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Responses and regulation mechanisms of microbial decomposers to substrate carbon, nitro-
gen, and phosphorus stoichiometry
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Abstract

The survival and growth strategies, community structure and functions of microbial decomposers vary with sub-
strate stoichiometry, which profoundly influences substrate decomposition, turnover, and hence the carbon and
nutrient cycles of terrestrial ecosystems. It is crucial to understand the relationships among microbial metabolism,
community structure and ecosystem processes of terrestrial ecosystems and their responses and feedbacks to glob-
al changes. In this review, we first introduced the significance of microbial decomposers in the carbon, nitrogen,
and phosphorus cycles of terrestrial ecosystems from perspectives of ecological stoichiometry and metabolic
theories. Then we synthesized four potential mechanisms of microbial response and control on substrate stoichi-
ometric variations, i.e., through (1) modifying microbial stoichiometry, (2) shifting microbial community struc-
ture, (3) producing extracellular enzymes to acquire limiting resources, and (4) changing microbial carbon, nitro-
gen, and phosphor use efficiencies. Finally, we proposed three research directions in this field: (1) to comprehen-
sively explore various microbial mechanisms in response to changes in substrate stoichiometry and the relative
importance of these mechanisms; (2) to examine influences of global changes on microbial-driven cycles of car-
bon, nitrogen, and phosphorus; and (3) to explore spatiotemporal changes in the strategies of microbial adaptation
to changes in the substrate stoichiometry.

Key words ecological stoichiometry; soil microbes; enzymes; biogeochemical cycle; homeostasis; carbon use
efficiency; nutrient use efficiency
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TAEIE N AR ZS R G £ B, 1E3RIL
TR B S AV ERFR, R3EAESRED R
BRI IE, WA AN IR0 7E T I - K
HELLAR(SPAC) IR AGHE, BEIMSEN A2 RS 45
#J 5 I g (Chapin et al., 2003; Leff et al., 2015). %
TR AE Y AR R A AT A LK PR 19 1.92%
(Zhou & Wang, 2015), {HI i AEFHTEFE 7 A4l
FA 246 KR M5 41 2% 4= 7= 71 (Cebrian & Lartigue, 2004;
EXEMTALYE, 2015). MAEDRETREIRFICO,
+ P S B R — 2 P - (Wang & Yang, 2007),
P RN [ 0 F 24 RE 7 3B AIAE 71 (van der Hei-
jen et al., 2008; Leff et al., 2015); [F}, M4
Hramda . AR TR R b
MG A= ST 2 RevE . R, RERRAS R
Srth FAE LA BN D RERHAIE S R AR M BRE &R
Z AN BRI S22 B9 5 #45 (van der Heijen et al.,
2008; Barberan et al., 2015; Moore et al., 2015); A
A T ik I B 10 TR A LA A 2 A R
AT AR M Bk AL S R PR LR BN
(Sinsabaugh & Follstad Shah, 2011; Mooshammer et
al., 2014; Zechmeister-Boltenstern et al., 2015),

B U AE DRV S B HR I R 5838 . 70
A ) R A 2R s B A 3R AR T S R I
PL A 3EAE ) A% O IR AR S R GRS R S HLEE AT
FIEEFKIE. BT TR AR B R
K, KRG KL EMZFEE LIS EWAIEEY)
IRl 2= B AH ELAE Rz L sh W A 5 2, RO A4
AT IR & BEOR Bk AR (Prosser et al., 2007;
Jansson & Prosser, 2013). iz HASATHR2AF G
(Sterner & Elser, 2002) F14X, i # i: (Brown et al.,
2004) it 75 - S A=, AMEAT DUSR THIR AT 4 358
TAED AT REAINLER AR, T HA B T A%
G B K 5 58 3% (Sterner & Elser, 2002; Brown et
al., 2004; Sinsabaugh & Follstad Shah, 2011; Manzo-
ni et al., 2012; Mooshammer et al., 2014; Buchkowski
et al., 2015; Zechmeister-Boltenstern et al., 2015). 4
BB R AN RS RV H R 2 AL
TR (R A ) THT I F} 2% (Sterner & Elser,
2002); AU A2 T8 A HLAAR IR 555 3R B BE 2 A4 i
BRI, AL T7 SN FOAEAAs AE BT |, IR
JRYIHEHE [E] 2R 55 (Brown et al., 2004). X i #i4h &
THEMF A, VB SEEARRBE, TT DAS R A

WIRFEAN A 2 U N 20 BB AU B A S R R 451
MFEDENVRBEARESRGEH D Z RAIPHRY
WIENLEE (Sterner & Elser, 2002; Brown et al., 2004;
Elser, 2006).

A AT & H b e R
TR LB S AN A BVE B 5 A S R G A2 5 L
2 [A] 11k % (Prosser et al., 2007; Jansson & Prosser,
2013). FREXT BRI SO S, R 2t
JUAEIE], FERT T e & MR 451 5+
BEAE e RO IR = AR H R 2H
G 5L 1 RIAH O, LA SR AR .
MR FHARAL . TR e B, 17 72 BRAR AL EE E
BT A TR . itk ASCET AL EY
AR ER R, B e AR Hh AR 7S R
BRI IVE R, SR G SRR TN 43 fift KAk 2
TH AR S M ) 32 e SR T WL e s A
YHTHETEA R, $ A% AR 7 DG R A )
CLHAHE S % R K -

1 WEYORE SIS SRGERABER

AT R ot A S R G ) KR HE ) K
TR, e DL S R AR A0 A KR TR I CO,
) S IR b SR — 2= DL (HOgberg et
al., 2001; Bond-Lamberty et al., 2004; Wang & Yang,
2007), [T 7E 42 BRAR A FIAE S R GUifF 5 b 4% 52 %
vE(Wang et al., 2006). ZAT, PR FT 2 ooyt 3Ny
WA R A S IR IR R . A LR R
WA LAY AEYE . PR AR R A
P (Hogberg et al.,, 2001; Bond-Lamberty et al.,
2004; Wang & Yang, 2007; Wang et al., 2013), {Hn]
RE HT 00 A 2B P A FAR I AT A IR AN 2 (Alllison - et
al., 2010; Buchkowski et al., 2015; Steinauer et al.,
2015), A AE I B S 7 B IROGT 52 % A 855 R - ) g
HLii| (Bardgett et al., 2008). 74 P8R zh i) 57 77 0PI
ST R E R E VIR, KRARBIGE
IALE RIS A RN AR 4 B AR K TR R BE VR A . A
I, TR R I B e A Dy B B A R ) R R
(BNt A Pnm B #0%, CUE; del Giorgio & Cole,
1998) 15 ifi Hh AF 45 F e B fif 1 EL 1 4H ¢ (Manzoni et
al., 2012; Mooshammer et al., 2014; Buchkowski et
al., 2015; Zechmeister-Boltenstern et al., 2015),

BB R it AR S R G T B R B R T R
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(Vitousek & Howarth, 1991; Vitousek et al., 2010). fi#l
A=W o3 el 2 BRI IR S 0T I R A T R b A A
RGEFENEA: @ IR BAME. B E A
SRR O T RIB SR, AR S A
Ja FA AR, T8 i o Bk B A HL R AL
NTEAVER SRR, il | IR A
IR AE IS SNSRI A A B ()
SAEACATE K A 2 0 S R 280 S B AR A Y 2 B g
KA B8l (Jetten, 2008; Rick & Thomas, 2001). R4
TAEYDAS REAR B A FH —FE g n 3 o & &, (H
TIEAEIE B2 B R IR R R A2 T A
AILGAZ, AT AE U8 5 HE A0 ] R R A rh Ay s A
fty(van der Heijden et al., 2008). #ill: HAEY 7 iR
A HUSURECE 2808, fERERBIRAES Rat, Mk
WAy o S B ) B P IA $1)23.6% (RAR
AR RS, Xu et al., 2013); YRy IEMAY)
AR KA AR 42, (S ERE g AR K =
b SRR AR W A N ISR TR B, R G L g
rh W] A1 B 1 (Richardson & Simpson, 2011; Xu et
al., 2013). 4k, HEBEVIKIAAEIL 2SR L IE
PR WS o T8, DA T 84 0 T Tl R 5 1) - 438 R A
% (Seeling & Zasoski, 1993). HILAT WL, FiZEX 5 iR
FAE A A R G A M BRAL SAE IR T S )
IR AT

2 WEYSEENRMTELFITEN
N ADATS

HoER b BT AR A KRN 5 A 7 25 A [H]
ez, (HIX L I0 3 AR XS LU (St it &)
MR Z BAAE B R ZE R, X — T T4
B IR B B 10 2546 PR A 75 5K (Sterner & Elser,
2002; Brown et al., 2004), % — 7 [t 32 3R B2 540
M2 I H — e PR EE n ¥ % (Sardans et al., 2012; Yang
etal., 2015),

it b 2B S ZR G0 AR P o3 R A 3 BRI T
YD IRG LT R . AR R TE AN 531k
Y. +HEH HL 4 (Mooshammer et al., 2014;
Buchkowski et al., 2015; Zechmeister-Boltenstern et
al., 2015). 7EAERNE b, HMAES KRG HEY T
FrC:N:PH1212:28:1 (/R L, McGroddy et al.,
2004). HEYI AR T SRR A TR BRSO A
fEAF R 52 B BRI, AT AL I I CINIPAE Ry

www.plant-ecology.com

3 007:45:1 (McGroddy et al., 2004; Yuan & Chen,
2009; Reed et al., 2012; Vergutz et al., 2012; Han et
al., 2013). ItAh, FiHHICNPIESFEAER RS, 4
P IX & DL AR 3 B A 8] T R AR 3 R AL
(McGroddy et al., 2004). FHA BT 5 A RIS SZA ) EL
T8 5EEREWEWHIFEN45% (Zhang & Wang,
2010); AHA BT A 7 BN A3 R G D S - 4
NEM10% (HA7FR#PR, Harmon et al., 1986)%230%
(P ARAR, Martinelli et al., 2000), H.C:N:PH &k
14 103:40:1 (Weedon et al., 2009). AEHI4HH & &7
A R T P A R BR AN IR 1 B R, AR
C:N:P ) 4= Bk °F- {6 v 4 184:43:1 (Yuan et al,,
2011). +3EC:N:PH(K(287:17:1, Xu et al., 2013), H.
I 25 - 3R P S 0T 2 2 98/ (Tian et al., 2010). #H
Fe2 N, SRR AE M A W CiNEP B L 7 i R D AIC
5% . fl4m: ClevelandFlLiptzin (2007)%& & 4 ER A
IR, Bt AR 25 R 40 IR A Y A W) i AL
Pt B EIRATAE SR ABL T UV I Ui LA 1Y) “Redfield
ratio” (£ % I A 32 R i I U HE 0 B CINIP O
106:16:1; Redfield, 1958), Rl 43 i A= 4 4= ¥ &
C:N:P B FH W & % (homeostasis; Sterner & Elser,
2002), {HARMRANE M L IRGED AP ECNPZ
[ AAAE 3 2 7. ITHAXUEE (2013) 3t — D B4 4t
xH, LIEWHAEDEYECNPR AN X RAFH
IR R A8 S 1t (N 35 1Y) 31:4:1 B R SR 18 Hb 1)
131:14:1). G EIARAED A BN ERE
P, SR EE R H SRR B
SEK6 . AN L] L T0 3R F R SR AR L SRemi B
AT (EIL).
21 MEMHFEITSNATEN
A K R H i (growth rate hypothesis)#g H: =

A KT T S I & A T R AR A RNAR

P, MMRE NP /N Elser et al., 2003). Li
SE(2014) KB, HIEAEVEYENP S
it AR NP BEE 46 . -2 4F
B K BT S I 54— B A By, RIMIRE B2
DX EE i 26 B 1 X B A2 R IR A . X FINGP AR Sy ANME
R, T AR A AR —
T e 24 B X PR T AR R R T A PR (1 A
R, FRE S A B AR EIN:PS KR (Elser
et al., 2003; Makino et al., 2003; Lovelock et al.,
2007; Borer et al., 2013; Zechmeister-Boltenstern
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Low quality substrate
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IR C. N P
Assimilable C, N, P

iz C. NL P

Assimilable C, N, P

R SECE
r-strategy microbe
Homeostasis

PAEtE Hi#?ﬁéé 1

kXS4

k-strategy microbe

Community structure

CO,

#(High): CUE, Nyin, Prin, gMB

N

Ninin min

fik(Low): NUE, PUE, gCO»

1

Ninin Piin

{it(Low): CUE, Nusin. Piuine gMB
#(High): NUE, PUE, gCO,

Bl A R R A TR AR SR L. C:X, SRR TR 2> (BB EL; BG, f-1,4- % &I KE H 1, NAG, f-1,4-N-

LT RE R TG, AP, BEIREG; EEA, MUAMEGIEYE; RAT, SR/ ICERIR; TER, JCR LB, GRH, AEK#EZ ML, CNR,
FH WS FE S IEER, OM, i HAR T, CUE, BRAIF 3, NUE, BAIHRER,; PUE, BRI, qMB, ML Y mmi (e s
WS A WL P TG, qCO,, FRALREM AP EBRIT IR R Nonin, 0L Proin, BEW™ 100 REZTTHE h 210 T% K/ N ROR SN BES
KN MR IR EE P A RN, Sk B 58 78 RN B R B B

Fig. 1 Mechanisms of microbial response and regulation on substrate stoichiometry. C:X, substrate carbon to nutrient (nitrogen and
phosphor) ratios; BG, $-1,4-glucosidase; NAG, $-1,4-N-acetylglucosaminidase; AP, phosphatase, EEA, extracellular enzymatic activ-
ity; RAT, resource allocation theory; TER, threshold elemental ratio; GRH, growth rate hypothesis; CNR, consumer-driven nutrient
recycling; OM, overflow metabolism; CUE, carbon use efficiency; NUE, nitrogen use efficiency; PUE, phosphor use efficiency;
gMB, fraction of total substrate carbon in microbe; qCO,, microbial respiration rate per unit biomass carbon; N, nitrogen minerali-
zation; Pin, phosphor mineralization. Size of the polygons in the dotted box indicates the strength of enzymatic activity; size of the
ellipses indicates the amount of microbial biomass; and the width of the arrows indicates the magnitude of the carbon, nitrogen, and

phosphor fluxes.

et al., 2015). thAb, LI A
AW C:INAE AR /N (Makino et al., 2003), #Rifi
ZhouFIWang (2015) i # & 1 B AR AR L A=)
AV EER R A, HIERIE(IEE . &
B FIAGEFAT (AR AR E) LR T
A E Y B CINI24.4% )48 S, Horp 3
PR A 55— 2. Bkl I, &5t Rk
PR S, ARG N R — R HAME
AW ECNPWRE 2 A4, BIHER 24 (non-homeos-
tasis), X4 SternerflElser (2002)7F %:ihfiik A You
are what you eat”. 1M, WMAEYEYECNPE KXY
C:IN:PPZIAHIR R E k. Fln: Li%E(2012)7

v 1 S A b [X 1 0694 + 3R e R0, A
YA W) & C:NAIC:PRE & 13 C:NAIC:P [ 3 Jin ifiy &
ERN, YA RN PR BE 2 NP RGN
SR/ . ZhouFIWang (2015) & 3134 [ #R Ak
T IERA Y A ) R CINBE A 1 3ECIN 13 0 S5 1 98
/N, 5ClevelandfiLiptzin (2007) 43R EHE 7
Mras B4 . MFanins:(2013) (VR4 73 fift sz 6 )
T AE A )R C:PAIN:PYY 5 R 5 Wi2 I C:P
FIN:PIE 2 IEAH DG, oA XM 2 14 AT BE TR DR 2 1
AT B H 2B AE B 9T XIS S AR (R AR AT
Ak, KB LRSS T Iede 7. 1%
FRAUTER R B, T /N OB BAMATI SR VR BE A
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SR S 2 L S TR AL v E B A G
o B, AEYS R R B OE R BT A
58 B0 7R i — P IRIE .
2.2 WMEYRREMII IR

TERAEDIRE IR KT b, ARG AL Re e
78 43 3K B R R S R IR B M AE TR R R
(Moorhead & Sinsabaugh, 2006; Fierer et al., 2007;
Strickland & Rousk, 2010; Martin et al., 2015; Zelez-
niak et al., 2015). Ak, JEYIH)R & (SR 2R WA
IKBIER 59755 E(C:X), IR & R mC:X; Xu
et al., 2014) [ S AR S S i AE DR VR k. H
AR Z 225 WA, MAEYEYECNPR AT 32
A A= i SR A2 AL 308 (Fanin et al., 2013;
Kaiser et al., 2014; Mooshammer et al., 2014; Zech-
meister-Boltenstern et al., 2015). A=l JE &% B 1 r
PSR E BA BRI A ECX, &R T 5
A, FEIR, AR ] A R N R ko SR A
AV E A B R AEYECX, &N T EKY
(Moorhead & Sinsabaugh, 2006; Fierer et al., 2007;
Strickland & Rousk, 2010; Kaiser et al., 2014). 4R,
BT A i VR 2R DA S ARG Bl 0 &2 2 1,
AR R Y ECNPSJEYICINPZ[H
KA. Blan: BT 2 ECNEL 4l &
(Strickland & Rousk, 2010), H. ¥ 5 -5 405 (1 L] LA
J R C:IN 35 i 5 - 48 51 1 177 % X (Moore et al.,
2010; Lee et al., 2013). Mooshammer&s(2014) £ 5 H
TR 53 fifi o XoF e o B D S AL ) B 00, T
520 56 LU B Z B I CN 3 i 3 .- Fanin
S5 (2013) Bt R IR A AE P B CINS L S 4l R L
W A7AE W 35 A DG, (H R 59056t 5 R
C:IN:PHTCAH M. 2R, A8 T 75T (Ascom-
ycota) 1 % J& 52 4 (Chaetothyriomycetes) fit] 2 [ i& &
TR Y, M4 E 7 44 (Leotiomycetes) F1 & 55 1
¥ (Sordariomycetes) %) F & 1 3E - v it & 1 A,
X, R R AE B NS, AN A2 R IO EY)
Jo B R SR AN )R [H] (Strickland et al., 2009; Sch-
neider et al., 2012). KL, MAEIREE LS EYE
C:N:P5JEEAICN:PZ [H] 51 14 (1) 9K FRIE 75 I8
2.3 WMEYRINSLFE SRR

A P v 7 A ) i A1 B (extracellular - enzy-
matic activities, EEA)TE R SMAEYITRAR 3 it i 1
Hor, UAT B &S A 4L (Sinsabaugh et al.,

www.plant-ecology.com

2008). GEF NNy, HT IR, B B E AL
B3 i Hp-1,4-H E HE T EE(BG) . B-1,4-N- 255 b
ANEEER(NAG) TR /Bl o W2 g (AP); X 34 &k
it 1) LE 151 5% 22 (BG:NAG:AP) B Fk A= A i Ak 2 1
& "(ecoenzymatic stoichiometry), ‘& 7] LA J Wi i 4=
YA ECINP5RY)IC:IN:P UL ST Y R4 AT
HE KRR 22 8] Bk £ (Sinsabaugh et al., 2008, 2009;
Sinsabaugh & Follstad Shah, 2011, 2012; Waring et
al., 2014), FJE4rECHE 1S (resource allocation theory;
Allison & Vitousek, 2005)#5 H i EIFESZ o — 0 &K
BEL A1) B 2 189 00 5 12 70 2 0 IS 1) L A7 ) 5 o R T,
SRR A G 0 R L RE R MY B R . Ho,
RE B IOV FE T L 50 2 OB E Y, R o ) WP R T
R MBI BT 32 SRR S 2 R A AN, T
HAAMEECIN CEIME N3) & F R T A Y&
C:N. B, 5 7 o 28 B — & 19 5 PR 1%
(Schimel & Weintraub, 2003). —f%1 &, Wi HC
THIR BRI I Hh AR T A= 1) 32 2 Wl PR ) B (R AL 5
s B IR I 5 BRGSO R B (RP R 2>
P B R I8 ); T RS N 2 RS I AR A R AR R 2 1)
iR HE (Marklein & Houlton, 2012). & FRRJE I, %
i PR A1 ) AT 1L X U BG AP HINAG:APHH & 2K T
T X, I H R & i) 3 B K BGAP
HMINAG:AP (Waring et al., 2014). #Aif, WEEREEAIX
6 g ) R A B e T e v i ) W] R A
(Schimel & Weintraub, 2003). 4323 &R, 4
AP A EFEE SRR AEE 2 15 E IR
FHOC I M Al 452 380 7 B SRR N, A A= AR AT
REAE PR i B 2 17— ELAR TR BRIR 25 (Sinsabaugh
& Follstad Shah, 2012; Blagodatskaya & Kuzyakov,
2013). fAEYRER AR SR B PR, 3 2
WO R R A R T BRI, T A 2 0 o P SR B2
S DA BE A 1% (1) A A LBt 36 1 ol I i /K At R T A L e
M3RE. Xt G2 BG:APHINAG:AP B A5 PR 1 Al
Py A8 5, 10 BGINAG il £ 5F (Waring et al.,
2014). DAtk Folck e i i 21 B IR A0 2 1T R R R
& N AR e LA 7R 2 — P it
FOFIIESE
24 WEDEEN AR IEE

R E WS TR PG IR TR, TIECINP
A 22 C:N:P LA AL VH 938 1 o0 3R ) 3803 22 TR] 1Y
ST LB 5 T B AR 2SR Gt & 1RV IE (Sterner &

©U0 00000 Chinese Journal of Plant Ecology
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Elser, 2002). fAE) <R B S 4 ot R 4EFEFIAR
WF SRR TR, HRL 2 RETER, X—1d
B PR N BAE 0 B 3R B 1) 7% 43116 2 (consumer-
driven nutrient recycling; Sterner & Elser, 2002). 14
AR AR BRI P, fEY
S T IR R T L T B AR R 2 B R 7R SR I
RUHE SN, X — I G ARy A B L
(overflow metabolism/respiration; Hessen et al., 2013;
Schimel & Weintraub, 2003; Sinsabaugh et al., 2013).
ORI IR, BRI W) AR ) B R R R 2
FRAC X1 e E W, — e bk T
WA WS H EIR (Spohn, 2015; Spohn & Chodak,
2015) . {HAEYIRFIR 3G 02 75 HEBE A BE 2 RE SR
ANFI RS AR 7 b, R Bk — P IR (Hartman
& Richardson, 2013; Spohn, 2015; Spohn & Chodak,
2015)0 FHIZ o M AE A KT i o 2 SR
AV E R A R 2Bl 2 B0 X &[] () AH
It C Ml ZiEsZ (Manzoni et al., 2010; Moosha-
mmer et al., 2012; Deng et al., 2014; Buchkowski et
al., 2015). ZhoufIWang (2015)&Tik K H, W
A A 8B S LR BT 5 B AT 33 CN
{00 385 T 35 08D, ARG P AR ) B A A
I o A B A A E - 3ECIN 3 n i R, 1%
F A C XL 22 RN Tl A=) A B K/ D B 1338
TR =,

TR A IR CX T RE AR 32 I R JE 78 SN
JGE HL B {E (threshold elemental ratio). 7EfA=4)
WEFLH, TG AR A AL R B A 0 &
MR b, BE T EY YR CINP. JuS gL
1 E K R (BGINAGIAP), LK Tt 2 F FH BT
) C:N:P [ 3& I 5 W (Sinsabaugh & Follstad Shah,
2012). WIRJEAC X IT XA B, WEEY) 2 T75)
BRI, A HLRR A FH A5 BB A X S I ek )N 7%
Iy R AR 21 in(Mooshammer et al., 2014; Zech-
meister-Boltenstern et al., 2015); v, 4EMIC XK
TIXANBIERT, A2 3 6e & (k) R, {5 LB
FRCRBERRIC XSG 34 in, A 2=
[ (Sterner & Elser, 2002; Frost et al. 2006; Doi et al.
2010; Sinsabaugh & Follstad Shah, 2012).

3 MRRE
A R AE A RGN AR, HAAE

A K SRNS . BEE LS M RE S BEE Rt &
REAE T AR, DT 5 2 52 10 JEC A0 P 23 A ok P8 A
RN AR, Fmgm A S RGN Y g2
(Manzoni et al., 2010; Sinsabaugh & Shah, 2011;
Mooshammer et al., 2012; Xu et al., 2014; Buch-
kowski et al., 2015; Zechmeister-Boltenstern et al.,
2015; Zhou & Wang, 2015). ¥ N ARfAE P A AR
WS SN 45 10 5 Bl AR S R G 72 2 TR R
FOGE A TRAR A B o S AL SO AL, R AR A SR AR
AL A P R A AF OSTE F FCR A, Horp i
R R 1) 32 BERL A o] A

(D) &5 1) B AR YR AL 7 T B AR A i [
&AL S A . R Ca il ik
AR AR P B SR A 2 v B AR A I T R ML, (HEE
FRHLE]E 75 Bk — P I E, JUH B 28 & 15k
B8 9 AE A 5] B 25 ROBE b & P L8 (1 A 0 o1 MRk AR
o BARRUL, T A& CINP I T BV [R]IN 52
JEPIMET R A E. IR A A2 R TR
W, DR A A ) CNCP S R NP Y S B
KMIBREA R TEN .. BRI RE TR RY)
C:N:P 5 3 2B W B V& 1 AH OC PE (Fanin et al., 2013;
Kaiser et al., 2014), {HASSRAA EEME I L518  BHIR
b SRR SR A AL L AR S BUMAE Y AR Y
C:N:PHIZRAL, (HIX 7> HTTBRAE BEA A HEE - A1t
Bl R G SR B TR T RARER 2
FNAEZS RGE KA ML Rk, 5 A v at
VS5 R AT e SO ) R kAl . ML AMBECE AR TR
W B ERUCRIR] F _EAT BA R R ISR R . Xk
W ITCER A RN A 2 BRI Bk = W] 58
(R E J7i% . B A3 ZE s IR AL R ARC R E
FEFUHEATINGE, ARG Rt R) B AR bRd i) 1
B LR, DRI E 25 R B A ASH 5E P (Sinsabaugh
et al., 2013). 2T [HIZ & FHLEAEAA % 4F T3
FAEM, DARARX DTRRFE AR 0 R, 6 T B TLR
8

(2) TR 2R A BRAZ AL ok A= P B B ) e 2k 1 24
RIFEM . B 7 MR W RARmE . K COLKEF
. TR S FEGEYIC:NAIC P i (Sardans
& Pefiuelas, 2012), JEXIC: X118 N4 S84V
WA EE N, DT S - 3385 [ 7 5 B RIS, e
A FRARU AR B 6 B IE . R COKREF . T
PAEMARBUR . BRI RREE N2 B YICN,
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HAIIN:P (Sardans & Pefiuelas, 2012; =% ANV RF
¥, 2015), $&mAE A R, 9SS T AE T
WA, AT A 2 e 35 i AR B8 (2 g R g O
2015). SR, FEUTREISG N 2 T 3E IR % P & i)
14 hn(Adamek et al., 2009; ZRiEFIE B9, 2015), 2=
R A E RGN, e n e 2 P52 2 B RR
i) 110 52 M sl A DR o T A SRR R B, AR ICIN
2Bl RN I/ (Fisk et al., 2015). 4R, 4=ER
Bl RKACOMEF = T FEXHAED T &
bR B e AN IR . DRI, AR AR )
IR A P TR T 5 S8 G T el A it JER A
AT REMIERIXT T, MEERER.

)R Z I APt S AL 27 T 8 AR A3 B % 5K
FIF 25484k . Odum (1969)4: 25 & Zii & Bt 45 1,
A2 ZRGERTISORT AR Ay i ) L A5 2 i o e 2 R T ik
/INo InsamAlHaselwandter (1989) % Vfz 4B R4
B IR DAY A R &S, BT
A ) A 0 1 W TR o 23R o i S R R T R . R
Wardle f1Ghani (1995) )% A 1 78 & I K 22 £ 1 il
T B AR A A A R R 4R i o R R S R
Ja¥h . S AHAk IR EWT T, EA SR
fift ¢ (Saviozzi et al., 2001; Goberna et al., 2006; Su-
syan et al., 2011; Lu et al., 2014; Raiesi & Beheshti,
2015). iz AL 2T IR v] B Bh T iR ix L 4
W FEASRGRESE R, — T mEE1E
FHAGAE W [ U PR R R i R 2503 AN T N
T3, T I IECPAINPRIEE N 7 — 7,
T HRFETEY)Z . T IECINFEE B gt R A
AARFEAAL (Yang & Luo, 2011; Yang et al., 2011; J&
IEJE4E, 2015), TS GCAE A0 A 4 ) I ok 2
FHC:PIBE N3 n(&1; Spohn & Chodak, 2015),
AT H B Wardl e FIGhani (1995) 56 s J 197 4% = -
FAk, BN, L X 52 AR, L B
X SZBEPR G, AR R B VI A RS, s
W12 R A (Vitousek et al., 2010). 4R, SpohnAll
Chodak (2015) 74 i [E & DR 5 AR K 138 C:P 5 BLAL
T ) A 1 TR PP TR R 2 A O, TS5 NN A
% KRN 25 SRR R R, 1% XCR AR A 1
S B AR/ (g et al., 2009). [Rllk , FiRAETFR
Gl B IR DU HR RUTRE) W e R BUES
FR 438 1) Tl R 1) 7T 5% A 98 2 52 20 PR A1) ) 4% 8 D AR
(Vitousek et al., 2010).
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