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1,2,3*

Chuliang Song

1 Department of Civil and Environmental Engineering, Massachusetts Institute of Technology, Cambridge, MA 02139,
USA

2 Department of Biology, McGill University, Montreal, H3A 1B1, Canada

3 Department of Ecology and Evolutionary Biology, University of Toronto, Toronto, Ontario M5S 3B2, Canada

Abstract: Ecological networks—how species interactions are organized within ecological communities—are
highly structured, which has motivated generations of ecologists to elucidate how these structures affect
species coexistence. Unfortunately, we still do not have a clear and consistent answer about the link between
network structure and species coexistence. A possible explanation is that most of the studies do not take into
account that the environment affects both network structure and species coexistence due to the
multidimensional and changing nature of environmental factors. In this context, the structural stability
approach provides a theoretical framework grounded on biological realism to quantitatively link network
structure, species coexistence, and environmental factors. | begin by an overview of the heated debates in the
study of ecological networks. Then | introduce the theoretical framework and computational tools of the
structural stability approach in a nutshell. Then | show the empirical applications in different ecological
questions across a broad range of ecological systems. Overall, the structural stability approach provides a
new perspective to understand the maintenance of biodiversity in ecological communities.
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2016) . H A AR R MBS B RS IACA S B R
(Tilman, 1982; Chase & Leibold 2003; 2= & 4%,
2006). HLACILAEFE L (Chesson, 2000; Adler et al,
2007; finwdkZE, 2017). A PEHE & (Hubbell, 1997;
JA B ANEK K 55, 2006; Zhou & Zhang, 2008) Al K
15 B0 45 (Harte, 2011; JI T 5% MRS &5 BK, 2011,
Harte & Newman, 2014). #R1f, XUbsp Pl 1+
HMECLEREN T B AREE, JFMRE L TR A LA
(Levine et al, 2017). PR FIA% O 7E T dn ] A BRAEVE
R B3R5 7 AN 7€ P (Levin, 1992; Lawton,
1999; Wang, 2018). fij ok i, H 2R Gt VA 41
AT AW R 2 18] (1) — PN FR N R,
SEEGAT AT AT LA A58 A B R 1 I ANE 2 1%, 4k
s HERIRALEL (2) B 5% BTN R R R
AN W€ 1 PR B R A 52 ma gk R AR 1 I B
(emergence). 11, BLACAEZS A BRI AN EILAR A7 3
W HIE AT/ (Letten et al, 2017; Barabas et al,
2018; Song et al, 2019a), it FE S flE KR HEL IS
53d F T KR EE (Azaele et al, 2016; O’Dwyer et al,
2017). 4RiM, 1R Z BEv& )& T rhiE R (mesocale) «

A 2k Nestedness

e R 2

ki

% o

IR Z B AR 2N NERE RIE B e A FAE
W& R ) A P 3t AF L A (Lawton, 1999; Currie,
2019).

T BV OB I R A, BEVE AR 200 —
T ve 202 B 7T VR 45 4 (community structure).
T 25 K 3 1) 2 A Va N PR 2 TR A ELAE FH IR ) 4% 46
o BARTIE, F&—MMRNTS i, PFrE
M HAEF WAL, B84 — A BEE TR T — > X 4%
(May, 2006). i FEHF & 2510 1% 0 B e F-HRA R
FETE TP (1) 5 &5 K4 R E (universality), AT 48 78 A
[ 3 % v 38 80 0 A 3L A7 B (Garlaschelli et al,
2003; Proulx et al, 2005; Bascompte, 2010). & i&E4h
PR AR Fi B R AN (] ) A 25 T V& P S5 ) B & 45 1
FRAE. Blan, IREZHEAESFEZTINN, Bl
(modularity) & & 9 W o 1) — P & 25 M REAE
(Thébault & Fontaine, 2010; Stouffer & Bascompte,
2011; Sales-Pardo, 2017), ifij k& %4 (nestedness) & H.
FIFE & TP IR — b 5 i 25 44 K7 1E (Bascompte et al,
2003; Mariani et al, 2019). EHLRE A2 M ) B
Z KL,

B #i4k Modularity

¥ ¢ ¥

&

-
’:2
bl

El MArEipRhEgs. XENEMERTTRESN: 8—JRKRTEEY, ME—ITRRTAENZHMEAREE

REYI(EB). REMEFREFMIMEEMEXR, MARHWRFURRTEFE. BARTTHREMSED. ET—MIM
HOFRIE] X RAVAERT EE, FTLUEIF 5 iz (M (generalist) FiFFL i (specialist) . SREMAMBFIERINAZ LIS FIZIL
FRAR SRR EAER, MEMEM/LFERMZAMEEER. REMSHHAARIME ZN—FEESEH. BEBRRT
BRIRU LG . RRUWEEMNEHER BHE 7 BULMRIR, M5 LF R AE—RRVIMEEER, MR DRI a9ER a0 48
EER. REMSHHANR BN —HME &S,

Fig. 1 Two ecological community structures. Here we present an illustration of two hypothetical network structures. The
community structure is represented as a matrix. The columns correspond to different plant species while the rows correspond to
different pollinators (in Panel A) or herbivores (in Panel B). A species interaction is represented as a gray grid. Panel (A) illustrates
the nested structure. The defining feature of a nested structure is that highly connected species interact with both highly connected
and poorly connected species, while poorly connected species interact almost exclusively with highly connected species. The nested
structure is widely conceived as a universal structure in mutualistic communities. Panel (B) illustrates the modular structure. The
defining feature of the modular structure is that in which groups of species have many interactions among them, but few interactions
with the rest of the species in the network. The modular structure is widely conceived as a universal structure in food webs.
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SR, X 18 FHEE S5 E v e e+
R TRZMBRER . KRR — MR RIRZ
R NiOR = - A O N SR S R SR U = S Tl Y
(Michalska-Smith & Allesina, 2019). i ¥, 1R 7%
AR A 5 RN T S 5 AN 3 4 ) TR ) 2 R
PLWETS o SR, FEBEE R EZ 1 SEIE R, X
L 52 e L Are 178 A 2 ] S e P AT AR ) e —
B I T R 2 £ T VR I R
Sk 45 P R AL (particularity) o 457 5 1 45 R R AE 45 1)
Fe A TEVE ()T V& 45 R 5 5 25 1 R A 1 X
Ale WHT TR, B2 BB RS, BT PAAS
R 7 5. 1 SO B2 B B VA A1 58 A AL S5 A P AE
PE TR AE S, S P G ) [ 8 T TR I8 R A 855 R
TR EEL R Wi S B R e 5 1)
KF, T DL G b A0 S A, 3 T 4 s
IR SEAENL -

BT X —H a5 g, 45 E P (structural
stability) 3 16 2 120K B 7 25 44 AR B R -1 R G b K
RIE—ERMEREYMILTE. MRS, Safeett
€ B ZE [ {545 € PR 458 nvr i ph LA
PIPTA IR . BARIN S, 4% e — MRS M
WY R AEARRR E PR S84 A R 3L A, TR
LIXABEIE I AR Ra 8 TR, ROk, an R sh
FEAR A 38 PP 8 26 10 T #8n] LAAL A, TR A XA HER
rgsmfe e iR E . Rk, B bR e tEn] B
PRAE AP AR W R — MR R S
SRR, IR AAEIREEARAL N X AN HEVE H i A
AR AT L4k 82 JE 77 (Song et al, 2018b). @it
SitfaEttix—TH, RE KRG 7 E T3
B3 PR RV S5 1) B R A7 B 3R

Sh e RaoE Wl 2 7L 8 1 RGBSR R
2 O BUA & (Bazant, 2000). %% % René Thom
P BB AR SRR e TSI N T AR K
A =2 (Morphogenesis)ifF 78 HF (Thom, 1972) . 7E FE S #
WS R BV, BERAEREZRH AL IRE
&4h P e e PE I B 1 (Lewontin, 1969; May, 1975).
BRI A, St IR RA BRI TIZEMR, R
BB AR F R — AR X G
E B 1118 (Jansen & Sigmund, 1998; Meszéna et al,
2006; Rossberg, 2013). HiRudolf P. RohrflSerguei
Saavedrax} £ 5 # %l i 2 J5 (Rohr et al, 2014), 2544
FROEMEAEREESFPRREN) ZHRE. ]

ERAEEIVERRRE, SFaE eyt
A7 BT T2 AT RN — i S B AR A R

AR SCE S T 2 (v =4 i AR T 5 A4 BORIE TS
FE MG _E AR SIS RO PEHIBhHL. 285K T
WA RAE R R E N R R NE R R AR e .
AT G R0 R e P BEAR PR S 1 P B A ) BER
MEZE, DAK S — B HE SR 1 SRR . B JE X
SERIRETE MEASR B T 7 1) BEAT JR 2R

1.1 IBRHIS: DUIREMEM AL

B R (mutualism) & F 28 5w i R LA E] DG
R —. H2L Y] Kk IR E 450 IT 46 (Bas-
compte et al, 2003), HAFIBEIE (1HRENELE 2 %
ISERBEESFE R M AT B2 —, UTE

Nature#! Science i A7 £ &/ 7T £ 3 (Bastolla et al,
2005; Montoya et al, 2006; Thébault & Fontaine, 2010;

Saavedra et al, 2011; Allesina & Tang, 2012; James et
al, 2012; Suweis et al, 2013; Rohr et al, 2014;
Guimaraes et al, 2017), 7E& A S22 HF)_Eig
e BN (L5 1T W Mariani et al, 2019).

BIRTTRE T REMA, (HASFFIFRERE
PEGE R Bk il MRS, BERE T =4
TRAR. H—MNIRFBNAREMEL S SR
PIPFP 2 FE 1 A% O R K (Bastolla et al, 2009; Su-
weis et al, 2013; Rohr et al, 2014); %5 MR RIAN
TRE ML R I 2 R 2 TR) AT DR SR G 2 (James
et al, 2012, 2013; Barabas et al, 2016; Fort et al, 2016;
Valverde et al, 2018); 8 =ANIRFAZNNREM L
TE H AR I AR V& JE AN 2 3 3 G 45 A R ALE
(Staniczenko et al, 2013; Michalska-Smith & Allesina,
2019; Payrat6-Borras et al, 2019). E2E7R T ANFUR
RAEHRENE G5 AR S 2 TR PR R G & B
FARFHIL AR 22 57 o

BAR, XEFR R B AAS AT BE R IR . 2K
ABR ) 4 0, TR R A7 AE T % oAt 2 R %) A= 25V (91
W) T 75 o (May, 1972; Solow et al, 1999;
Stouffer & Bascompte, 2011; Grilli et al, 2016; Cenci
etal, 2018b). IXLLYR R [H] 15107 K BIFFIA S5 1)
AT, Pt LUERETH AR IR e i 2 T VA S5 BT 7T
) — A% )



1348 4 ¥ % B 1 Biodiversity Science %28 %
A WEE B BEE  C % i
Nestedness Nestedness Ni SS . REVELEH
7 Community structure
* g -7 7]
WREE  BREGH B |8
i i i - L
Species coexistence  Species coexistence  Species coexistence a:'j];[, -, (ri+iatj]\6) % TS Environmental factor
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Fig. 2 The debates in the study of community structures.
Three different schools of thought coexist in linking nestedness
and species coexistence in mutualistic communities. The first
school (Panel A) argues that nestedness is a key factor to
support the biodiversity in mutualistic communities, the second
school (Panel B) argues there is no causal relationship between
the nested pattern and biodiversity, and the third school (Panel
C) argues that nested patterns are not universal in observed
mutualistic communities, thus makes the whole question a
straw man.

1.2 SIANGHETREMRIEI

X EANUR R AR N T IR R P ) B . R
K ¥ AU 2 52 ) Fh 347 (Scheffers et al, 2016;
Song et al, 2020b), 17 H. 252 mi A% 45 #(Song et al,
2017; Tylianakis & Morris, 2017; Pellissier et al,
2018). K3J@/R TR ILAE . B A AR R
Z AR G 2 o F R RAHE T I ARAE SR U, AR
T IX S [R] I 5 W) Ji D] (B 9 435 A ) R &5 R (0 A AL AE)
(1) IRl 2 W FR AR 24 R 7 (confounder) (Pearl, 2009).
DRI SRAHE BT )3 R W, n R HIR AR 7, R
O3 B ENR IR S OC R (Pearl, 2009). FTLA, JRFR
V) 4 185 PR RS YR AR P R o PR A58 PR 1 22 A0

SERRSE VEIE AU R T MR S K S 5 1
— AR TR IEAT . DA EAE T AL S — ELAE
A, BT CA—AN AT RRSE IR VE T A AT AE AN
A FREE T HAF . A Ra e VERIE AL IR & 45 78 IO BF T
GER RN IR T RT DA A AR B A o 25
T MRS U AZ O R R AR AL IR 1 I ANH v PR A%
W BB 1% SRR E P W RIS
AT E K, B APFh RS A B KIS 5
7 ] (parameter space) | 347 (Song et al, 2018b).
I, RS E tEIX — TR, #FvR A ph L

T Rt

r, Species coexistence
7 P

CD (H BT SR E)
ED (Hi 38R T B E)

E3 LR EMIERILMERBIFAELR . M BB RS-
I FEIRMELL, SUREMIERSIANTHRERF. R
EF RIS nEHE AT, LSUREMSS)HT
BERERBIMNES: H77E/(CD)FMIFEE(ED). 75115
HEAUESYMEENENSENZE, BPRERRX
H(EA)ER. £FHRHEEMBEIENNFMRE
B, MEEIENRX —IFERG T AR ENSRINTE,
B+ RgeXE(ER)iENK. MEMEEAREMREMIRE T
AR RS RN E=E). IMEERIMEEFREN . FHiF
EMRFEFEANTIMEEAK )N FRREE-XR, P
ERX—IERG THREEXRAREAULE.

Fig. 3 The mathematical framework of the structural stability
approach. To compute the structural stability (SS) of an
ecological community, we need two pieces of information: the
coexistence domain (CD) and the environment domain (ED).
The coexistence domain (denoted in blue; region A) is the full
range of parameters that are compatible with species
coexistence. The coexistence domain is determined by the
community structure via the ecological dynamics. The
environment domain (denoted in green; region B) is the full
range of parameters constrained by the given environmentally
conditions. The environment domain is determined by the
environmental factors. Structural stability is defined as the
relative size of the coexistence domain comparing to the
environment domain. The larger the structural stability is, the
more likely species can coexist under the given environmental
conditions.

A HOWT T AT LA Rt 2 3R B8 A 5 R4

2 FERRRENERIE

21 ZYMEME R FRBA AT

T =M E SRR, fR XA ETE
W 2 W) Bl A BAE ) B R AR Bl ) R A
Lotka-Volterrafi A
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%11
L dNi—r+ZS:aN (1)
N A ij'v]
N, dt <

HANZWFIZ B, rfE YRR A B R, gy

PR PR AE P R o TR B R, X EA

ATl A A EL AT P {aq M AR i A v 4 1
R FEE N, MM EZERREEN

(%:°)° RN 1B (ARD), 1)

S
j=1

FAT M (feasibility) 4§ (1 /2 76 BE VK 1O T 7 45 N,
I 4 b i) 22 B #0 4& IE {1 (Roberts, 1974). #5522,
N; >0, Vi . AATHERYIRIIEAE B B4, AR
VAL T 117 A5 I 75 B4 2 W] AT 1 (Hofbauer &
Sigmund, 1998). X1 Fr A i &P I AE I 2% A,
5 A Fa 5 T (dynamical  stability) < A N {2 P
(invasibility) #1 £5 22 1% (permanence) 2%, #f506 47 [] s
i /& AT 471 (Song & Saavedra, 2018h).

22 HEWREMMNEXFEETE

WIHTHTR, ZEfate e i e — N s 451
Fr ke € (R A7 o] LS B B A B 4k F . IX
TAT R WA AR FoRE SOX — MRS .

FRATTAE 1 A0 P AR ¥ (G P MR & T A
A, VERILE). 38—/ MBI IA N B K Rt
T, RN KSR KR e T30
55451 (Levins, 1968; Roughgarden, 1975; Meszéna
et al, 2006; Coulson et al, 2017). Zf MRV AT 4T
PERL AR ILAE 1) e Lo BT XM, FRATTAT
PLE SCHAR I IR 8 LR IR 2 E — AN e
HIBE & 4580 {ag) A T 2 nTAT R A B K2R
A, TSR R EL E SRR 7 N A
AR N B KRN ES . SRR T HEVA 451
FRAE, TS OU B g T IER 7. B4, g5kt
SE T 58 SRR I 1E A 55380 P Vi 72 A7 380 2% A0
R WFZ, WA A BRI BT822 4R 1) F]
REPEAF T T V& AR PR B0 P e 1

gEf et = PO A5E) =

POLAFEHAEE )
POAHER) 3)

SER RS E PRI IX — B AR A BT A

R 9 V)R AE 28 T8 IRV 45 K6 AN AT B FA 3 85 9
THAFMER . EER T IXANE L.

Rk — DR T A S AR A FR R A MR
(AT BE Ik (PR AEME ), I 45 40 A 5 1P 1) 0 T 8
(Ribando, 2006; Saavedra et al, 2016b):

GitREE =——5 -
(27) | det(A) |

J'j ) exp(—lN*TATAN*de* (4)
N;=0 2

Bt T ¥ 38 AR &K, U
Monte-Carlo 7 2 th 1] DL T e vH 5 45 e A2 e
P IS R (Genz & Bretz, 2002; Grilli et al, 2017,
Song et al, 2018b).

2.3 MR EMMEGIFLERSHNES

G5 KRS8 MR LA B AR P A L AF MR A A
JRX . MEAET &, HAh IR A A A T LA

55— RS R 1 2 [ E A S HUE BRI
AN X RS A WATIE . shataE v,
AR PERRR SRS . X — SR B ) 5P B L i
HRALL E N SECT RE WAL, B, AIATHEFRM)
FEAE T 1) 2500 (PN B 1 K 2 I % 25440 1] 7 (1)
THOLS, BTSN 2 RS2 ER
(Case, 2000). #ATM, ZitEaE MW FH)ZIX —2K3)
DA BAENR LSRG B R oL, Bt AERE S =
R ERAFR . filan, JA1Z A8 2 nT AT R
SERRSE M, (EIRATH R AT LA & Sh A Ae E PR
SRR e M EE R VE I 45 1 B8 E R4 4 (Song et
al, 2020b).

5 ML R BURRE 4317 (sensitivity analysis) .
BB 52 43 M 1 1) 2 0 2 8 B /N3 T e A
A58 & (1 0 2 BE) 1) A2 4k (Rossberg, 2013; Bara-
bas et al, 2014a, b). BB 7M1 A4 e e M A
J5t X ) UL o3 e I8 S R b 03, T
SRR E P2 RS AR I ST

TR, PLERET AR T
IRV, AR U A A AR E 1 b A AR ) A
FERNES I . DL ER—DMESER  Z Fh HAr
X RIRHE NS, R#EAA A d e .
24 RRAVIEILIESR

DA B A 2R R S5 ) B 1 i B A 1 B A
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B, AR, X — B BCEHE L AR 2 PR
Wo JEBH IR TAREAN FIRRRE Bl 1 ix Bk,
A3 45 M e e M vT Lhis F 1 38 ST VR B . AR
SCTRT B IAR DR = TH Y R

()FR B Z R LN 77 A58 . FRAT 12
i FH 7 Lotka-Volterrai 1 (22 =0 1) ok 4 18 B V% 3 11
2. Lotka-Volterratbi B4 F (8] AH B AE A AN O
R . B8 — MBS P ) AH ELAE F AR A2 2R VL 1)
AE MR B (functional response), {H £& 4 () T B i 4
fE 7 AP 52 (Bascompte et al, 2006; Holland et al,
2006). ZIHE TAEMEIE 17X —%, KA
FfaE B B T 1 2 B R Th e B
RSN 772457 (Pascual-Garcia & Bastolla, 2017;
Butler & O’Dwyer, 2018; Cenci & Saavedra, 2018;
Dougoud et al, 2018). &5 —/ME 152 F B #H EF H
HR 2 W5 9 18] F (pairwise interaction), 1M ¥% A % & &
B #H H./E i (higher-order interaction) (Levine et al,
2017). HTHFEIR TARROA 7iX— Rk, Wit 7 5IA
e BT A koA B A P G 485 A A 1 PR B2 e (AL Adwani
& Saavedra, 2019; Letten & Stouffer, 2019).

(2) S N SFAF IR ZR A0 AT o FRAT T BT AR R
B2 5 IR 2 9 35 50 43 A (BT PR 5% A LA AH )
HIRER) o X AR — N TR R . JE S0 5T
XPIX R 7 B IE . BB — R IR I
B IR (trophical constraints). ELAHE, 5 4b
THEEFREVM N EZIGKEZEIER, T

B TR P B K ) . JE I )
NEFRHRLIR, AT LA/ a] B PR 2611, A
M 15 21 56K #1945 44 A2 € 1 4l 11 (Song et al,
2018b). 5 RS IE @ Do A 43 BRA B 5%
P A HER MRS 0 A o AR 22 SIIE TAE AT LLBR AR
B3 464 10 J5 3645 28 4> A (Uricchio et al, 2019). @it
FE A @) A [FEIFAEE 26 A AL, A T LA
WA TSR AR e .

Q)hR MR E R . ATZATRFE T
IREE R 0 N B R (s, (H SRR T AR &
SUMIERIE 2 AN T o 5 ST 700 I — s 7
o MEIE . B—AMEIERE LT R T HE T
sitatasEtt . MBI T sURBER S5, EFE R E
IR HAT ] 2% £ (Callaway et al, 2002) PA A AF FH B 5%
F&% (Ushio et al, 2018). 2 B A 1@ [F & B VR 45 74

Kag LT RT N EIGK I MR E 1, i,
A DL JE 58 B3 FER 8 R TR T 45 1) (1) 45 )
a5 4 (Chesson, 2018; Song et al, 2020a). 2 —4M&
IERAG TR I R i ta e v . BEVR IR R i 4t 1y
FeE PR B A2 3l 70 5 2R 40 vh 1) Jmy 308 1) e 5% A1 6 B
(Jacobian matrix) () 72 (B[ B %oF £ 48 0T 2% 1 )
(Strogatz, 2014). Fv& I 50 45 e Ao 1t 1) B 2
i G SR VE R ) S i AR e TR, IS AR X
TR RSN, BEVR RE0 0 2 FE R 2l ),
IR IR L2 R s it e tEAE, F
TR LE f ke Y BEE I Rl T A4k . A FHAES 3
4t 11 2% Jj ¥ (Sugihara, 1994; Deyle et al, 2016b;
Cenci et al, 2019; Song & Saavedra, 2020a), 7] A
FhHE 2 B 0 B ) 7 40 o B Ak v VR AR — I %)
) J53 30 &5 ¥ £ 5 P (Cenci & Saavedra, 2019).

ghittaoe i B E# L — & RGN R VR 2 )
VML . EARR TASHENZOERW)
FREE . BEVR A0 RS R AR A7) DA S el
) (R REMA G 58 o THA L A [ B ot T 2 ST X
LB AR B 1) 9% 2R S LSRR
3.1 BEERSSMINIEIfhEE

TV B 1 5 AE T VR 25 K R b L A7 2 1) 57
T Bt % (May, 2006; Levine et al, 2017). 45#%a & 1k
T 1 25 2 1 (LR BV 2540 VS 1 451
(sub-community) AT ERLFfFES5) SR i 1X N 6 R o

F—, WARERSHMMFILER LR, 20
W 7 AR R E G R (BENL BRI FI5E 4+)
T V& 25 KT D P S AR R 52 ) o XoF T B AL PR 9 22544
WEFLZE T S5 A E PE AT (Grilli et al, 2017).
X — [t AT 7 465 1) P A BT i T DA FH ke i = AR Bl AL
V& SE MR S5 AR E R DTk . T BRI FERE L
HEVR S50, W F0 R IR EMERT A I V& i 4 i ks
7€ PE(Rohr et al, 2014; Pascual-Garcia & Bastolla,
2017). XTI g AEREN LR A S50, BRI, B
VIR 25 K R M 2 Bt A ot P 5 4 P 184 5T v, T
H S5 R R S 1 () B K AR FR A % 425 44 TG % (Barabas et
al, 2016). X —FHit TARRIAILAZ BRI A% O &5
WHE 3] T 2 ¥R 7% (Chesson, 2000; Barabas et al,
2018; Song et al, 2019a). H4b, X F3E4 RN
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Fig. 4 The structural stability approach for understanding multispecies coexistence. The nodes denote the key elements in
ecological dynamics: species pool, community structure, environmental factors, and species coexistence. The links represent the
ecological processes (denoted in blue) that connect these elements: community assembly, structural change, ecological dynamics,
environmental gradient, and environmental stress. The structural stability approach aims to integrate these ecological processes under
a unified framework. For each process, the structural stability approach provides new theoretical predictions, which are validated by

experimental and/or observational data.

WU I& 25400, I 0 DR (0 45 e A PEAE K 24
1% N BE & Fh Y % 5 (intraspecific variation) ()48 jin
i J%/> (Barabas & D’Andrea, 2016). X—H i T1E
A T Fh P 22 S (0 3R AR 1 M4 SR 2 A
] ] (Hart et al, 2016; Des Roches et al, 2018).

H I, ZYIPREEE YRR TR 1) A SR R
XAl . T 2Z9M T80 0E EE R (indirect
interaction), />#)FhHEVE A 2 M) FPEETR 1) FLAE A
(B 45 44 A3 7€ 11 1) 4L A7 380) A — 52 AH [7] (Wootton,
1994) . /WL AN Z WM PSR S A T
43 J93%5(Saavedra et al, 2017b): (1)/b#FhiEds 3t
17 A2 R 52 22 WP RE U (1) LA 26 A (B D W R i
W LA 2 MR VR I A 800 T 48); (220
VAT V& 1 A7 A A — 303 02 2 R v 1Y)
FLAF S5 A (R W P 2 00 SE A7 38R0 2 W) P e 8 1)
HAFAE —H A ES), Q)W B I AF %A
2 HRAN T 22 WY RN V& 1R S A7 SR A (R PR 5 1)
AR Z P REE I A ES) . X — 2K
TEAR 2 28 3 1 W) Fh S A7 B O b 2 1R i 3 1
(Levine et al, 2017). J&T— A M W) 1) 55 4+ SL AR
FLRIN, 80% 1) —fFLEAH YR VE A2 258 2K,
F2 /D W b T 1) S A SR 22 W) Bl v ) L A d

H— #4338 X (Saavedra et al, 2017b). Ji& £ 5 IR A
WK I, X — PG 7= AR T Be 2 R o Bh 1
(G B0 ) o — 4 A= A ) B 52 1l (Petry et al, 2018).

55 =, e 4 R AR E R 6 A kS A7 I B
Yo —ANBEVE NS IR P o BT A7 R DTk 2 A
F). fHEE TS, 5T ormk/ Ny Fe, BEETE R 2%
X W Fh i T R A eT AR 23847 T T DTk
KIVIFh, BEVEATE SR Z20X — Wb 5 T 4R R o U g
DAFEAE . Hpdilltth, FISL X} B V4 A 4 22 OC L () A
W FR et Fih (keystone species). 2R, Q{25 & &
2] ) FEAN R 58 V)M ) 5T RR T AN 2 5 (Power et al,
1996). fEZE R E IR, R PR A7 1) ot
Wk 8 SR BETE AR IX — WP I 45 K Fe e 1 A
VA X — R () 25 e A e M 2 (11 22 1l (Cagua
et al, 2019; Simmons et al, 2019). iX — i #. f) 5E X AJ
DLS B3R AT e 5 M AT 70 50 TR P R0 B v 00 L Ath 4 S5
MRR. FFIX—w X, TR BRI
SR B[] BT 10 2 5 2% P 28 1) (RS 40 425 40 T 4% 1 3
) BK 51T £ (Cagua et al, 2019), I <4 fb o #E7%
AP 2 2 0 HE M (Liu et al, 2011). [A]
FEFETIX — 58 X, 53— W9 D) 0 R % 1) O
o ) ), /2 B 25 2 K 466 (1) (Simmons et al, 2019),
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T M AT B8 & 4 5511 (Saavedra et al, 2011).
HEWE, X8 SCHI R AU &) BR T3 < g b
A, Eodn, FRATAT LA AL 7p2 R 2 Ak F
— NZWIFXS YR L A7 520 (Godoy, 2019).

3.2 IMETINMATRNNRE R L5

YR85 B & (environmental  gradient) 75 34 5% [ 1
FVEETR S50 2 A3 1 RS P ) (. G5 AR e 1
TR T P B AR V& 5 A R ol ) O 2R 23 G ] B o 0
B T AR AL .

B, IREVEGM 858 95 40 nT B A PR BB B2 1T
A FER TARUERA 1 BRI 7 454 1) ik 1Bk i,
He e s (Robr et al, 2014). {HAZ, XIHA
RS B AR R Z A R R i E .
FIREVE 3 ATAE S PRI, T AS [F] 4 X A B AR AR
FE&A K. BT, ARSI 50 50 24 X 1) B
MIHER A T E SRS R ENE. Rk, T AT
D, K0T IR Z4 738 A re s X F) ELOR RV R IE
PESE SR R S5 1 o SEUR BB AR B M SRR 11X — 1
% (Song et al, 2017, 2019b). J& LR A ILIX — &
P 2 FAE H Ath S HIE Z08E At 7 (Fontenla et al,
2019; Classen et al, 2020). X — 45 S ftke 17 A4 M
U 21 7 BRI B VR IR RS M8 IR A R BR I IS
(Staniczenko et al, 2013; Payrato-Borras et al, 2019).

5, BAEEE A S AR X . AT L
Frig 2, AR FZINARE A X
Sl EL VR AT B 0 X 9 45 K47 41E (Bascompte,  2010;

Thébault & Fontaine, 2010; Delmas et al, 2019). %A ,

I FH A THI ) SR s AP Gt 7k, sl A it
FU R I HL R Y R 0 I ) ik 2 T B A LA )
T 31 %A 23 72 H (Michalska-Smith & Allesina,
2019), T H.7E F AR WL 0 9 28 285 7 1) B2 & B ik
HREER . X— RN EEHES RS
FhILAE 2 [ B OCHE, BRAR T AR W4 9T
B SR, XTI A [F] X I8 85
AAGFESE o BT T 70 R I EL R R VR N ) R B
FaE VeI B B (AR S M AR e ME) EEMN v E AR
i E A St %4 (Song & Saavedra, 2020b). Al E 3¢
MR E VRS R B SRS — A, X — &5 R AR
T RS R T AEREVE S5 M ORI FL A i B

5=, PRI £ 58 55 a0 eT BE PR B R R T AR AL
IRE R R 20 Wb 2 TB] A B R o), L4

EEARFRRA] 5 2R I 20 (51 a0 AN B B3 4r) o 1X— (7]
TG R R ] 5 2R (1) 18 5% 4K 8t (context-dependency
of species interactions) (Chamberlain et al, 2014). %
TFIX— ) A, F 2 S A A 2R BEAL AT oA B P R
(stress gradient hypothesis): £ {5 i 2145 HAE 42 ]
FEORTEAORR, AL = P a PR ) 3= B2 (2
% % (Callaway et al, 2002; K474, 2013; Hoek et
al, 2016). #RIM, XL PR K 2 #1251 T
SER) . SERRaE MR AT UA ShSR At e S AT
HEZZ(Song et al, 2020b). X —#T R AHELL AT LLIE
Tok B T 465 R R B 2% A R v B 8] G 2 AR 1
o ltn, £ B E BT 2 AT (10 SR = S,
AR N 2 55 T AR RN A 7% i (VR T SR A7 3
AEERAFNS T3 AR i i SEAE IR B AR XS KN, T E AR AL
BER RIS E S (] B 40 00 0 ) s A0 A R 5 1
G BE AR e . X—HRER T 4
FIREFE A B B0 AT A BRR R H AR Tt
¥z 47 7E (Frederickson, 2017), {H7E SZi o 4 % 25
5 1 A% Sy HoAth 28 R B 8] 5& £ (Chamberlain et al,
2014).
3.3 IMERMEWEE T E

PR35 i 30 7 3R 858 IR 1 RN R A 0% &R b T
TR . IREE A AR X AR R IR AR AL
VIR AR Ro ] o 25 A R S A T S e R ) T A 455
SER/IEE =AYy P

B, MERME S 7R AR R e A DG
o BARME, PEME 52 g i s i i Vg R4
Tolt 1) P B 8 K 5 3 2 3 3 B ) T 6 A SR B2 1 )
FRILAE? WET AT, AT DA S LI 2R 1) 45
Py sE E(Song et al, 2018b) AR V& 45 k) 1) 45 1) K i
PE(Chesson, 2018). EZ /2, P ELHGK AR T
JE VRN T V& 25 1) 1R &5 4 R 8 e B AU R R
(trade-off) (Song et al, 2020a). tHHL/E 1, 0P =
B K2 1 S e Y2 b BETE S S i R e
PE, RZ IR I BV 1) SE PR WL 819 B I S 5
TRATHE T LA LA V& B 1) T4 = 9 B KR
Skt E MEIC R B A5 M A5 MR e 1, SR E ]
DA It 53X A B 9 B 52 30 0 90 53 1 & 78 N 220
Ko iR R AERETR 4540 Lo )R IR A8 RSN F
18— AF A AE Y 1) 55 4 S 36 404 (Godoy et al, 2014),
Song % (2020a) & B — 4 A= Hl P R V& i 1R T 8 ok AL
P S8 K R (1) 5 ) e M T AN R A S5 M 45
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FaE It o XA — AR YR TE 32 B I PR 5 il
T n] B AR N SR b

55, WREE IR i R s 7RI . G
HUSCHR S, FRATTRT LLFRRE 22 B2 1 B[] 7 51 v B
FEAb TS AT — I 2 1) JR 0 45 # £ E P (Cencl &
Saavedra, 2019). JRi#BZE MR R BON AR 1S
TH MR, A 4R 45 M Fe e R 1 a e (R
VIR AP RS (B2, R ER L A Ae e M ] LATE 4T
MM FH G2 vt 5 77 1 R W FU A8 DR 50 9 1K) B
(Cenci & Saavedra, 2019; Cenci et al, 2020; Song &
Saavedra, 2020a). b, @i b R 45 i Fe e T
A B 18] J7 471 R0 AR 355 K] PR s 1) 4710 B o P R 3
FEAEEE), TRATR AT DAHEDN H 21 i 2 W6 8 24 55 ] -1
UKl % A5 4k (Sugihara et al, 2012; Deyle et al,
2016a; Nova et al, 2019). F&TFi% )5, WA KPR
J£ (077 A v 5 ) A o AR [ ol A v 110 R 0 4 ) A
5E M) £ 5 7 (Beninca et al, 2015; Cenci &
Saavedra, 2019). B BART &, REGIR TS
SO TR Y AR A1 Sy A SV e N S
34 EHEGMTHRIME

TR 5 R FEA R [ AR 11, T2 2B Fh e
T ILAFTT R AR o S5 AR o P B v P R A 1 it
MHEVE S5 MR AL

55—, RS RT R T M AR AL
KFR o ERFRUIN AT 585 1 A 5E b 13
% 4> AT fig 4k 5 2 25 (homeostasis) (Odum, 1969;
Morgan Ernest & Brown, 2001). #Rifj, fEANFEZ=TY
HHRER AP S B IR R AR, BEVR 4R R AR A
Bl 2 AT A We? — AT Re IR 502 B 7 45 A 7E AN
7] 2515 4> %% A # 4 (reorganization) . A1) FI 75 LT K 5
FL U AR AR B 2 R R S Y- R R
Saavedra®¥(2016a) & ILHE 7% 25 14 1) E 2H I AN 2 B AL
(1), T2 S ] RE A AE AN [R) 221 B VR 1 S R AR e T
AN o XG5 RICRE T R A R LER R A
A=

5 TR A EI S R R, —A
& I Rh A O AN [ i 1), Ferb W ANV
IR PRTESF T) 2 P I G I AL RGER 7  DA 30  — Mg
WA A EH PR 58 DR 2R (81 4 il R 888 7K ) e 1 (B A
¥4%%, 2006; Forrest & Thomson, 2011). 4R, #f%
G 22 BB SE M IS BETE ) S5 hRsoe v

N, PR A TRV R, R IMR . R TER
Wi 22 5 B — AN Y-k & TS (I s (B R
P fie 0 G . BE TR 45 K A0 3R 85 IR K ), Song A
Saavedra (2018a) & 3. 45 ¥4 Fa i€ P4 AT DA LLFA 858 Rl 3R
T T A IR
35 BERAHMNE

T 7% 5 4 (community assembly) 7E 47 i i F1 3
T EE R OC R TPE T R ER M AR
B HAR IR A T 5L o gk e e Vsl B Al e i
I IRA RN, DL R R AR VR SR A R B IE B

B, WEARTEE KA U (assembly rule).
SR (priority  effects)Fi B A& 40 Fh H B 56 Ja I 7
SR I 251 T 2 ) Fh L A7 (Fukami, 2015). 1R
2 Wt 5 P A A R I ) RS v 4 b e 00 P DL P
A& B0 AT 52 Wi B V% 1Y (Chase, 2003; Fukami, 2015;
Sprockett et al, 2018) . 7545 i [F] R 1, B 78 R BLAE
A AL 58 & A (niche  preemption) A1 AE 25 47 B4 i
(niche modification) & I = £ 1) 7 AE A1 56 RN Y
A=A 2EHLE (Fukami, 2015). 21, WRASAE &ML
TEAC B B JROBE B8 e B0 ? 5T K i R R
PRSI AEE W AE, ik ta e VR DRy — AN
B T BRI FEAR S 208 . R A R — AN X Kk
20004 N AR 56 JE 5P, Song%%(2018a) & i,
X — Y- SRS N A W A e VAR B T S
AR, kS, BER RIS
A, ARSI, ST —EY-Ea
NPITEVR AR RR e MRG0 5 2, X— Y-
EAR YRR A N R F— R AR A R R E
Vet G 2T .

B, RS MR R AN RR. &
M5, BEVEBE A B B O, PRl R Fh 2
B 52 i BIIX — BV (Margalef, 1968; Odum, 1969).
X — A G2 WA P2 AR R 2 I A Fr 2=
TR A AT B R, Saavedra®(2017a) it
TR ) — A HEAR LR BRI, A
TS, BT R VE A AL, & B R (resident
species) £E Ff V& I 18 B P AN W B2 w5 36 B T8 1 45 F AR
SE M, I HLTE 8 & 1% J5 3 BH 75 1T 4 F (colonizing
species) 1] & i -
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4 WRRE

FIFH S MR — TR, AL RS
GVIREE . RSG5 PREEIE 45 DN 2 R Bt e My
. MR, e IR TERE ST A
R AT LSRR R, DRI 7 38R 2 TR SEUE J2 T #A
ERZ ) BEAR PR R . T4 TT TR S
KRR — L8R AT ged
41 FEREMNTTRENRR

g5 5 ) V& 45 e JELAEL AT DU 9 3158 JR SO 4
i 1) “entangled bank” (1) 1X — 4 Wb Hf & (Darwin,
1859). 7ERobert May 20120 704X B4 344 () TAF
Z JG(May, 1972, 1975), BIAREEE LR FHMITIA R
GBI TR U S R A A AT B 5 & (May, 2006)
fil4n, May (1972)H & H IS H Ak 45 44 A B4
P RIF 9T Hh 8 A AN ZE 1)1 (Pimm, 1982; Solow et al,
1999; Stouffer & Bascompte, 2011; Grilli et al, 2016;
Cenci et al, 2018b; Nordbotten et al, 2018). [t 5
2 T U 45 1 (1) B0 R0 52 R 1 R} 2 () D% S (Pascual &
Dunne, 2006; Newman, 2010), g4 A% 5 H 2 &
GHWAE T TS AR . BRI A, AR TN I g
PG, BV A 25 25 SN T VA &5 140 (10 7 3 1 1) 5%
WA TIRZ . SR, SEURECHR I 18 Hh 2% B BV 454
£ I} 1] )X B (CaraDonna et al, 2017) 145 ] K J&E
(Song et al, 2017)_I- #345 76 A~ AT 20 1) 224k

Wty RUKIRFEREAFAE T 2R MR, ]
wn, i AN B 2% BL A K g T RO X 4%
(scale-free network) 7t % +2& A~ & B S ) 4% 1) — A
& 45 4 (Voitalov et al, 2018; Broido & Clauset, 2019;
Gerlach & Altmann, 2019; Holme, 2019), X—I %
PR ZER TR 2 HERAESENH AT EEEGE
TR B M) B 221 5 (Egler, 1986). {H IE414
I WX 288 Bk 2% FF 46 B A IS 5 19 2% (temporal  network)
(Li et al, 2017), i (HE7E 45 b i 9y =0 b 75 2L AT
FURF T 235 0] P 5o P A R S 2 TB) F 7K T (Allberch,
1989).

SERFROE MR B A% O R RUR S IR 1
RN BB I8 25 AR e MR Fe b o SR, SRR T
R BER S MR i o R R 2 — . N, A%
5 (Woodward et al, 2005; Ings et al, 2009) 1 A\ 23
Zfi(Yeakel et al, 2014)# & AR ZALK R E R . K

K] RE I — AN E EL 7 0] A2 B 45 R AR e M L
SEHTH B R TR R IX B g e R 3R A B VR 45
R FEH
42 HMHEERNERSHR

KT HAR ) 2P ILAF MG, S5 M AR E
PEIX — B & R R 2 A Al P DA AF . SR,
S BRAE T AR 22 I 5 G0 1 0] B 22 /b W g St
12, MAME T — M AR WA, dirataett
PP e Bk iE HWe? LA ) 45K B g 1t 3R W] A
YER—AN AR E R h SR R 4
VIR S5 R R e VRN DA SR AR R FE O, b
A T R BT ECE R S TR I KA, )
ZIRR o WIHTSCHTIR, 1X— BRI TG 4 VF 2 Sk
H¥5 3 4% (Saavedra et al, 2016a; Song & Saavedra,
2018a). fHIX —HIg FM AR RS, A7 2t —
R i e S . — A TREmE
ST E B THEmAN YA R 2 n AN W) A A ) 4
It EVECGUA K4 MTa g E B Zm = niffh
)o S5 AT REM AR A 8 TSR m AN () P A
J vh g — AN AR AR MRS (AT 1 S kB e 1%
R — RIS R, KT8
ARy, BAKTE, HEWFhE P AA 3N Fh
LRI, A T A7 R 22 55 T F B
A IR AN IEAE UK. S ERILAE
XAFIE LRI A
43 BEMNFEMIFILHEKR

S5 R Ra e YT K s B IR AR 1 2 K
AR — /NP AR R AR 28 2 B AR AT A
[F] (47 B 5, 2009), R FRATT 75 22 50 4 i 25 F ke
JE RN ARER 1 TR A/ —itE.

B, BN A5 A FRE TN Atk 3 A B (R R
Fo M E M —LeBF TN S5 RS E It A — et i ) S
FEWES TR, BEESAMHEL(Godoy et al,
2018). BEMLAEFEFEE(Grilli et al, 2017). 4 # &%
JEFEE (Butler & O’Dwyer, 2018)F1ELAC I 77 8
(Song et al, 2020a). AT, T ) LAFHEURHEE RSN
WAR R, A TIRZ e, filtn, FENLEE
%A e (Bunin, 2017; Servan et al, 2018; Wang,
2018). HUBST /> B BE 14 (Barabas et al, 2014a, b) il
IRIEKFB (D’ Andrea et al, 2018, 2019)%:4, KX
ST 11 0 T HRN 45 ) AR MR TG R R R A B
FRAT 5 4 1 M B AR A A A BIE AR 2 R
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S, SRR YA LA VR A A A )
R SR . REVFILAERBEESZIRZ O E
—, BEERYIEAERZ H AR O m . o,
TN R AR Z R E S RG DI RE
B8] ) 5% % (Loreau et al, 2001; Wang & Brose, 2018).
SEA R OE T B )0 HOKE B VR A5 M R R A
BEAEW) Z FEE RN A TS R A D) RERIWT 7T H (Rohr et al,
2016). {H, Shfgfcse LRI EA AIAEY 2 A
A2 R G T AE B A S0 FEAR U Hh % A (9] G B 4D
RN B AmAE RN, Loreau & Hector, 2001). 5 Ebdm,
A — A% O 1) 382 HE V& F4E & B 78 (metacom-

munity) 5% & (Leibold & Chase, 2017; Guzman et al,

2019; Wang et al, 2019). H #i R AVIE I EE TAE
W G5 RS E PR HE) 3 4R 5 T V% (Arumugam et al,
2019). H ARG BEVE E T B SSR ke tEER
)R EA B Z T L] DU i 8 5 VR AR S
b AN A B A O R (R BE RNk oK B, 2011,
\ellend, 2016).

55 =, ST 4 R R T RN L A A B R G
Fo BRI S TE ERSCH A AT . KR 2

FeM 2R, N RKE SN E RS, 1E
F P28 B2 IR L I, BEAS AR S 5t A

U5 7 AR AR B X 26 PR R A SR A FURE 7K 45 74 (Dunne et
al, 2002). —AMETHE S HEID 2 5 M 2B
45 ¥4 AT 2 % BH 18 (structural  controllability), B 73 i
F2 I 258 G5 A6 T n] o S 2 2% X 2 R RT 4 E (Liu- et al,
2011; Liu & Barabasi, 2016). & A WF 70K 4544
AT PR BRSNS R Fe o MR ST T WIAP B & (Arnoldi
& Haegeman, 2016; Cagua et al, 2019), {Hit 2% 5
FarfEER I BoET R (L et al, 2017; Angulo et
al, 2019). 75— MEMHE K0 HEIS & B M 2R
i) % 2 W 4& (multi-layer network), B 5% /2 4L T A
) J2 AR H SRR K X 48 o BRSR AR 22 1 SEAIEIE B 4
HAE S 2R TR 1 45 W B 02 2 )2 M 2% (Pilosof et al,
2017; Hutchinson et al, 2019). 4Xifi, HRi&%E L
R it s T 2 Z BB K 45
44 BRENSOEXE

AR ERSGERE, WA SSIERE S ¥
PER AR —REY . BET, REgmise it
HE—ENAIAEYE 3, (HR XL ISR R
H T AN AR AR SR -

tan, tEYI—A&Fkr & VA (Song et al, 2017). fd

Y- SUREYS (Petry et al, 2018). AE) — B A sh s
(Song et al, 2018a). Mk AH i ] 5 7% (Cenci &
Saavedra, 2019). —HAEAE V% (Song et al, 2020a)
I -1 EREVS (Gomes et al, 2017)%% . Bffi7E
R AE S VR Y, ST 1 2R B A A /D 4
i 2= 5 (Saavedra et al, 2016b; Song et al, 2017;
Cenci et al, 2018a). A, Z5tafse HSIA T EE
TN F G0 AN A T SRR R4 I SR (BRE DY) . — T
T, 25 R ke PR BB SR AL 1 VF 228 1) B AR 1AL,
M LAR SR see . b, gspfsse EigmT LA
5 B T 1 0 o] Bl A R TR] 5% &R IR 1F B A 8 T
(Song et al, 2020b). &nfi] & A4 #¥ V& H () 50 B A
(Cagua et al, 2019), LAS el £E L5 Hr 36k =B 4
FE A 1E (AIAdwani & Saavedra, 2019)Z4: 745
)

H—J7, e EIeRgt T B Br
KI5, BT L #IE H T2 o8 RE 2
P SZUFEE . Ban, InARIAE JE L — AR 5
G SIS T M) 2 5 T BLAR A AL B8 20 4T (1) (Godoy et
al, 2014; Kraft et al, 2015). #45 k) fa e MRS iE
TERXAS— F ARGV RER I S 5 b, iR 1
HoH i A 25 2% i (Saavedra et al, 2017b; Song et al,
2020a). Z&Muldh, BATAMESC L Fa e v H it iz
T 990 P SR 2504 (b G A 36 AR e A7 O (1 v 22 5K
SHHRE) . BEICRE, MR — VA S 00 AR AR
VIR SEAE RONLER, 2 T LR A A A A VR S
(Clark et al, 2019). [Alifi, iX—NJ7 A TAERT LASE
R AR I B0 IE ) b A 1 i

25 Ky A E PR HR A — A B FE R 2 i B
AN PRI AE R B HE D . X — B DUE R
MR FfE AR ¥ 45 AN A BT I 1 o S AR 3R A (X A
o FEUREEAN b, X BIR RGHEE ST T YR
HEVR GG . ISR T AR SAF 2 TR IR SR AR, R0t
XU AR — SR TR B T L SR A T
LSRR« Z5 R RasE PERR IR & 1 K AT B AN
S B (R S, AN T A B A A 3 A
WA, JZmE, XX R, "L
DR St i L S T F FE (VR AR . PRI, SRR
PEFAR A B RO LU 25 & AN [F) AR 25 2 e v 1) i
IS DU 2R Re g PEE R AR e, fEREE
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JZ T A S SEAIE J2 T IR A B VR 22 I 0F 70 8 1R AL
o, W EACA BT E NS TR TN
X—Hik.
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