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Abstract

Plant-plant interactions play an important role in determining the population dynamics and community structures.
Field experiments have highlighted the existence and importance of positive interactions (facilitation) in plant
communities. To go beyond the limitations of empirical field studies, mathematical and simulation models have
been increasingly used in the facilitation studies. In the present work, based on individual-based simulation mod-
els, we explored the effects of positive interactions on population dynamics and community structures. We re-
viewed the definitions and mechanisms of positive interactions in plant communities and the changes in
plant-plant interactions along environmental gradients. Positive interactions are the relationships between plants
that benefit at least one of the participants. Positive interactions occur when one plant makes the local environ-
ment more favorable for its neighbor either directly (such as by habitat amelioration or resource enrichment), or
indirectly (such as by associational defense). The stress gradient hypothesis predicts that the strength or impor-
tance of facilitation should increase with the severity of environmental stress. However, a growing number of
studies suggested that the stress gradient hypothesis might need further refinement. Using grid-based models and
zone-of-influence models as examples, we reviewed individual-based approaches for modeling plant-plant
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interactions. Furthermore, we focused on the applications of these individual-based simulation models in this
field, and summarized the studies on the effects of positive interactions among plants on population dynamics
(e.g. biomass-density relationship), spatial pattern and community structures (e.g. community biomass-species
richness relationship). We also presented future directions for facilitation research. Further research should focus
on deeper understanding of the concepts and mechanisms of positive interactions, new models, new ecological
questions of plant populations, communities and ecosystems, and conducting research in the context of global

warming.
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REIIA) ) LE AR AR F TR B . B TE 45
FILA RS R G DR A5 B2 )52 00 (Grime, 1979;
Tilman, 1988; Callaway, 2007). I KA
¢ PRI 37 A5 A ) 18] SRORH ECAR ] R Al (Grime,
1979; Tilman, 1988). M201t21804EACTT4A, Bl K
=AM IR S T RS, AR AR R B T
Iz WAFAESE G I SO BAR I A, 3BT 2 iArAE h.
P IEAH BAEH (B FEAE AR 2R ) (Bertness &
Callaway, 1994; Callaway & Walker, 1997). #i{iKs
IEAH BAE RN 0 A2 BRSO r BEn &
G 1) A2 2 2 B 2 4 A= A i PR 1) i) 2 (Bruno - et
al., 2003; Lortie et al., 2004)

RS2 P S0 A AR SR 4 T2 F R 48 7R 1E
AHELAE PR 0 ad A7 A1 S L 21 (Bertness
& Callaway, 1994; Callaway, 1995; Callaway &
Walker, 1997; Callaway et al., 2002), {H & B sz
ANt F SRR At ) BT L AH BLAE TR VR 458 1A
AASHES RGBS 15 5%%, MR,
V& O A EA e A5 A ORI 28 RO A RE A4 B
ok, I 56 B R AR A 5 51 (Valiente-Banuet &
Verdu, 2007; Gross, 2008; Chen et al., 2009). X,
H T IE P AR RIS AR R R T B R R S8, B
A1) S 45 A AR T Bodl LUK — 5 1) s i X 4y
TF, BRI BT AR RS0 (Chu et
al., 2009; Zhang et al., 2013). 3, WFE AR
e % 1= £ AHARL ) d5e 24 8% J5) (equifinality), 1fiy /] — ik
FEAE AN ) 4% 40 8 SCRE 7™ A2 AN [A] 1) 4% )5 (Stoll &
Bergius, 2005). 7EFEMIIAIAH BAFERBTFT, BHARES
AN ARSI RE 8 HIRAG IR AR U, (H 2 TS H AR
BDARGMEME, R R ARSI SR R G
% (causality) I, B8 g % A5 W FAT BRI HF 2 4% J=)
7% BB Jia et al., 2011; Zhang et al., 2013). It
Ah, RIS IR R R Je BRI 5t (Weiner &
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biodiversity, biomass-density relationship, facilitation, grid-based model, plant community, spatial

Conte, 1981). [Flith, 4 T R4 AR TR IAN AL,
HBE IR0 7 A B R B 22 b N P 21 1 AR B4R A R I AR
AN IBTST  (Travis et al., 2005, 2006; Brooker
et al., 2007; Chen et al., 2009),

UTEBAEsk, [ A AMNBOR IR 2 (RIS A AR Y
(individual-based model)k T H, #RZ I SAH HAEH
X B RN FE T4 VR DILRE1AE (emergent properties) i 4%
PLH, B T KSR (Weiner et al., 2001;
Chu et al., 2008, 2009, 2010; Xiao et al., 2009; Jia et
al., 2011; Lin et al., 2012; Zhang et al., 2013) . A 3%}
BT AR TR A ) (8] EAH EAE DA R B) &
MU V& S5 MR IR FUREAT T 255 VPR, 4 T
Pya) IEAH B AEH 1w R ARSI 5 BAE
WIAEERE BRI A, A T I TAMA S A Ty
Wk, RS T IR E N A IEAR AR RO RS A
WETE A5 (AT, R T ARSI S5 )

1 EYEESBEERNENX

A 18] 1E AR EAE Y2 P AN FEDO O, (EsE
SOEAHHEAEHZ 0, A EEBAT A &5 Y
Z AR Z g oA HAEH Gagr) X R, Wiadz
() 370 A PR AR e st 5 R AMA AR L ARG el
SEHE N B A B AE H (</-8 # -/0) (Begon et al.,
1996). S UbAHXT R, FEAZ [AIAH HARBER O R IE IE
FEAER . FUHAATO IEAH BAR BR324 R R
THIAC PR AEE S R B) BRI LA G R S VA
B (e B (ZE 145, 2000) . 20 1H 208041 T 4R,
BertnessHCallaway A AH A FTE 720V . Tty &
L T 25 JBih A A 58 R JEAT TR S R R 4 48 44 T
() 1F AH B4 FHWF 57 (Callaway, 1995; Bertness &
Leonard, 1997; Choler et al., 2001; Callaway et al.,
2002), 1F 23X ST TR A BLAE T B AT ORE

\\\\\\\\\
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R 1) TEAH ELAE (AT RR A B A AR 2 AN )
fR5E o FIRBORHS LR E X, ARS8 IEA AR
PR LA R OREE AT 23 D R LA (+10) st a1
(+/+) I EL R FEAE (+14) =28 (M ik, 2001). Bertness
AiCallaway (1994) LA & Bruno%:(2003) K 1 24K
Yiik, AN AR B A AL 2 2ok —J7 5 A i nS
XUJ5#B TG A LA ™. T Callaway (2007)Ks 1EAH
HAER S iz Mg SCh SO0 b — T M AR
AR, PG AL A (+4) L A3 A (+/0),
VAR — 5, Iy — 057 32 A0l B A BLAE T (+-)
IR TEAH AR E SRR A T M Ok R
THRE R Ak, &R A EAE R BRI R
B IR P2 ST H AN R A BT 2 57 (Bertness
& Callaway, 1994; Brooker et al., 2008).

FANGE G BAT KBTI AL, R IEA BAEHTE X
Ny AERERER R ) B Rl A, A B
FLB I AEAFIAEE . ORI i, BN Bt ]
ZSI e R A TR 7 B BRI E] e i o CE SN T AN
HAbBHIA 23 DRI AR S, (it TR
WA ARKEE RN TR S I, AHARAMA
Z B 5 & A2 T 1E AH B H (Bertness & Callaway,
1994; Callaway, 1995, 2007; Callaway & Walker,
1997; Cheng et al., 2006; K447 F1 EARFF, 2010).
AT AR BAE TR 1R A AEAE AR SR A AN A2
0], /by Horh — AN 5 4R T (R 46 +/+. +/0
Fl+/-) o

2 tEYEIEREERZENSF

A9 9] LA ELAE AT BA R R B — SRR
AHAS R PR ([P B R AL 2B H, I mT LU [ %
) B A A= A R A 3 R AR AR HEAE T (Callaway,
1995, 2007; Brooker et al., 2008) . B4 ) 1 AH 1A
TEAEAEYIIHE RS (T 5T R S FE XA
FINER: (%119 L - o 7 DR ESlI I 731417 S ER SBIRT Gr 9/ e1d
AETEURIPME), TR EAH HAE T R AL 23
Jy E 85 24 3% (habitat amelioration) fil ¥ Ji & 4
(resource enrichment) 4 #(Callaway, 1995; Bruno et
al., 2003; Maestre et al., 2009; 5K JF~FF1 FAR 4T,
2010; Zhang et al., 2013). ZEEFANSAL , & FhE 2
TR TEAH B FHBLAR 220 TRl A Az

78 AE %5 X F- (non-resource factor, #13HEE  K.
hEEL IR AE) e PR b, AR SRR A R i B

ol ARTE. SRR e R B S Tl S
A= B50T R AE 1EAH BAF FH (Maestre et al., 2009; Zhang
etal., 2013). filtun: SiEdbTHh DI B i A, )
LU 8 K TR R4 (a3 ) 38 ok 388 T (9 /2 16 AR vy i 410
) P 1 Ay e (R A sl e ) (R A 4G, XS IEAH ELAE
T H AR A P BERL N (nurse effect) (Callaway, 1995;
Gomez-Aparicio, 2009). #;7H (salt marsh)h[X 135 £
FEvmr MR, R I B R sk K 7 25K,
BeA L3 AR B ie; eAh, RPN R AE K i
W HEPUIEIR v it (Bertness & Leonard, 1997; He et
al., 2012). oI SRR K0, R NATE
FARFIHRAE KRR I )« $ i 3 A 1,
(] By 388 o Jeg 8 /08 A 855 % AR - 38838 B2 (Choler et al.,
2001; Callaway et al., 2002; Chu et al., 2008, 2009).

TE % Y5 K - (resource factors, 17K 4> St .
BRI T, M2 A AT DATE B oK 23
S~ B IR IR ISR IUR 2B IEAH H.AE H (Callaway &
Walker, 1997; Cheng et al., 2006; Brooker et al.,
2008; Maestre et al., 2009), {E/RZ KM T, MEZ
[F) 2 ) i 3 3k 2 35 o 3 0 8 95 4 R A 1E AT B4
FHERAE AT EAET, 2010). i 40: 57350 H X KA
B T E R, T LU i AR R K4 H (hydraulic
lift, 42 &)= IS /K &) s o) s 4L (% ng= 4>
SR S BE /M I 1) 42 4 (Callaway, 2007; Loydi et
al., 2012). hvH I Fa I HE 7K 25 3 BUR IR R 4K,
4y [R) o 30 a6 56 - 9 38 A0V T AF IR AH HLAE
(Callaway, 2007; He et al., 2012). = 2EH[X F250 %%
A5, Yo Y ISR KA B AR
K (Choler et al., 2001; Callaway et al., 2002; Chu et
al., 2009). 7EARMRAIAEE T, [l EUEY) BEIE N R
SRAEHEAE S Z A 1) A4 K (Forrester et al., 2011) .

I 2% 1EAH HAE FH AT LL# 3 Bl [] 75 48 (association
defense) . 2 ¥ i 41 B 1) 5% 4+ P (competitive net-
works) F1H Al A 75 A1 12 kA= (Callaway, 2007;
SR EARET, 2010; Beltran et al., 2012), {E ik
(AR R, U E B ERE 5 B0EAH BAE B R A
(Bertness & Callaway, 1994; Callaway & Walker,
1997; Chaneton et al., 2010). #1: *4%)4) & fr &
(palatable) A7 AR AN, AR5 2y 4 4% 7 5 200 1 2l
By H S A KA A R R AE 5 & B (unpalatable) 57
TN, A B I R M 3 KR B AR (5 i~ F0
HEFF, 2010; Graff & Aguiar, 2011). 1EZWRhH Bt
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SEGH R, X T B 5 AR T S A b —
PR FAB PRI AE T, B 28 =T et 7
XS WRIIA] ) EAR AR AR, e S SR TR Y
&£ (Brooker et al., 2008). [ 5 At A] L@ £
W FhARRRE . AR, R AR AT
M A S &k 4E (Callaway, 1995, 2007;
Montesinos-Navarro et al., 2012).

3 EYEHEEIEREIMERER T

AL A9 18] %) AH EL AT FH G e ot A8 358 6 55 748 4 2
TR A 5 — A 852 O3 (1) ) (Grime,  1979;
Tilman, 1988; Bertness & Callaway, 1994; Callaway
& Walker, 1997). ILERZH 7 #H CaNilE],
W IE] T A TAE FHAE H AR A (AR AR 285 ) 2 [F]
IAEAE I R FEAE I, AP A e o)
J5E i AR 52 AR A R - A BT 5, FRATTF
i TR 1) PR 2 1 AR A AR BLS A
(net effect) (Callaway & Walker, 1997; Cheng et al.,
2006; Callaway, 2007; Brooker et al., 2008; fififik,
2010; B{Wr, 2011). JHpiE 0 B AR U (stress gradient
hypothesis, SGH)Fuil: A 1) & 55 B4 Bl 4 B
B2 A8 () 3G i G, SE A e AT T
SAEH, BRI a2 05 v AR A B ) R
(K 145:01) (Bertness & Callaway, 1994; Callaway &
Walker, 1997; Brooker et al., 2008). {HJz, ki
IR I TN A H AR IR G i 1) OC R 22 LU SGH R 15 &2
M2, EAF MY PRI EFR bR (r
WA B AERKEETE) S TE AR
B PR 74, 0T FE R A ELAT FH B 8 5 RO
52 M(Maestre et al., 2005; He et al., 2012; Lin et al.,
2012). DAL, W LR 3R % e 2 i SGHIE
i (Maestre et al., 2005, 2009; Lamb et al., 2009).

TE R AT ST, Maestre%(2009)iH i 45 44
T R A 3 S0 R (O 2 e R 5 4 Ao ) R A1
PR AE (BRI DR ), ek 1 SGHIR UG . WIFFiak
B, 25t 02 R 40 i) e 4 bl Jiiv e 2 i
PRI, BE2E St I SGHASE Y it ) 45 5L (K 145¢01)
HE, A AR H A A B AT AR ABA R 56 4 23 i
AL AR S SR, IF HAR AR a2 B R P 1 (151
LD L R ol TR 7 B R ) A S (e B e
Fe/E (B 8E02) o B BB S840 (136 4, A5 4
BE B OG, 4 2 B R AR L B (B i 2
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JAR) AR BRRFAE . AEAR O /INRIAN A 585 5 45 DT 35 (1) 5%
Wi (Callaway & Walker, 1997; 7k I “F- Fil T ML 4T,
2010).

Zhang“%:(2013) filf FH X0z 5 Wi Jel 45 B PR 2= 4 |
HUH R A (B AR BLAE DS PR BEAR P 1R AR Ak, BEAUL 4
AR, A0 E R BRIy, ) L
HR RLE A B R/ 5 8 B8 LA ) I
ZRIRK, IRZEAEPELM T IER, CFF
SGHT (K145 501) (Zhang et al., 2013). {HEfifit
(1R 2 28 (A 0% Y58 8 050 ) o AU 1) &5 SR AT W 1) 5
i (Zhang et al., 2013), 54t (ISGHTMIAH 7 ) -
Lin%%(2012) 3R R T AN R4 ) BLR (CELA LR, i
A LA B F5 1) A 4 R RREE R g R, DL R
FH AR FHVE BRI I 3e B0 B A Ak i) A, 45 SRR W
X FR 7 B (symmetric facilitation, B 5 A3t A4 ) 78
R Joih 3 PR v 2 MU N T AR A 3, SCHE
SGHT I (E18E1) (Lin et al., 2012); {HJE, A%}
PRI T R (asymmetric facilitation, B[ )3t 4:) H7E
oh R 38 2% 1R S 0 R A 1) A7 WS (Lin et al.,
2012), 50 M SGH AR #F (Kl 18EX2)

4 ETARRIEVIRMBEERERGZE

AL ST SOR M TSR AR R
VI SEAURE IR S PR A 490 T) LE AR BLAE )l 20 A1
MENZA . REE AL S SRR, S T — R
FIRCR(BIUT, 2011), b, TR kA
B SR 18] AH EL A PO Fof R AR 95 £F) 52 0 g 1
HVFZ AL G FTBcA L 3(Grimm & Railsback,

HF +
Facilitation st
Mode 1
wy
5 |
| X
€ g
i O
i
cE / \ B
=L St dient
= E ) ress gradien
= B2
- Mode 2
Competition

BEIL A A EL A P T A6 6 B2 A 4 (25 H Maestre et all,,
2009).

Fig. 1 Variations of plant-plant interactions along the stress
gradient (modified from Maestre et al., 2009).
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2005; Grimm et al., 2005), & Jig Ju ks il hn: Jk
TR B W AU RS AR AR 2R
Koo BIARIBET A E LI R, RN SRR AMA )
2P [FASE B FH S e RN BAE S, XSS R AR {455 T
A A B RSS20 i 5 WD il A ASEOLAN A T B0 A HLAE D (B
Wr, 2011). PAIE, FRATILH 2 SCAMAIKF R Ak
FIRERE, FhEsh A RIURE T 45 46 55 28 50 s M 02 AAS
A A0 H.AF F 6 B (emerge) H K ¥ (Grimm & Rails-
back, 2005; Grimm et al., 2005; {Hr, 2011).

A 39160, 5 T A TR AR R R g3 e EE T
MR 56 P B R TR I« AT S 4L
B2 S T A A B L) 55 S B (Czaran,  1998;
Berger et al., 2008), 4% & T {7 B (1) 408 44 55 Y
(site-based neighborhood model)Fl B 1F JEFANA T
74 (individual-based model). Fii# 3 S AU HE LT M
4 Fr) A5 78 (grid-based model, EiFk T iU E EIHL,
2A) (Chen et al., 2009; Xiao et al., 2009; Michalet et
al., 2011; Wang et al., 2012); J& & {45 5 i 455 7Y
(tessellation model) (Mclnnis et al., 2004)F1FH 25 4 2%
[F5 2 (distance model), AR s o 415 ] £ 2 11 S [
&S, SOAT DR R AR GBI 1 — 20 4 o3 A A
SE 1) 4B 44 B 7Y (fixed-radius-neighborhood model)
(Kleinn & Viltko, 2006). 5 ek 1% %Y (zone-of-
influence model, f&#ZOIl, X12B) (Weiner et al.,
2001; Chu et al., 2008, 2009; Jia et al., 2011; Lin et
al., 2012; Zhang et al., 2013) fll 4 & ¥ 5 A
(ecological field model) (TAR¥F, 1993; TARATFIEX
FAW, 1993, 1995). #ili X3 Hr A A: — 4k
1 (3D model) (Bartelink, 2000). 403k 7 #i 7
(field-of-neighborhood model) (Bauer et al., 2002)#!
W4 A% 1A J5T A5 A5 78 (parrticle-in-cell model) (Bithell &
Macmillan, 2007). &3 MR ARY (1) BT 3 40 4
W eI AR, DL A f S A
XS b, W2 2% d T AR AR A e A AR
(individual-based modeling and ecology)” (Grimm &
Railsback, 2005).

IR JE LGB 16 A 5 TR R A 2R e
T MR [F 458 (Chen et al., 2009; Xiao et al., 2009;
Michalet et al., 2011; Wang et al., 2012)F15% i ak 45
4 (Weiner et al., 2001; Chu et al., 2008, 2009, 2010;
Jia et al., 2011; Lin et al., 2012; Zhang et al., 2013),
N IRTBRA T AHIX P BT (12) 6

O

SRR

Zone-of-influence model

T RS AR
Grid-based model

B2 JET RS R (A) S IS L (B) (2504 1 Berger et
al., 2008).

Fig. 2 Grid-based model (A) and zone-of-influence model
(B) (modified from Berger et al., 2008).

41 ETWRHIRE(E2A)

T HL 3 A Xiao %% (2009) B AL . %45
AP 2% 8] 1 3 s o B ) 1 77 TR W A% 4,
RO VIw ANy Rl N 2 A e M U S IR RN
Ji 52 X B R 1A 28 (Moore neighborhood), 5
SRR AT ZBIIBA FRLITHE o PIANINMAEN T 4035
AN T R AETE S o N IR PRI
[N SRR T, BB A A 56 4 e T Al D ie
L RE I 220, I ELARP IR 55 5+ g 0 R0 P 21
Re JIAFAERU . R YIFNITE G eI hp O < pi
< 1) YRR AR BRI ) ok
N, PRt S HEER AR T - pfRN e R
TEFRE ISR IR A W R NR SE PR ) 99 )
FlBT A7 FH 0 MRS (A > i, NRHEZ40) (Xiao et
al., 2009). {E 5 3¢ 4Pl S hE T 5 B PR A5 Jolp e i 44 o
1M A T e B Ll e A A, JF H R Bl
YFP e 4 A8 ) (o) B IE EE o Wi ) B () B 2
Xy

Ii = Fmax— (Fmax— min) (1 + Cpj)s 1)
X, s EO < s < 1), rEERE &R
UF (R 3 07 38 B de KAE M, HLITH DR ) P — HE,
T AE IS e doe ™ B (R 4 )7 oA d5e /MELFmine CAE K T70
MEE A AER, EPARREE. YrhTHh
(I (E (r) I, RE4 25T (Xiao et al., 2009).

i J SO P B A B AU, T e 3 I Al )
ZhE % (Callaway & Walker, 1997), i HALEPria
™ AT AR g5 (Michalet et al., 2006), Jf H.
AR JEIR 3L 150 (Stnreshola) — ELIRSS 2l Fe B (s = 1)
R0 PRI, A A E S AR A T i, ) Rhif 25
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B3 % A (Xiao et al., 2009):

Ii = Fmax— (Fmax— min) (1 + cpi)s + fs

(i;ls < SthresholdElTJ‘) @)
i = max— (Fmax— min) (1 + cpi)s + f(1-S)Stnreshold/
(1 — Sthreshoid) (C44S = Sthreshoia) 3

K, PR TOME L, Ros HErPah ARS8 5
PRI EARBN o FEIXAMR L, ] S Al e ft i
A YR L —FE) (Xiao et al., 2009).

1 BT [ —ANH I — 4E P RS AR 1, Michalet
Z(2010) % fE T W5t 4+ € J) (competitive ability) Al
U T-HLAE J1(tolerance to disturbance) FRIAL T LA A %
4rfie SRR fE ) (Facilitative abilitiy) FORUAET, [7] i
iZ WE 57N k) 52 25 W) Bl (beneficiary) X} Jiti A1 4 Fh
(benefactor) £7-71: J 1ot % Vi (feedback), 51 T HF|
AR (cost) RN 24 (benefit) (1 HE & (Michalet et al.,
2011).

4.2 FniEiEE(E2B)

X HL A A 1) 53 W Sl AE R T A HE 48 J W) 2 B
Weiner<$:(2001)#2 Hi 1] . J5 >k, Chu%$(2008)H# 4E4=4)
oM B R R A B A A

TEZ A R DL E 5 o i RE X
S8R, (UL A9 2 5 9 1 ZON) v 35 I %2 U5 (Weiner et al.,
2001). 405 Wi ok i AR (A) AR BT g e TR 9 A
Prdi(Jia et al., 2011), HHE5MEK/NB)A FIE K
7, AR NA = B (EFTAH B, B h1.0)
(Chuetal., 2008). Hi4H A K 2 (dB/dt) A

dB B? . B?
- =r4, - B )= r(cB?? - W) )

XL, Brasoe M) () S5 B A, ri2e W06 (5 K)
Az K 2 (mg-cm ™ time step™).

24 FH S HE ) I S e AT S N R R SE
(Weiner et al., 2001; Berger et al., 2008; Chu et al.,
2008). 283564 HIREAD) B S AR A 4 (dB/dit) 2

dB B?

o =r(4, - W) )

max

X, AR 4 I A SO IR, 2T
"B PR 5 M) S5 T AR (A) 93 25 43 204 T 40 T TR (Weiiner
etal., 2001, Jiaetal., 2011). (A, AcHA. S
(R /N S 4 o (Hh 3 A2 5 4 TR R /NAS G B ) B
P 5E (Weiner et al., 2001). 38 F E5E LA 3%k 35 44
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o (D)FEAIETEANIRI, nNMEY) (AN K/ anA)
# A ES XIS, (2)F6 52 KANRTRRIF,
P A AP ERE ) B8 5 e AT AR A E B (3)3E
GrIe SE AR, f5e K IRAE 40 3R B A 1) 0% s
(Weiner et al., 2001; Chu et al., 2008, 2009; Jia et al.,
2011). A7 IR E A TEA KRR ECE A B2 A
XIFR TR0 o

T3 (&) F(5) B A7 7% R PR B R H A6 i AR K
(¥ 527 (Chu et al., 2008) . Chu%%(2008)i it IF A= 4
BO < s < 1, AR HMWAR, 5 E3ETH
A% R (R s Y FE AN — ) AN LR A R B S A
KRN, KX LR R & RN ZOME A rp o 75
BB R (s > 0), AHEAEH MRS b 1484411
LT 32 25 (Chu et al., 2008), Ff H.52 25 (1) 5% Wi sk
ZIN(AG) S5 T 52 Wi 3555 RH A A A5 i Jak 7S5 23 1Y)
A2 F1(Chu et al., 2008). 43t IE A= fir s Fl HF)
A E BB LLIS, AHI AR K 2 (dB/dt) 22

BBy ©

dt Boo A +1

Mo R T 5SS B IROlbvs KA FR) AL
(KN FRVS. KNG FR) i FE (process) Fl 5 B
¥ J= (pattern) 47 7E 45 A< i 1) 22 )l (Bai et al., 2010,
2011; Zhang et al., 2011, 2012). JE Tk, ZhangZs
(2013)3d i LN T A R ANASKIRRPESE S, ARLEDIE)
8, PRUEARIORIRR e~ AR KA, B TR
JEZOWSE Ry Jie 2 2% . 709 )2 S M L o, [
O PRI AN 52 A 358 53 ) 4 FH SRASEAEL — /N R A 1) b b
Fids 4 K (Zhang et al., 2013). Lin%(2012)5| AA
[ A5 X ) R R 8 I A e R OB IR R T AN AR T 5
HlAE 2 (AN ] T Chu%:(2008) (IS ), iy HLiZ 71 (1)
J5Lah AR R T AR B (Brown et al., 2004)
BN, MR IRBE G . 54 R 1 F TR
WA A B S 2 AT TP R R

IR S AE NetLogo B 11 & 158 i)
IR AT I 5 PG A6 R R I — K s i A &
(Wilensky, 1999). 7 ZL¥gH M, BRI Y
Sy A Bk 2 B — B ARG A, 36 AR RS 2B A
ST B T T RSB I, 1 HLAS ) ASE
TR P AF 5L JE A FH i 0 b AT B Y 0 b B A A )
(1) AH EL A 6 2R 48 7K 1 A AE 1) 3K 3l 4 (B0
2011).
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5 1EYEIEHEERX MRS

5.1 1E1(8) IE4B B 1 A xS Fh B A (8] h 25 B9 B2 N

ANMAR/INFI S BRI N A S8, BT
Z AR FAEIE AR BT REIAR 2 o AERAR I 25
JEJE N, ANEVIR LW, BErE RS S
“h Z TR E R (A%, 2000; Weiner &
Freckleton, 2010; Deng et al., 2012a); 4Ff ks & 4k
NN, eSS IR K, RE SR
AR 2 AL T L H #i(Zhang et al., 2011;
Deng et al., 2012b). Ji5 [ 1) [ G ik 72 0] LU HOR
JE I At ) E ) - T G Rk A (Zhang et al.,
2011, 2012). iR\ EE MG I AT IE A T AT e 4
(At b, AR 58 X FlRE Sl A5 4 ke P 1R /R
(Z=1#4%, 2000; Deng et al., 2012a).

Chu%%(2008, 2009, 2010)iE ik 7™ Ji 52w a5 744
AL T B BhORRE RS T IE SURE BAE B AT
PR AE KRR T R, B T IE AR LA X R ESh
A BPLgs JAR W, Bl AR A= i e ¥ 35 on
PR AR A R IR O R A R 5 I 11
PRI, A R L HORIN ) g L i 28 (Chu et
al., 2008). EMPEIAEGH, AL A0 % B2 3
WRES, IEAH AR RN BT 5e 4, BRI
HAMA ARSI E 1R % BEAI O 3R 1T 224 %% B 4k 4
TEiE, PR SE SOV FER T HR, T AR I 4
M5 M i e 22 (Chu et al., 2008; figiidk, 2010; B
Wr, 2011). Rk, B E-HECREIH MRS
T A oy B PR A g ) L0 i AR — B (B
#:X.2) (Chu et al., 2008).

5&T-Chu%: (2008) I 52 R BE L E— 2 K W, B
R A A 535 88 1) w45 5 IS 84 T b R KN R 5%
M, JF Hoh 852 R 1 KN AN S+ M B R (Chu et
al., 2009). X &K ERREEE T, BENL A (613
AT A2 BV S8R EE F; JF ORIk
DR A A7 5 22 (1) T 2% TRIAR T 52 21058 22 (R HEAE D, /1
{10 A A B Ay 2 /0 1) 2 TR 1T 52 81 5 /D FR i 1A
F o Ik 1 45 Fealtt BRI RS K T FRBE R/ AR
ST B E N, 5 i T R )
VER, HLARD KANASEE S M RN R B, BT AR 2%
SRR N RN BTG (Chu et al,
2009). e FERL A Hb X HEFHAIE A (Elymus nutans) Ff
P SZI0 0, AR B KT NP3 ANR AR ) 8 e
K, TR R DA TS M b, xsegs 1Y

FERU B 45 B AH AT (Chu et al., 2008, 2009)., [mlIk, #5
U0 I PS5 JUh A0 A A 1 i e AR G (DB, 800 i 4
N), HEFAMSER M MAHFT (Deng et al., 2006; Dai et
al., 2009; Bai et al., 2010, 2011; Zhang et al., 2010);
T 1 AH ELATE FH 6% S2 A P 3 0t B R 20de 1 s e, g
19 H B 4 AP (U, ZE0TE /) (Chu et al.,
2010).

i kAR P4 TR 222 (Zhang et al., 2011
2012), b EAIHL T 55 4 T BE 2 AC W B ST L 5E
Wi KL A KRN 9% 45 1) (Cahill, 1999; Lamb et al.,
2009). K24 H A REGE R INR/INANEE S 1 (Chu et al.,
2009), FFak— 2 fiih i 58 XA AR K /INASBESE 1 5
) F4) 1E S B34 (Cahill, 1999), X — IE & WIRRERS S
FHh b HE R AR A 1) B AH AR B E 1R A2 AL
N (Hat g b Se g fiHL T 554 AH HAZ ) (Zhang et
al., 2013).

52 tEMEEMREERMMETESMIEENE
1]

—SBRIF AL T [A] WY ) A R B B OR R R
I AR B A IR # A 43 A (1) 5% Wi (Brooker et al.,
2008). {511 YamamuraZ(2004) i FH kA R 45 0F
155 A (cheaters) A1 H B R (mutualists) v 2R 5845
N, UESEH M AR T 50 BRI 36 45
Hh . TravisZ%(2005, 2006)¥ & T YamamuraZs(2004)
(AT, B A 2% L8 T R ) ) BORIVE R, IR
FHEAE XD R oy A 20, B R A% AR
B Py Joe e AT 1R TSI A 25V 17 43 AT 3] Jpp e B 7
(K ER I (Travis et al., 2005), [7] I o3 A1 AR 6
T 8 B0 S 5 M BB A 2 SE T (Travis et al.,
2006) . X4 FHIESE T Bruno%5(2003) %+ H ) fE
VRIS A SR, Brookerd:(2007) i — 0 &k
JE& T IR P AR AR, BAUAH HAREHT . B HkRe A
A AR AT AR R OR HOE RN S A A
(competitor) 73 AT R FZ M, & IR 8] AH B AE F 4
I3 (R M B S T A SR )5

TR 7 TR A% g S e T RN TR) IE A EAR T 4
HIORE G I S AP S M 25 2 AN PR T I A L
RN (Getzin et al., 2008). i 2 37 KL T ANMA K S
BERERL Stoll FBergius (2005) &% B, 4FhiE & A= %%
FEMOBUI ZE T (H B I, 75 RN AR BR 1 58 4 1 7
i, RPRES AR R R R BB, R AR
B BNl 1Y v O I W 22 B 77 S S SN SR
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BIXASE W SR, A B AR 4 70 2 FEHOAE
T R bt ) T4 (RS R IR SR AR AR S, Ty HLAE
AHEAE F 4 35 2 B A S 1) 2880 0 2 Bt o Tl 2 2 2 1)
Wy hn(vEWr, 2011; Jia et al., 2011)., iXs&HT
QAT PR (1) 235 SRR T bk e et B AR AR K
MARTRE, KU I FEAC TSR AL DN I AMARTE T
#(BWT, 2011; Jia et al., 2011).

Lin%5 (2012) 4R &= 1 Wy 3158 JPh a8 Bh 2 S HE )
Ao AN (RS 1) B R 0] AN [] 2% TR A )= T 1 1)
SO . REAUNEE IR W] W b ia s R, AR AH B
VERIRE A T A R A (A% Ry o 584 a2t
PRI fige, R AL B AR (CHARIILA) 2 v 45 o aa i JiE
—H FEHED M A JR(Lin et al., 2012), HJia%%
(2011) ARl 2 SR — 3, (H2, ASXTFR I B (f )
LAY HAE P (IR BE 45 N A 2 7= A W ) B A pe
Jey, T A PR i FE A N, BT[] 3 5 )= 356 3 4+ I
SEUH I B A RS R o YTt e AN RN,
AN TR R AR R0 2% 1) SR AR Sy = AR AR 2D (1) 5%
Wi (Lin et al., 2012).

6 1E1 6 IEHE EIER X R R RIS

A 40 V) AEEL AR FH O R 9 1 20 R R 465 /) A i
ZU) 2 (Grime, 1979; Tilman, 1988; Lortie et al.,
2004; Callaway, 2007; fi#imidk, 2010). 2 /i (I FE ik
HOOR I TE Py A B DA RCIE AR W PR T B VR (1) R i)
(Grime, 1979; Tilman, 1988; f#ikit, 2010). Bl A
ATDRE IEAH BAE 28 O, RIS A
A 6T B v 4 R RN & R R RE A R R R
(Bertness & Callaway, 1994; Brooker et al., 2008; f#
HE, 2009; fi#ripcit, 2010). SEEGR ST AL L Bl RE
T8 I TEAH AR P o e L R PR 2 A, AT A AH AT
VAR B SE AN AR IR BE Th A2 s ok, AT 4 ey
TREE IR 2 FEE (Callaway, 1995; Bruno et al.,
2003; Cavieres & Badano, 2009; ¥, 2009; fifiig
1, 2010).

VIR SLA7 RO A ) 22 FEVE 44— B2 AR S22
9% 1 A% 40 0] B (Silvertown, 2004; Hubbell, 2008;
Zhou & Zhang, 2008; 47 5 %%, 2009), Wi g4
A A7 9 Ak B8 (Silvertown, 2004) Al H P B i
(Hubbell, 2008)%% . fij # K% & 1 4 a] 1) 57 A HLA
FH, 52 A S AR (YR T FR A A R T AR
ZFENE TR SN YERF LA A 2L, IX SR %
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A 2% S 3 EAH AR H (75% W9 (Wang et al., 2012).

Gross (2008)iz 21, 75 Bt i oo BEAS 1) J
fill B INIEA BAEFAEST, 25 SRR W] IEAR BAE W]
DU IR A7 1 P B0 A= P & % - Wang
55 (2012) K FH 55 T 205 8] BH BT 1) A= - 20 T2 BUHET () v
PERSRY, GE BT IE AR TR F AR S 3G IR i
B, FEIPRE G I i) JURE A9 20 ) JR) S 6

Michalet% (2006) $& i — NS HIAL, AH IE
FH B AR FHAE b BE 21 v FE Ul A58 v, Refg i 3
Je& 5 S 1R I S AR A AT L BB 4 A B S5 1)
WEErh, I A2 fetE . Bi)E, Xiao
25 (2009) 38 3t 5 L&y (] 1) PR 22 S (5 4 P B0
16 0 o) 36 UE T 3K — AR, B 45 AR B R A )
TEAH B AR T ATV 2R ) - R = B OQ R 1 2
W i e (TR R AE T A% (Xiao et al., 2009) . iX /2
AT A 7 v B 281 v B35 Pl AR ER A5G v, 5 T SR s PR A )
oz BIEHEAE R, it DUV V) =F & B2 38 i (Xiao et
al., 2009), AHELZ N, LEAGEE S prid R g,
HUE S M sz B HEAE F, 00 2200 b (1) 5% 4
HEBRAE g5, 5 350ba LA = E B 0T Bk
TGRS, RASEHENFEEL T
F%(Xiao et al., 2009).

T8 o 5 W Rl Ak (generalist) £ 4k (specia-
list) B A 1) Y R AR 2R, S 0T (R BIE 90 R A b ke A
(specialization) ¥) 742 57 & 8 2 KF AU 7% 1) Jm 3 2
FEME: (Weiner & Xiao, 2012). [A]IF, G WF5TELL
N2 WRP SRS, e I BN R SR AL B
BN DA B S 4 R R/ INAS K B o 7 A £ 4 FH (grazing)
X RE I RE T A A = 5 1) 5% W) 7 TR A AR
(May et al., 2009),

7 HAREE

AR (R 90N 4 78 X 1 AH ELAE M A R L
TR BRAR, BB, SHr R R B, RS R
e, DA RAE AR 5N BT AR ST

FET-TRATDNT IEAH B AR RS AL 0 AR, ¥R
A4 XA A FH O 2 25 RO 0 R 2 10 5 1) 2 oK
KMELEIE ST o AR IR Z2 0050 200 T 4 1E £
A ELAF FH ) i 5 (intensity) AT 72 32 % (importance) iX
PINRES T IX 23 o T A AR BRI 5%, [R] B kb
WMARRNE, FEAESEX LR, Hik
RPN ARG ENA(Lin et al., 2012). #h4h, LARTIOATSY
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AR/ DX R ) by 38 43 E R R BT 58 43 1R ) 2%
st(Zhang et al., 2013), AHAEPILESE ML BRI ALY
FIWC 25 1) B 6 = 5473 (Michalet et al., 2011). 5
W5 4 Iy I o B DSl 0 R AN O RR— K, FEAIAE
R A H RIS 53 5 TR X U 2 DR AN AR AN AN
[FIT AT 22 5, XA 5 A 0 I

B T ASCHE R ) LA & BRI, BE 2208
B AL B LR PR AT TRAT 1 20 R . R
BRI, W] DAAE A 1 38 A A h o in N B R TG R
(Chu et al., 2008), a7 71 A& B A B
N R % (Zhang et al., 2013) . CKf PR Rh AR T 4
Ji& B Z W Rha] LR PO 8, A 2 PR A
BRI 2S00 A (May et al., 2009), Ak
WRoAH AR FHRUERARE 20 ] DU B 5 2 A R 7% 45
Fay i) A L TR 20 WA o SR FH T v A X P S A8 7 9
(pattern oriented modeling) (Grimm et al., 2005)K 2
s BhIRATTEE Lf W5 By« BETE - S0 UE RIS FH M AR

W 1EAH BAE FH 40N 32900 1 A 2 22 BRI HE 42 4T
SRR M R 1985 377 7l (Bruno et al., 2003). A
SCHGE LRI T IEAH HAE R MO 2)) A& FUEE Uk 2 1)
SR JLAN M), SEBR R A Ko A SR e . B
HERERRGE A LZIRIGA K ), a0 iEAH
HAE S 30 BRI A 2 -] AR R RS
# AT LA IEAH BLAE FHRFSC IR R AR R, R RS T
TEIEA T T IR 12 OA B ER 2 B A AN
V& ), Bl 32 BT I B AR AR R 22 L R )
B, AR AEREFE T ]

A K I I 1) A 7 A (4> BR AR I LA K
UK EE R i R A UR) M o Al AR e i
KA, T AEA P SO AR ) IR AN BAR FH R
Y 5 S RUAUCR A L 52 0 (Maestre et al., 2010), iF
MesfE— e B Egm B R Bris SRS
(Brooker, 2006) . A1tk G far A 40 18] AH HLAT FH A B
RGN . BRI AES RS TR
XA BRI AR A R e WY R B A 2 — Pk

E£WMEB BXAARHAF K-S (30730020 .
31000199. 312300144231000203)#= & K &4 KA %,
& % (863) A4 (2011AA100503).
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