBPEMEHHBIX MCCICHOBAHUSX U
MOTYT UBMEHMTH CYLIIECTBYIOIIIME BO33PEHHUS HA POJIb
CAM y coCyauCTBIX 3MTU(PUTOB.

BJIIATOOAPHOCTU

Astopsl 61arogapHbl A.B. TuyHOBY 3a moMoIib 1 00-
CyXJIeHH€ ITPU MOATOTOBKE CTaThU.

PMHAHCHUPOBAHUME

Pa6ora BeImonHeHa B pamkKax loczamanus MIY
Ne 121032500089-1 u B pamxkax I3 TIBC PAH
Ne 118021490111-5 Ha 6aze YHY “®onHnoBas opaHxepes”.

KOH®JIMKT MHTEPECOB

ABTODHI 3asIBIISIIOT 00 OTCYTCTBUM KOHMIMKTA MHTEe-
pecos.
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Ilpunoxcenue A
Taomuuna 1. Crincok cocynuctbix anucutoB ¢ CAM-doTtocuHTe3oM. CeMeiicTBa BbIIEICHbBI XKUPHBIM IIPUGTOM, poaa
MOTYEPKHYTHI. Psimom ¢ ceMeiicTBaMu yKa3zaHO YMCJIO SMUGUTHBIX pooB ¢ nonrBepxkaeHHbIM CAM u3 o01iiero yucia
SMUMUTHBIX POAOB. YKa3aHHbIE XapaKTePUCTUKU JTUCThEB PACTEHU (7151 O€3JTUCTHBIX BUAOB — APYTUX (DOTOCUTE3UDY-
IOLIMX OpraHoB): 8°C — M30TOMHAs MOINMUCH yriepona (WIS BUIOB, MPeICTaBICHHBIX B HECKOJIBKHX MCCIENIOBAHNUIX,
M30TOITHAs MOAMNKCH B3sTa U3 MocjaenHell mo nare padorsl), DH+ — oTMedeHHOe Halnyye CyTOUHOIO U3MEHEHMS TUT-
pUpyeMoii KUCIIOTHOCTHU

TakcoH B¢, %o DH+ U cTouHUK
Pteridaceae 1/13
Pyrrosia Mirb.
P. adnascens (Sw.) Ching —25.7 + Kluge et al., 1989
P. confluens (R.Br.) Ching —19.2 + Winter et al., 1983
P, longifolia (Burm.f.) Morton —14.0 + Winter et al., 1983; Kluge et al., 1989
P, piloselloides (L.) M.G.Price —16.4 + Kluge et al., 1989
Apocynaceae 2/15
Dischidia R.Br.
D. imbricata Steud. —15.6 Earnshaw et al., 1987
D. major (Vahl) Merr. —16.0 Winter et al., 1983; Holtum et al., 2016
D. nummularia R.Br. —17.6 Winter et al., 1983
D. ovata Benth. —14.8 Winter et al., 1983
Hoya R.Br.
H. anulata Schitr. —13.3 Holtum et al., 2016
H. australis R.Br. ex J. Traill —18.4 Winter et al., 1983
H. macgillivrayi F.M.Bailey —18.2 Holtum et al., 2016
H. verticillata (Vahl) G.Don —13.2 Winter et al., 1983; Holtum et al., 2016
Bromeliaceae 8/34
Aechmea Ruiz & Pav.
A. angustifolia Poepp. & Endl. —16.0 Wester et al., 2011
A. bromeliifolia (Rudge) Baker —15.5 Oliveira et al., 2021
A. haltonii H.Luther —12.8 Crayn et al., 2004
A. pubescens Baker —15.2 Zotz, Ziegler, 1997; Wester et al., 2011
A. setigera Mart. ex Schult. —15.0 Zotz, Ziegler, 1997
A. tillandsioides (Mart.) Baker —17.2 Zotz, Ziegler, 1997
Araeococcus Brongn.
A. pectinatus 1..B.Sm. —18.6 Crayn et al., 2004
Billbergia Thunb.
B. porteana Brong. ex Beer —14.5 Oliveira et al., 2021
Edmundoa Leme
E. perplexa (L.B.Sm.) Leme —19.4 Crayn et al., 2004
Guzmania Ruiz & Pav.
G. monostachia (L.) Rusby ex Mez —28.8 + Guralnick et al., 1986;
Zotz, Ziegler, 1997,
Crayn et al., 2004; Wester et al., 2011
Lymania R.Read
L. alvimii (L.B.Sm. & Read) Read —17.3 Crayn et al., 2004
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TakcoH 8BC, %o DH+ U cTOYHUK
Neoregelia 1..B.Sm.
N. pineliana (Lem.) L.B.Sm. —16.6 Crayn et al., 2004
Tillandsia 1.
T. bulbosa Hook. —15.0 Zotz, Ziegler, 1997,
Wester et al., 2011
T. elongata H.B.K. —15.8 Zotz, Ziegler, 1997
T. espinosae L.B.Sm. —15.2 Crayn et al., 2004
T. fasciculata Sw. —14.2 Zotz, Ziegler, 1997
T. festucoides Brongn. ex Mez —14.4 Wester et al., 2011
T. pruinosa Sw. —17.4 Wester et al., 2011
T. subulifera Mez —14.6 Zotz, Ziegler, 1997
T. tenuifolia L. —16.1 Oliveira et al., 2021
Cactaceae” 13/13
Epiphyllum Haw.
E. phyllanthus (L.) Haw. —16.7 Zotz, Ziegler, 1997; Wester et al., 2011
Rhipsalis Gaertn.
R. cassytha Gaertn., Fruct. & Sem —15.1 Zotz, Ziegler, 1997
R. baccifera (J.S.Muell.) Stearn —18.6 Wester et al., 2011
Selenicereus Britton & Rose
S. monacanthus (Lem.) D.R.Hunt —11.6 Winter, Smith, 1996
Clusiaceae 1/2
Clusia 1.
C. rosea Jacq. —17.9 Benzing, 1990
C. flava Jacq. —16.6 Holtum et al., 2004
C. uvitana Pittier —18.6 Holtum et al., 2004
Gesneriaceae 1/31
Codonanthopsis Mansf.
C. crassifolia (H.Focke) Chautems & Mat.Perret —-24.6 + Guralnick et al., 1986;
Winter, Smith, 1996
Orchidaceae 67/559
Acianthera Scheidw.
A. adeodata P.Ortiz, O.Pérez & E.Parra —14.6 Torres-Morales et al., 2020
A. agathophylla (Rchb.f.) Pridgeon & —17.2 Torres-Morales et al., 2020
M.W.Chase
A. boliviana (Rchb.f.) Pridgeon & M.W.Chase —14.6 Torres-Morales et al., 2020
A. casapensis (Lindl.) Pridgeon & M.W.Chase —18.1 Torres-Morales et al., 2020
A. ellipsophylla (L.O.Williams) Pridgeon & —19.0 Wester et al., 2011
M.W.Chase
A. miqueliana (H.Focke) Pridgeon & —16.1 Torres-Morales et al., 2020
M.W.Chase
A. sicaria (Lindl.) Pridgeon & M.W.Chase -27.9 Torres-Morales et al., 2020
Anathallis Barb.Rodr.
A. barbulata (Lindl.) Pridgeon & M.W.Chase —21.0 + Silvera et al., 2005
Aspasia Lindl.
JKYPHAJI OBLLIEM BUOJOTUU  ToMm 83 Ne 2 2022
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TakcoH B¢, %o DH+ U cTOYHUK
A. epidendroides Lindl. -27.9 + Silvera et al., 2005
Brassavola R.Br.
B. acaulis Lindl. & Paxton —15.1 + Silvera et al., 2005
B. nodosa (L.) Lindl. —13.9 + Zotz, Ziegler, 1997,
Silvera et al., 2005;
Torres-Morales et al., 2020
Brassia R.Br.
B. arcuigera Rchb.f. —-30.5 + Silvera et al., 2005;
Torres-Morales et al., 2020
B. caudata (L.) Lindl. -27.0 + Silvera et al., 2005
B. gireoudiana Rchb.f. & Warsz. —21.3 + Silvera et al., 2005
Bryobium Lindl.
B.irukandjianum (St.Cloud) M.A.Clem. & —19.8 Winter et al., 1983
D.L.Jones
Bulbophyllum Thouars
B. baileyi F.Muell. —16.8 Winter et al., 1983
B. bowkettiae F.M. Bailey —17.0 Winter et al., 1983
B. gadgarrense Rupp —15.7 Holtum et al., 2016
B. globuliforme Nicholls —11.1 Holtum et al., 2016
B. gracillimum (Rolfe) Rolfe —12.6 Holtum et al., 2016
B. longiflorum Thouars —12.7 Holtum et al., 2016
B. macphersonii Rupp —15.2 Winter et al., 1983; Holtum et al., 2016
B. macranthum Lindl. —15.1 + Silvera et al., 2005
B. minutissimum F.Muell. —12.3 Winter et al., 1983; Holtum et al., 2016
B. schillerianum Rchb.f. —12.4 Winter et al., 1983
B. setigerum Lindl. —17.9 Torres-Morales et al., 2020
B. shepherdii (F.Muell.) Rchb.f. —13.0 + Winter et al., 1983
B. sladeanum A.D.Hawkes —15.2 Holtum et al., 2016
B. wadsworthii Dockrill —18.6 Holtum et al., 2016
B. windsorense B.Gray & D.L. Jones —18.2 Holtum et al., 2016
Campylocentrum Benth.
C. brenesii Schltr. —15.2 Torres-Morales et al., 2020
C. micranthum (Lindl.) Maury —14.1 Zotz, Ziegler, 1997,
Torres-Morales et al., 2020
C. neglectum (Rchb.f. & Warm.) Cogn. —16.9 Oliveira et al., 2021
C. pachyrrhizum (Reichb.f.) Rolfe —14.0 Zotz, Ziegler, 1997
C. panamense Ames —14.9 Torres-Morales et al., 2020
Cartleya Lindl.
C. dowiana Bateman & Rchb.f. —-12.9 + Silvera et al., 2005;
Torres-Morales et al., 2020
C. mendelii Dombrain —12.8 Torres-Morales et al., 2020
C. patinii Cogn. —15.4 Zotz, Ziegler, 1997
C. quadricolor Lindl. —14.6 Torres-Morales et al., 2020
C. trianae Linden & Rchb.f —13.6 Torres-Morales et al., 2020
C. violacea (Kunth) Rolf —16.0 Torres-Morales et al., 2020
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TakcoH SBC, %o DH+ U cTOYHUK
C. warscewiczii Rchb.f. —12.8 Torres-Morales et al., 2020
Chiloschista Lindl.
C. phyllorhiza (F.Muell.) Schitr. —16.0 + Winter et al., 1983; Benzing, 1990;
Winter, Smith, 1996; Holtum et al., 2016
Cischweinfia Dressler & N.H.Williams
C. pusilla (C.Schweinf.) Dressler & -27.3 + Silvera et al., 2005
N.H.Williams
Coelogyne Lindl.
C. ovalis Lindl. —25.8 + Silvera et al., 2005
Comparettia Poepp. & Endl.
C. falcata Poepp. & Endl. —15.0 Torres-Morales et al., 2020
C. macroplectron Rchb.f. & Triana —11.9 Torres-Morales et al., 2020
C. ottonis (Klotzsch) M.W.Chase & N.H.Wil- —15.5 Torres-Morales et al., 2020
liams
Coryanthes Hook.
C. hunteriana Schltr. —26.3 + Silvera et al., 2005
Cymbidium Sw.
C. canaliculatum R.Br. —17.4 Winter et al., 1983; Holtum et al., 2016
Dendrobium Sw.
D. aemulum R.Br. —13.4 Holtum et al., 2016
D. antennatum Lindl. —13.5 Winter et al., 1983; Holtum et al., 2016
D. aphyllum (Roxb.) C.E.C. Fisch. —13.9 Holtum et al., 2016
D. bifalce Lindl. —18.1 Winter et al., 1983
D. bigibbum Lindl. —14.3 Winter et al., 1983; Holtum et al., 2016
D. bowmanii Benth. —13.5 Holtum et al., 2016
D. brevicaudum D.L.Jones & M.A.Clem. —10.9 Holtum et al., 2016
D. cacatua M.A.Clem. & D.L.Jones —16.6 Holtum et al., 2016
D. callitrophilum B.Gray & D.L. Jones —11.5 Holtum et al., 2016
D. canaliculatum R.Br. —12.0 Winter et al., 1983; Holtum et al., 2016
D. comptonii Rendle —19.5 Holtum et al., 2016
D. convexum (Blume) Lindl. —13.0 Winter et al., 1983
D. cucumerinum MacLeay ex Lindl. —12.9 Winter et al., 1983; Holtum et al., 2016
D. x delicatum (F.M.Bailey) F.M. Bailey —16.7 Holtum et al., 2016
D. dicuphum F.Muell. —14.1 Winter et al., 1983; Holtum et al., 2016
D. discolor Lindl. —15.4 Winter et al., 1983; Holtum et al., 2016
D. funiforme Blume —14.9 Winter et al., 1983; Holtum et al., 2016
D. gracilicaule F.Muell. —-25.2 Winter et al., 1983; Holtum et al., 2016
D. x gracillimum (Rupp) Leaney —17.8 Holtum et al., 2016
D. johannis Rchb.f. —13.8 Winter et al., 1983; Holtum et al., 2016
D. lichenastrum (F.Muell.) Kraenzl. —-17.3 Winter et al., 1983; Holtum et al., 2016
D. linguiforme Sw. —11.9 + Winter et al., 1983; Holtum et al., 2016
D. litorale Schltr. —12.5 Holtum et al., 2016
D. luteocilium Rupp —18.7 Winter et al., 1983
D. maidenianum Schitr. —14.3 Winter et al., 1983; Holtum et al., 2016
D. mortii F.Muell. —16.6 Holtum et al., 2016
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Taomuua 1. [TponomkeHue
TakcoH B¢, %o DH+ U cTOYHUK
D. nindii W.Hill —13.5 Winter et al., 1983
D. prenticei (F.Muell.) Nicholls —15.6 Holtum et al., 2016
D. pugioniforme A.Cunn. ex Lindl. —13.9 + Winter et al., 1983; Holtum et al., 2016
D. racemosum (Nicholls) Clemesha & Dockrill —14.5 Winter et al., 1983; Holtum et al., 2016
D. rigidum R.Br. —15.0 Winter et al., 1983; Holtum et al., 2016
D. schoeninum Lindl. —14.7 + Winter et al., 1983
D. speciosum Sm. —14.5 Winter, Smith, 1996
D. x superbiens Rchb.f. —13.8 Holtum et al., 2016
D. teretifolium R.Br. —159 + Winter et al., 1983; Holtum et al., 2016
D. tetragonum A.Cunn. —18.2 Winter et al., 1983;
Holtum et al., 2016
D. toressae (F.M. Bailey) Dockrill —16.6 Winter et al., 1983;
Holtum et al., 2016
D. wassellii S. T.Blake —13.1 Winter et al., 1983
Didymoplexis Griff.
D. pallens Griff. —17.2 Holtum et al., 2016
Dimerandra Schitr.
D. emarginata (G.Mey.) Hoehne —27.7 + Winter, Smith, 1996;
Torres-Morales et al., 2020
Elleanthus C.Presl
E. capitatus (Poepp. & Endl.) Rchb.f. —27.3 Torres-Morales et al., 2020
E. jimenezii (Schitr.) C.Schweinf. —18.0 Torres-Morales et al., 2020
Encyclia Hook.
E. aspera Schltr. —13.4 Torres-Morales et al., 2020
E. betancourtiana Carnevali & I.Ramirez —16.2 Torres-Morales et al., 2020
E. ceratistes Schltr. —15.2 + Silvera et al., 2005;
Torres-Morales et al., 2020
E. chloroleuca (Hook.) Neumann —14.5 + Silvera et al., 2005
E. cordigera (Kunth) Dressler —16.7 + Silvera et al., 2005
E. leucantha Schltr. —14.8 Torres-Morales et al., 2020
E. mooreana (Rolfe) Schltr. —16.2 + Silvera et al., 2005
E. profusa (Rolfe) Dressler & G.E.Pollard —15.7 Torres-Morales et al., 2020
E. stellata (Lindl.) Schitr. —18.0 + Silvera et al., 2005
Epidendrum L.
E. anceps Jacq. —18.3 Zotz, Ziegler, 1997;
Torres-Morales et al., 2020
E. barbeyanum Kraenzl. —-20.9 Torres-Morales et al., 2020
E. bispathulatum Hagsater, —13.7 Torres-Morales et al., 2020
O.Pérez & E.Santiago
E. bracteolatum C.Presl —17.0 Torres-Morales et al., 2020
E. calanthum Rchb.f. & Warsz. —16.5 Torres-Morales et al., 2020
E. campaccii Hagsater & L.Sanchez —18.8 Oliveira et al., 2021
E. ciliare L. —18.9 + Silvera et al., 2005
E. coronatum Ruiz & Pav. —19.2 + Silvera et al., 2005;

Torres-Morales et al., 2020
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TakcoH B¢, %o DH+ U cTOYHUK
E. cristatum Ruiz & Pav. —18.2 Torres-Morales et al., 2020
E. difforme Jacq. —14.4 + Zotz, Ziegler, 1997,
Zotz, 2004; Silvera et al., 2005
E. flexuosum G.Mey —14.6 Torres-Morales et al., 2020
E. igneum Hégsater —-19.4 Torres-Morales et al., 2020
E. imatophyllum Lindl. —14.6 Torres-Morales et al., 2020
E. jamiesonis Rchb.f. —13.8 Torres-Morales et al., 2020
E. littorale Hégsater & Dodson —19.8 Torres-Morales et al., 2020
E. lockhartioides Schitr. —15.7 + Silvera et al., 2005
FE. luckei 1.Bock —17.8 Torres-Morales et al., 2020
E. macroclinium Héagsater —20.4 Wester et al., 2011
E. mutisii Hagsater —19.5 Torres-Morales et al., 2020
E. nocturnum Jacq. -27.8 + Zotz, Ziegler, 1997,
Torres-Morales et al., 2020;
Holthum, Winter, 1999
E. oerstedii Rchb f. —18.1 + Silvera et al., 2005
E. peperomia Rchb.f. —15.6 Torres-Morales et al., 2020
E. prostratum (Lindl.) Cogn —18.7 Torres-Morales et al., 2020
FE. ptochicum Hagsater —13.0 Torres-Morales et al., 2020
FE. rigidum Jacq. —18.6 Zotz, Ziegler, 1997
E. ruizianum Steud. —15.5 Torres-Morales et al., 2020
E. schistochilum Schltr. —16.7 Torres-Morales et al., 2020
E. schlechterianum Ames —15.0 + Zotz, Ziegler, 1997,
Zotz, 2004; Silvera et al., 2005;
E. sculptum Reichb.f. —18.7 Zotz, Ziegler, 1997
FE. stamfordianum Bateman —17.4 + Silvera et al., 2005
E. strobiliferum Rchb.f. —17.3 Torres-Morales et al., 2020
Eriopsis Lindl.
E. rutidobulbon Hook. —-24.8 + Silvera et al., 2005
Erycina Lindl.
FE. pusilla (L.) N.H.Williams & M.W.Chase —13.8 + Silvera et al., 2005
Guarianthe Dressler & W.E.Higgins
G. hennisiana (Rolfe) Van den Berg —16.1 + Silvera et al., 2005
lonopsis Kunth
1. satyrioides (Sw.) Rchb.f. —-30.3 + Silvera et al., 2005;
Torres-Morales et al., 2020
1. utricularioides (Sw.) Lindl. —15.8 + Silvera et al., 2005;
Torres-Morales et al., 2020
Jacquiniella Schltr.
J. pedunculata Dressler —14.9 Zotz, 2004
J. teretifolia (Sw.) Britton —17.9 Torres-Morales et al., 2020
Laelia Lindl.
L. lueddemanii (Prill.) (Prill.) L.O.Williams —13.9 Torres-Morales et al., 2020
L. marginata (Lindl.) L.O.Williams —17.2 Torres-Morales et al., 2020
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Taomuua 1. [TponomkeHue
TakcoH B¢, %o DH+ U cTOYHUK
L. undulata (Lindl.) L.O.Williams —15.4 + Silvera et al., 2005;
Torres-Morales et al., 2020
Lockhartia Hook.
L. acuta (Lindl.) Reichb.f. —-20.3 + Zotz, Ziegler, 1997,
Silvera et al., 2005
L. parthenoglossa Rchb.f. —28.3 + Zotz, 2004; Silvera et al., 2005
Luisia Gaudich.
L. teretifolia Gaudich. —15.2 Winter et al., 1983;
Earnshaw et al., 1987
Maxillaria Ruiz & Pav.
M. crassifolia (Lindl.) Reichb.f. —13.4 Zotz, Ziegler, 1997
M. discolor (Lodd. ex Lindl.) Rchb. -32.3 + Silvera et al., 2005;
Wester et al., 2011
M. endresii Rchb.f. —23.5 + Silvera et al., 2005
M. equitans (Schitr.) Garay —14.9 Torres-Morales et al., 2020
M. fulgens (Rchb.f.) L.O.Williams —28.4 + Silvera et al., 2005;
Wester et al., 2011
M. ringens Rchb.f. —35.7 + Silvera et al., 2005;
Torres-Morales et al., 2020
M. valenzuelana (A.Rich.) Nash —14.7 Wester et al., 2011
Meiracyllium Rchb.f.
M. trinasutum Rchb.f. —13.1 Torres-Morales et al., 2020
Micropera Lindl.
M. fasciculata (Lindl.) Garay —12.7 Winter et al., 1983
Mobilabium Rupp
M. hamatum Rupp —16.1 Winter et al., 1983;
Earnshaw et al., 1987
Mormodes Lindl.
M. fractiflexa Rchb.f. —22.2 + Silvera et al., 2005
M. lancilabris Pabst —24.2 + Silvera et al., 2005
Notylia Lindl.
N. albida Klotzsch —11.2 + Zotz, 2004;
Silvera et al., 2005;
Torres-Morales et al., 2020
N. barkeri Lindl. —11.8 + Silvera et al., 2005
N. incurva Lindl. —12.8 Torres-Morales et al., 2020
N. pentachne Reichb.f. —14.1 + Zotz, Ziegler, 1997,
Silvera et al., 2005
Oberonia Lindl.
0. complanata (A.Cunn.) M.A.Clem. & —18.2 Winter et al., 1983
D.L.Jones
Oncidium Sw.
O. ampliatum Lindl. —15.3 Zotz, Ziegler, 1997
O. bracteatum Warsz. & Rchb.f. —-24.0 + Silvera et al., 2005
O. fuscatum Rchb.f. —24.6 + Silvera et al., 2005
O. isthmi Schitr. —26.9 + Silvera et al., 2005
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TakcoH 8BC, %o DH+ U cTOYHUK
O. panamense Schltr. —26.2 + Silvera et al., 2005
O. stipitatum Lindl. in Benth. —14.5 Zotz, Ziegler, 1997
Ornithocephalus Hook.
O. bicornis Lindl. in Benth. —13.2 + Zotz, Ziegler, 1997,
Silvera et al., 2005;
Torres-Morales et al., 2020
O. cochleariformis C.Schweinf. —14.9 + Silvera et al., 2005
0. escobarianus (Garay) Toscano & Dressler —13.4 Torres-Morales et al., 2020
O. poweliii Schlechter —13.9 Zotz, Ziegler, 1997; Zotz, 2004
O. urceilabris (P.Ortiz & R.Escobar) Toscano —16.4 Torres-Morales et al., 2020
& Dressler
Pabstiella Brieger & Senghas
P. aryter (Luer) F.Barros —14.7 Torres-Morales et al., 2020
Phalaenopsis Blume
P. amabilis (L.) Blume —14.1 Winter et al., 1983;
Earnshaw et al., 1987;
Rut et al., 2008
Pholidota Lindl.
P. imbricata Hook. —11.8 Winter et al., 1983;
Rut et al., 2008
Plectorrhiza Dockrill
P. tridentata (Lindl.) Dockrill —15.3 Winter et al., 1983
Plectrophora H.Focke
P. alata (Rolfe) Garay —13.4 Torres-Morales et al., 2020
Pleurothallis R.Br.
P. leucantha Schitr. —16.1 + Silvera et al., 2005
P. verecunda Schlechter —14.0 Zotz, Ziegler, 1997
Pomatocalpa Breda
P. macphersonii (F.Muell.) T.E.Hunt —16.3 Winter et al., 1983
Prosthechea Knowles & Westc.
P. aemula (Lindl.) W.E.Higgins —28.4 + Silvera et al., 2005
P. chacaoensis (Rchb.f.) W.E.Higgins -30.9 + Silvera et al., 2005;
Torres-Morales et al., 2020
P. chimborazoensis (Schitr.) W.E.Higgins —-30.4 + Silvera et al., 2005
Psychopsis Raf.
P. papilio (Lindl.) H.G.Jones —14.9 Torres-Morales et al., 2020
Prterostemma Kraenzl.
P. antioquiense F.Lehm. & Kraenzl. —16.9 Torres-Morales et al., 2020
Rhinerrhiza Rupp
R. divitiflora (F.Muell. ex Benth.) Rupp —14.2 Winter et al., 1983
Robiquetia Gaudich.
R. gracilistipes (Schltr.) J.J.Sm. —11.7 Winter et al., 1983;
Earnshaw et al., 1987
R. wassellii Dockrill —13.9 Winter et al., 1983
Rodriguezia Ruiz & Pav.
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TakcoH 8BC, %o DH+ U cTOYHUK
R. compacta Schitr. —13.2 + Silvera et al., 2005
R. granadensis Rchb.f. —12.7 Torres-Morales et al., 2020
R. lanceolata R. & P. —13.2 + Zotz, Ziegler, 1997,
Silvera et al., 2005;
Torres-Morales et al., 2020
R. venusta Rchb.f —13.8 Torres-Morales et al., 2020
Rossioglossum (Schltr.) Garay & G.C.Kenn.
R. ampliatum (Lindl.) M.W.Chase —28.4 + Silvera et al., 2005;
& N.H.Williams Torres-Morales et al., 2020
Saccolabiopsis J.J.Sm.
S. armitii (F.Muell.) Dockrill —15.2 Winter et al., 1983
Sarcochilus R.Br.
S. falcatus R.Br. —14.9 Winter et al., 1983
S. hillii (F.Muell.) F. Muell. —13.8 Winter et al., 1983
S. moorei (Rchb.f.) Schitr. —15.3 Winter et al., 1983
Scaphyglottis Poepp. & Endl.
S. imbricata (Lindl.) Dressler —27.0 + Silvera et al., 2005
Schoenorchis Reinw. ex Blume
S. micrantha Reinw. ex Blume —14.6 Winter et al., 1983
Solenidium Lindl.
S. racemosum Lindl. —17.9 Torres-Morales et al., 2020
Taeniophyllum Blume
T. malianum Schltr. —15.8 Winter et al., 1983
Thrixspermum Lour.
T. congestum (F.M.Bailey) Dockrill —14.9 Winter et al., 1983
Trachoma Garay
T. papuanum (Schitr.) M.A.Clem., —15.2 Winter et al., 1983
J.J.Wood & D.L.Jones
T. rhopalorrachis (Rchb. f.) Garay —13.3 Winter et al., 1983
Trichocentrum Poepp. & Endl.
T capistratum Linden & Rchb.f. —13.4 + Zotz, 2004; Silvera et al., 2005
T. carthagenense (Jacq.) M.W.Chase & —15.0 + Silvera et al., 2005;
N.H.Williams Torres-Morales et al., 2020
T. cebolleta (Jacq.) M.W.Chase —13.8 Torres-Morales et al., 2020
& N.H.Williams
T. helicanthum (Kraenzl.) J.M.H.Shaw —13.3 + Silvera et al., 2005
T. nudum (Bateman ex Lindl.) —14.5 + Silvera et al., 2005
M.W.Chase & N.H.Williams
T. pulchrum Poepp. & Endl. —13.6 Torres-Morales et al., 2020
Trichoglottis Blume
T. australiensis DocKrill —14.1 Holtum et al., 2016
Trichopilia Lindl.
T. maculata Rchb.f. -25.5 + Silvera et al., 2005

Trizeuxis Lindl.
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TakcoH 8BC, %o DH+ U cTOYHUK
T. falcata Lindl. —13.4 Torres-Morales et al., 2020
Vanda Jones ex R.Br.
V. hindsii Lindl. —14.7 Winter et al., 1983;
Earnshaw et al., 1987
Vanilla Plum. ex Mill.
V. columbiana Rolfe —15.2 Torres-Morales et al., 2020
V. fragrans (Salisb.) Ames —13.7 Zotz, Ziegler, 1997
Piperaceae 1/3
Peperomia Ruiz & Pav.
P. camptotricha Miq. —27.7 + Sternberg et al., 1984;
Sipes, Ting, 1985;
Rubiaceae 2/30
Hydnophytum Jack
H. moseleyanum Becc. —17.7 Winter et al., 1983;
Holtum et al., 2016
Myrmecodia Jack
M. beccarii Hook.f. —-20.7 + Winter et al., 1983

* — CormacHo Buntepy u Cmuty (Winter, Smith, 1996), Bce Bumbl cem. Cactaceae — oonuratHbie CAM-pacTeHus BO B3pOCIOM COCTO-

SAHHNUN.

COBJIIOAEHUE 5TUYECKUX CTAHOAPTOB

Hacrosias ctaTbs He CONEPKUT Pe3yJbTaTOB KaKUX-
JINOO MCCIenoBaHUI C UCTIOJIb30BAaHUEM XXUBOTHBIX B Ka-
YeCcTBe 0OBEKTOB.
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CAM photosynthesis (Crassulacean Acid Metabolism) in vascular epiphytes
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The review summarizes and systematizes the results of existing experimental studies of the presence of CAM
(Crassulacean Acid Metabolism) in vascular epiphytes in South and Central America, Southeast Asia, and
Australia. This group of plants, despite its diverse taxonomic composition, exhibits common features in the
distribution of carbon isotope signature values (8§'>C), which is associated with the wide distribution of CAM
variants among its representatives. Based on the analysis of literature data, we collected about 2000 S13C val-
ues of vascular epiphytes. Based on the rich experience of studying individual floras and taxa of epiphytes, we
are trying to give a currently available global picture of the distribution of CAM among epiphytes.
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