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Abstract: Improved understanding of the mechanisms that drive the generation, maintenance, and loss of species diversity is among
the primary objectives of ecology. The niche- partitioning concept provided an early explanation for species coexistence and
diversity. A growing body of theoretical research has demonstrated that dynamic processes operating across a range of (i) biological
levels of organization (individuals, species, and communities) and (ii) spatio-temporal scales create the “niches” that permit species

coexistence in structured environments. These theoretical considerations require corroboration through empirical experimentation,
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but practical logistical difficulties often restrict experiments to limited scales of space and time that are much smaller than

those embodied in theoretical simulations. In this review, I argue that natural microcosms can be used to resolve this issue by

incorporating spatial heterogeneity, spatio-temporal scaling and dispersal in patchy environments. Using case studies with different

types of natural microcosms ([i] carrion flies on rats, [ii] spore-feeding beetles on bracket fungi, and [iii] protozoans in pitcher plant

leaves), I identified three key mechanisms driving species diversity: probabilistic spatial aggregation, competition-colonization

dynamics, and assembly-history dynamics; I also reviewed associated schematic models to test the putative mechanisms. My

analyses demonstrated that natural microcosm experiments were able to reveal the linkages between the maintenance of species

diversity, spatio-temporal scaling and environmental heterogeneity in natural systems.

Keywords: competition-colonization trade-offs, natural microcosm, scale-dependency, scale transition theory, spatial

heterogeneity
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RO ZEH L7, ToME. zunzyhoz
MIEyE PRI, 7 N EEHEE O BIFHE % 26% A S
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Xy F ORI ® B IR B VT, HIFERICBIT5
ﬁ i OEEEEERE L, i OMEEE Ny NI EIREE N
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a; <‘: LT, UTOXTESTZENTE S,

dN, —MmM
E = Tt(l —a,N, — ale])Nl

=71{(1 - ayN, — a;;N) - N, + Cov(1 — a;N; — a;;N; ,N;) }

=1{(1 - ayN, — ay;N)) - N, — ay;Var(N;) — a;;Cov(N; , ;) }
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x#—w&mﬁfﬁé A — )VERHATE T A 55 IHIZ.
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J DZEBNZ B D EEES A DG EEATYS, 3D
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HAEETET B 72D E T REDPPHL N E 2 D,
INHOEIIMNG ., BAEBEFHEOH TREINTNS
WY, BB TIETEETH 5,

(2, TR o Z2EA AR OE WL E T LEMI
XNLEDL ) BREELGZ ZNPIIONTESET L, D
CICERAASNEBE U ZEATLE, AT IIB
AT i OBEERNTERT LN TE S,

Niyx = Ui, )

2 % (1) ~“MAT %,

dN, _ _ _
—p = TiN{1 — (1 + Var(Up )W) — ey (1 + Cov(Uyz, Uy )N}
(3)

ik jlZonwTa by - 747 7 OETSHEX %<
& DT ORELRGFEFEVPHROND.

a]’j 1+ COV(Ui'x, Uj,x)

i il il 4
aij 1+ Var(UL-,x) < >

— T, ZHEEMPECGEORGELEML. 4) Of

W 11272k b,
251 (5)

(4) & (5) ZHET A LT, ZHEEMEIHIESLMEC
H258REEBTE L, bbb, MBS &KL
THRENBEFITR 55 X918, NTOLRAEFGAT
HZET, WHERTREICR S, TOETIVIE, [HEH5AE
EFNV] L THSND (Atkinson and Shorrocks1984 ;
IthaMSMHmm2%® LSNP 2 | iy <

v By FIRIZHA T B BIRICEAL Y 5 B R
%@ L2 BT 2 —EoBEWERTH ), thoifsk
WBWTHIIESN TS (Inouye 1999, 2005 : Wertheim
etal. 2000 ; 7272L. /Sy FOFEE L L= v F40H
OFEFM LR SN T 5, Grimaldi 1985 ; Takahashi et
al. 2005 * ZH)
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fﬂéi?VA>ﬂfﬁéoSVVAv®&#f%
Holopsis sp.1 ODHHIE, BT &I IS L7cRwd
Mizfd b0, EWIT Ay k[htU\ —Ji TRl OFE
Holopsis sp2 DHHRIFFE L HCOYERT L7290,
MIV ATV ERSE, a7FF NV adasid, BEE
ED A ERLSLELEDF 7 aTHY), TERE (57
IEMEMORLFHIERS) 26— Hb 72 ) BB~ — 2
TZEPICRF 2SO, BFEFRIZ. 2010 um i
W72 W TFOATIE L TEET 5. 6 DEFRIT
YV ashr EERETOVT WS, FHRITTERE
IR EAM T, L L2 RiEEFo a2 E LT
FEL. BXZ20 HIZb-55H - K EZ~T, Kl
Ebo MATE VY RINIT, ETHI %> TFHE

RO AF &, R sh/izx /7 a Oy F) IZEF
L N2 E AL E X ki, #7:
T RO THE T 5 2 EDSTREE 250 TV
AT riE, BOTCRHMAHRT 2L EbNUAETH S
2, FNEFEMEGAR LAY 2 23 ERICEELNLSHT
HY, BHHELDF ) a3 BELRLTLTHEL
TWh, JAaFERRIZ. 29 Ly FOMEEFIHE
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NEDLEDIRIT CHEIEFEFHA TS,

9, HHRART20 Co THSMRIZH L0 ED H
FHOSMZT B 720, F o EGH E AR Z R
~7z (Kadowaki et al. 2011a) o P4} CERE L 72fa 13 % I
o FCIEMIZ RS L. H RS R — RS LA RE [ & 72 D) 12
BT A HERRE A, FHROLGHE—FEHIF
BRETT 270 ERBFREITFY 18 TREHE S
N7ze ¥/ 33—Hb)HEHAORFERLBTLEL
T ¥/ BT L2HRRREERRNEBE LA, E
BIZAENOND BT OEEIE. BITHD 1%I125 7
ol BTFD9%IE. FRICERLGNLZ L%,
ZERPICTE L Tz, 204, RTFERRIZE 5T,
FEARRICRRNT LHFIIELLDEL I N E LT, &
CTCVFERBICEE3Icm OB T ) —F 2L CTREE L.
ZOTY—FOHIZBNTY X/ AL VHRE NG
HTTHE L. Ydiz2oH 2R+ HEIZH L
MR DFz i & R RS 50 AT 23 &

LA Wl 2 K255t #osES 12 ORI E
D, WIS EMEEETEL0E, 10em” 4720 B
LZ2ETH o7z, BFEFROLYGRIZ, HTH LT
55720, —EOHEEMRL ZTNE RO B w, &
DFEFR, TERBLOZEMEZD o THEF L TW/TZDOTH

b (X4), MAaTIE, F~xF /b EEYITVrny
DO2HEPFERBEZD CDFEFLTVDE, TDLEHIZ, /¥
v FINOZEM G H S Z 205, T REEEOHIRE
H&RD,

JAZ 7 VIRTIE, 4oy F (F73) OET
3TEDOFHOMIPEEBADPHKED BT 51+ Iy 7 521k
PR OENDL, £22C, FH3IMEIHAT 2 M A% F X
B2 720, BRIRND 30 D78y FIZB W TRTFAEF R
3TEOMIR & A, EEFEFE, 8L 72507 0 24 K
& 720 I EOHIE % — £ Mk L7z (Kadowaki et al.
2011b) o COREIIBIT 2 HAOFHRIT. FEREOLH
W LEGENT Y 7 N E T T 22 L 2@EL
$E3ﬁ®wﬁ@¢ﬁ%#w%%;ﬁ@f%é_kf%
b0 TAZ T VILRICBIT Z2AEOER, 3FHOFHD
Ib. FF ALV U DNy TG L. 3T
VAT 2RI 20 ~30% EED /Sy FUIAE L T,
—H T, WK TOREEI RS LhoIE. BY
ITVVLAY, W T, X any, AL hrolz
FIEYI T A ThHo72

Fo8y FIZBWTEARTFBIEE % 7R, 3HOH
GRERICIE. BAIDHEAET D ZEDNHL N E R 572 B
NI EDET IV (Ayala et al. 1973)
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etal. 2011b & L 1Z2%) . RENIHFRLEN TV AL, kd 72 ) OMEMERBE GEFRED) 2R3,
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WA BEARD I FMT2ET V&2 PEL 72
FOEFIVE S LI, HHEONE)E RN GBS E)
EBFRB IR EDINT A= FIZOWTTNVY EEHWT
L7z ZOXHIT, BN S N EATEERE IS
BRERLBTLEFVE R TIIOL LT, FHOWMH
SREGINER, 72 & M OSSR EEN (5 R%)
DT EREZHETET LI ENTE S, HEEI NN
FHAREMR Y 3MoMchd s &, EWI Yoy
Db E L, FF )ALV PRE, EWI T Ay
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DV AT OMIEREPEOMETH LHEEIE, Wi E RO
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HeB S NS RE e b S \CHEMAAEER A Y b7 —2
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BIfRIZIZIEEMATHD ., FYI Vv A ITEYED S —
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FF ) ALVIIBOTOR, FBAOTHRES M
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TEDEHEENT, BYI T AT, R IT
HERL-OORLA MU —IROMEOOY % b D7
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RVVAVHIIOWTIREELRAHEZHERTHZ &
B TELD ol MAT, FF /T8I, IV VA
VHERN TOVESBELLBBERL. SREENC
BENTW BRI REEEIRIE SN2 Lo, BAHMZBIT S
o ERHOGEATENE T ICHEINTB LT, EY
IVUVAYERNREYI Y YAV L) BV %
HTAZEIIWHLDLTIE RV, 22T, IV VAVDH
BBETINZ DWW T EBICERT L7120, Ny FOH 4 XL
IV VLAY 2 EOTFIEEEEOMMRETRDL L, B
BRIBWFEEPHONE olze EYI TV vid, K&
WY F R ERBEETHFEL TV —FT, EYyI T
AU, ANEWy FIFEEEETHEL TWiz, IS
Wy FIIFEELTHOZWHi LW aThh, K&
Wy FIE T Il EYE Tl wd ) aTh b, Lo
T HEYI VAL WSy FEROTHET 52
ET ISRV R M) H N TV R WERE Ny T
FVWBRIFIZANS S EEBY KL, % R LT
WARTRENEZ OGN D, HYI TV AT, NS
AZOF LSy FITAMY EL &, —RICHHET 5, L
PL. ¥ IOBEL LEDITHEFITHRVEY IV AT
PRAESE LT AEIZIE, BREZFRIEL 20,
- B E RO T, BWICBE LT 20 ER 5%
WO L Lt ZOWEEMEIL. ERIZEYWI D VA
YOS EATEI R BB TE 2bIT TRV O &
T WAL, Jonsell et al. (2003) Hi2Xk 5 &, AEEHH
BHUIEF O RRES T 2% b 005, ZORKEER
BIIEOBEBICIESNTWE ESbhTwb, Y3
DULYHTA L VILIRD 20% BE Oy FIZ LR
LNWIHE LT, RIFWEEHEIHOTII R, 7F
BN LB AR 12 LA U WITBEEDSE 2 S b,

fa 7 EH R OBEFRET) & B ERETI IS DV TRk 4 72 T
POHRET D E, BFNIIHMVO2H, FYI T Ay
LX) ALV ENENRE LD HETEYID VA
EDEHF ML TWALEEEZOND, FTF ) OL
VIIHEIIOWMT AL TRY IV VAV LEOHESH,D
HEI, EYI TV AVIIVERLIIH LWy F e FICA
NLZET, BFroRNTWD SN, 2Ol
TERHBLIIBWORE SN [HHE L 5H0E
DFL—=FF7 11, Sy FHICBITLHSF L%y F[H
OBETHE V) R LB ATr— Vel =y F5E
DOEDTHDHEEZ5ND (Kneitel and Chase 2004 ;
Kadowaki et al. 2011b) o JERNEETEEDOHITH B8 D |
FEMBEG X ) QNS DT ) DR Lk, SRITE

11

DDA LHMATH D, =2 —Y—F Y FORT
BHRBEOFITIE, [H4 120 i 2 5RE T X 2587
EHLWy FR2ERT L] #2002 =
vFEHRZBIETE, ZOML—FF 7 FEOHER
W7 AtfilAa & LCTRRT 5280 TE %,

v avh o ERREERIL Sy FHIZBY
TR VBIESETAE (F~F /a6y R@YI TV LY)
EHBRTELETAIE (EYI TPV aY) BREL L WhIE[E
Bl oz 2L Cwa s, Miisiaefks L 3Ll
FEIL TV, BICESTZHEIL. BEIEEICH D
BENYFIIBWTORFHESICHEL ., BROHEL LD
WS IZET, BB SN THL b Lk v, b L
iFy BOWOBENICE > TH LW ANy FR B R
L ERBEYETHELD LAV, WThOBEROMAM
AVHEMHEO LML EFREL TR EICEoT, 20
HHEARETLOICHET IRENRIIELER L, &
o T, EYFEOREZEET S ) 2 TIE, wWinhoft
FHAPENANT WL 2 W5 2 EAKD 515, Pacala
and Rees (1998) &, WINDMAFADMENT WL D0 %
HETHETNVERE LTz, TOETIVEIL2 DDIEHK
Levin-Culver 8% (L48%0) & = v 7488 (N{5%) 1o%
DGR AET 2T TH L, BilbT 5729, 2
MW CTHST2HEG%F 2. /Xy FNTIIHE 1 > 2~
EEBBEISHED LV ENEIRET S, AT, 78y T
EHIZH) ., TOBREFETELVERET S5, Sy FId
SOHEHRETE 2, F12MBALTH D 2 {2 AR
AW HEZR /Ny FOEEZE S, HH 1 OARIHELBFHEIL
B2 MBATERWVSYy FOEE% R, 20
ADVIFAET B8y F % B, WA —IFAICAFET 58y
FEMEL, BODEZXNyFEF LT, i1 LFE2
DBAFEEZNZEN c L acs SHOLPICM 25 R N\DE
gy &L, K%y FIIMER D THELE ST A & T 5,
INOLDOEREE 2, HFLOWMEZE LISy T8
Bl UToEEcRisns,
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= = ac(M +E)F = c(S+R + M)E — DE
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HBAIEELEERM SV ICA T — Va2, kT
A —% . Levin-Culver 5% L=y/(y+D) & = v 7355 N=1-D/c
REFRT Ho LI, 0225 10fEZ LD, 112HT
FEHEBENTERRLIDBFELIELRD (>>D).
BERE L HRE O N L — N 7 OB 2 sk s s,
FThbb, EFICIHNEIIZ EECGEEENIC L > TH L
Wy FEWER L2 2D ET LT, SR
AL b0 —H T, NIEEHIZ 025 1 OMDOfEE
EDL LIZED I EHEBHEPSBATE LD HF L /A
2L %Y (>>D). =y FnEofermibsng, ¥
bbb, BB TAHEIEIEERVEE ICHEET HEE
Ny FUIZBWTORFESFITH . BROMEELZ &
TEHGIIRANEICE XD ) . BRL V) =y F4F
L, AN L 63N, N LigkE Nig
BrlwcEzfzzsL, DFTOXIIZERTE %,

1dS (S+R+MF—a(M+E)S S

Ddt 1-N T1-1
148 L S+M)—R
Ddt_l—L( )

1dM _a(M+E)S+(S+R+ME M
D dt 1-N 1-1L

1dE _a(M+E)F—(S+R+ME ‘
Ddt 1-N

INSOENFEA,S, 2 HoOLEE TR L T 5 &0
RO, TOEMEE LIBRICHT A NIEROBEE LT
Ty FFAEZET, WTNOREEEN L )V ETH
LONPEHETHIENTE L, 2N DOIRHIL. BlE
FEBIC Lo THEIRETH ) . & Y EAE B
TEHEBWES ICHET S ENTEL, 20T %
fx, MOBAEcAHELED L) MO CTEMEICT
be (ZO¥A. N=1), S=E=0 £ 720, A ¥ HEII=
FREOREEENETHET VIS o — T, Wk
ELRyF L2 OATRE L, BEERy LK
DIDdE<THLE (ZOWBE, L=1). I HEIHS
EGBD N L =L 7ORRRETTETHETIVICHD o
Lg% e N oEF I3 2 BEkE I, 2 o5 Hies
Dl allL>THZEAT D, 2D L) 2 FHHEHO I
EEBREHAGDELZ T, HERELEETLZ L
D REE T2 Do
BERNESHEADO L — FF 712X 2 HFIZ, =
DO R & A 2 B E S D, 12, HHE
I ELSL (Kondoh 2001 : Cadotte 2007) 12X 5 &, Hig
FEDWELOMHBE I B TSR AKILE NS v,
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ZOHRMZ, HHFETHOPL—FF 70 LTI, 3
FIR LGV SR L RVEICEL T TOEBRAT —
PO EINDE DO TH D, Thbb, HWELA/N
SWEA T EEFICHCTED /Sy F s 2 HELATK &
WIGHEIZEBRE IOy F2ME 2 5. PRBIREL
B, MFREEGWREIIDO P L — N 7 OS5 E
LCERTFTHEH, CORHEIRRT L L1, &
GLOBHE & FORICERT LT LI, 78y FIREESIC
B2 LHEEFOHAMAEKY AL ) ZTHERHE VR S,
BT, mEHE LA HEE IO L — R4 7 iE, AR
BIES S 7257 [HiBOHME (extinction debt) | KL & b
B8 | T\ % (Tilman et al. 1994 Livingston et al. 2012) o [ ft
WoBf] Lid, ABHDHHE I N EE, 722 bICE
WHOKMIBASE L DD TIE %R, —EDORHZEEZ - T
TEOMBAELLBLTHY. ZOHFRIL, FHEFEHL
FHEIO ML= FF 7L o THEEEHHL TV LE
BBV TELZEMAFFIRNEZEZ SN T VD, &
55, EEMOBIENT V¥ AIZELLEE, BEIC
o < EAEL D Z Wil IZ E eI MK < AR B RIS
& BB A D B2 & L\ Sy F DB & R
BEIMZ X > THo BT A ENTET, MRELT
MWL T WEFMENDENALTHL, 71457 LIk
WBWT, ¥AVERI -y L 0MRICE > TK
B 5 BMERDPEATHER, 77 ) OFEMRDPE I
TWAXIBEIED T2 Lk, TILHENS L
IR R W R M IS S ) RAEM D SRR 4 B B
WTHERARZBW R IR SN TWD, 2hb oW1k
ENHFHRARIZB T, FAKTIIR D BEESS 2
SR I T Y AV EFPHFEEET, o, BFEIr LR
BMENTZFE RN I TV AR <F ) ALY DVEEETE
B2 ewv) @magsi s hiud, #igo BB IR A=
FHEINbwz b, 2OXHIT, HFue) L afmeio
FL— B 710X 5 LML, BERHMBICE S 5 R
EERBFIHER EFEZBARTET 2L 02 5,
BREVY S E_TICHTB7 74 bTII—SHE
T =7 O—F Sarracenia purpurea \X 71 5 5 HE D
SRET7 T FINETOREICAELT 2 EBENTH 5
(H6)o COHTE=TIZ, EhSBUTHIT TH L\
KELZEHR L, TOEDOHFIZB L Z 50 ml DK% 720
HIENTE R, BIREOKTIIEIHFWIN, T -
NI - 7 READVHEIE NG, ZO—EIE, AEICHES
WHE, KZEDIZETT L. TORMIL. FEDTWT
LA R HE 2 EOW XX o THES NS, MO
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6. EHAEYY 7 € =7 OERIEIZAEBT 2 EWIE, () 70) FINT7 3T F 3 7 ENARHNOFEEIZ BT 5 RS,
(P R)EFNZERT Y T € =7 Sarracenia purpurea DEERIE, (R F)ERIEIC 72 F K2 RIS 28610 (G LB SH0)
GERZEICER T 2B (Thomas E Miller JCHEL) o (4T) 7 v =7 12B1) 5 EWHakE.

WIEANESS & 70 HEIZIE, HR KIS L D @EIENTE K
R EOME % & L CIhE L. FAEBY OB O
R FENRIL SN S, S SICKEAYEET 5 & FE
BWEERLZRY 7 INEEL, BF L THARA
BRDSEMT 2 L9125 (M6)o 2OT77 A4 T IVY
— ST OB A, P 180 HOEDOFH Mm%
# 2 % (Kneitel and Miller 2003 ; Miller and Kneitel 2005) o
LA L., IREMGHEEBROTNEDLD 5120 0hb 5
T E A B HEOREIL BN B TR CIRER R0
FLEOREEBICBNTEZL, KELLENE %
KM Whittaker 1960) 2SI S N5, T OERMEZ A M
W EE ) & EMTH A I e ZOFEKEO—>2L LT,
HEPRV T2 ETORENEZ NS, HmICL S L.
EDODMAEDLEDLALTHETH D D2 E, DO
REPEDHTH L D0 B 5HVIIHEIEH SN L&
FCELLIHEREICLoTRECELLZEPMOENT
Who IAICBATAMIIENOBAT LM E IR, #
HELRTWEA»H L L% [HREME (priority
effects) | &3 (Drake 1991 ; Young et al. 2001 ; Fukami
etal. 2005), TlE, VI =7 OFEAEBIHEICBNT,
ED L) B BRI AE D o TRAR RIS S 1,
Ny FTEN R ZEOMAEDLEN IS LI LT,
JFABNIREE O SE (B SHkIE) BT HDEH D D
RN Y« BEEDTER SN L \FEEE 2 TRz
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Vo EOMEDNRACBALLZOPIZE L, BIZBATS
2L > COBFEBEDEAT 5 & T, WL THFE
B ICEREEPE L5605 57259 (Connell and
Slatyer 1977) o F 72 B AR OEEEESE OEDT4012K
&L BHFBRPARLE R PO 7O RELERE L A&
LbrzldE26N%7259 (Lotka 1925). BAJER &
BAROETEZOMEIT, HEOLRME B L) %
HEARMTEL EBELZLHEMATH Y, 55 DHHMADE
WTWHOMNITR L, AERERRHABAICBITZH
Wriok& BT L EEZOND, BAT & B ARED
BEEDOHEDO ) b, WTFNOREDNLYVEELDLEA
I Mo TNH 2 DODFR A MAANERAE LFHT A 720,
Kadowaki et al. (2012) &, [ ] % [HFfH | T &
ZET7TU—F R L7z, HAHMEITE o T 24 BRI
BRENA TN ET B 1S EAR ST E A TH 5 R &
. FOEZIIT AT A v 7l EDL LICERTE S,
Mo T, BAMM O TR E OB EKREIET S &
I BEOBMERELBIET LI LDV RETH L, 2D
HICEH L, BRI H 5 3MEINAF I CTRASHE,
FR BB ER AR AR 4 IR I L, BHEEEE
BlET 52T, BAHFE EBAROBEEZONEDOR
BAMAAZEIEL., BEBEOEREZ EANTEAEL
7z (7)o

JEAEBNY 3 FEAS 12 R X CE A ISR AT A HIR (B
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7. Y72 =TIIBIT 5 3HEDJFABWHEE DM AN TEBOZE LR, 3EORAB D S £ Poterioochromonas
malhamensis %T& A. Colpoda steinii % & B, Eimeriidae gen. sp. 1 C £ T %, (A) BANHF ORI LB AKEOR)
RAMINRIET HEACERER, 5L IHOBR AT 2 HFEL, ZH#istro) b, E—FH () obvid
BB AT M, mRoLViE 12 Bk, $EFEoELV (F) 3k E—FBOBOBAN S 24 FifE)
WBATBHZRT TS EICEAOEEREZIEL. [AOMR] OWEXTIERCBAT HMITEFEEIVNS W
PRX, TIEORYR] ORBEKITR S BAT LM EHEP S VUEIXTH S, (B) Bray-Curtis T HD < LT
RPZRERGEZ X B LOfER % F BRI R & HFE R RALBLX T & (2 TRHAIR L 721X

Mo 24 W) & [BAMMI] 2o, HEEH®AL
ENFEFORERNR SN D 72 B (B X% 9 ALY
SAMM) % THEEHBEE] LEFRL 7. BAMMSD
DOFEDOFE ANAF R U AH AR B 4G Ry o R AR B
RSB A L (X7). WREZ R D EHem 12
—ERmO %5 2 10 ml OFHN T 72 B 5 S8 72,
3HEOMEEEHRE 2 ERILT 5720, 6 B T L2141
L 72851 % 0.10 ml 37080 RELL . SHEOEAEIC
DWW HIZESAMSE 2 VT A 7, M5 &, FE
BWIEATA Fomas T v A0k E, 3RS
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WATEN S e B 720, £ L7299 2 TENLEND
AR A TS 2 2 ED5TE D, 72 R A, WHIXR T
HEMBICRKRERERE»EL 2, #l& L T,
C>A—=BbLLIZA=>C—>BDJHIZE AL, 2D,
WRAONCBAT AT EERETH L5M0T (EORER)
B) 2BV T, BAHEFWICHH S L TP S iz,
T/, BERWICBA S84, M2 IH L 722,
niE, BOBAERFE PSR BZERELT| g T L%
RLTWh,

NEFEsh S & B RERh SRS 72 Wi R O BEEMEEIC G- 2 552

-
—



AW 2 AR AR AR

BIZOWT, BT ERAT, BlZIE, BB ATLHE
BADEEE BORBEDENERET 5720, A b LL
13 B RIS A LEFR RO (T7A D1, 2,
4, 55IH) OF—% DA% H\72, Anderson (2001) |2
X o TR E 72 PERMANOVA 3. £ &= 0HIEMH (]
ZIE FHEOMEEER MBUEE 2 EOBEMHEE) o&K
EOFYEE ZDOEE ST 52FETH L, S0
X, PERMANOVA 1. B ZHME % fat i 12 5 et
Td 5o PERMANOVA |2 DWW THHAL L TS 57290,
a ORI 7NV —TDH Y EnEhn BOKEL G,
Bt N=an O > TN % b —BRNEREL B E T 5,
WERX 7V — 7 Z AN 2 BE R G & 2 0L B % B
LMIT A0, T3, BEOFHHSS, & MHEX 7 )V
—7HDFHHSSy ZFtHE T o 513, ¥ T Nik
BRILZ V=TT HHE0R1 L), ZRUIO
BEitoxr kb,

N-1 N
1 2
i=1 j=i+1
N-1 N
SSW = - Z dlzj 5ij
i=1 j=i+1

BT, 2200 ZBE T 2, WEOREZ KIS
MET D700 FitET KDL, FHEFTEIE. 7V —
THEOF S % HHE g-1 THl-72E, 7V —THD
SFHMARAEDHEE N-a TE-72EORTH 5,

e (ssT —SSW)/(

SSW)
a—1

N—-a

DX 912, PERMANOVA &, 78504 (ANOVA) &
JEF M L 22 B E 22 TV A, K& ELR
% Fli¥. PERMANOVA 7* F = O F BHEMRE 2179 1B
12, EREBEZMEERHATAHETHAS (Anderson 2001 ;
TR A 20100 b L. REIX (FV—T) ORRD
BWEMRGET B &L ¥ TNEFEFILT I — TR TS
BCTHLIETTHL R . BIEAICT Y TIVER
DHEFRE_EZ, FEXFEL., Tty RyI L
TROND FIHEOGM & EBFICBM S - FE% S
52 LT, FV—TOREOMEAEEEERETE b,
Kadowaki et al. (2012) &, JFAEBIWHEE DERENFE
BB n: R EMGEoREREL ZOLEE B 5
B 1252 2B X ORRIZOWTIRE Lz v 7
Wik jOHEEITY d, & LT, FEFBLETEEL Bray-Curtis
188 Bac=1-2C,/(sits) ZRIE L 720 Cy ¥ >~ 7VHE TR
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WY LHEHL s & s 3TN TNT TNV, jITBIT M
% 7R 9 Bray-Curtis $§%£21235 { PERMANOVA % Ji
AEMEEICERT L L, HFEBEOMRIIEETDH
D. POHEWVICHE LDV, BEMEZREL TS
ENHS N oTzs 22T, MBXOREEHIRT 5
FTHEESRE AL, BEKEO TP L SHOBERTH
%o PERMANOVA (2 & o THERWHEHX OB FEHHe &S
N7ZWaE, 3200 F ) 2RET S, FE—I12. T
R BEEREE I CUEX ] TEND D HA. B, HER
EOERE B L) ICUHXETE S Y6, &
S EHEERBEOCTNR O MHEXE TR LYLET
%% (Anderson 2001), ZEMED/NY — ¥ % L 1) i3  HfFE
T 5720120%, WK 7V — T TSk - S
TWBRESEZ AN LD DH 5. PERMDISP (&, ALHL
X7 )W—THTES M GEREFELVI L) 2l
BMETDHILENTELFETHY., LEETTN
(MANOVA) DESHIRED T Fa Y —L LTS D
ENTE L, WHIXHE TR EHUNRLLDONE ) 2%
& YIRS 728, PERMDISP I2H1 2. £ RICK Rk
Bk (MDS) % F Ve, 72 FE R O BFEE O i fIRRE (P8 20
DOWFEALZAT o7 (K TB)o ZIRTTREM I, M
BLEEATHI % b L AZBEEMR O IEFVE D FH WY~ 7V iF
ER AT, WY TFNIEER IR DS LI 2 kITZE
MBS E 9 2 BRI FECh 5 (L)E - R 2011),
ZORER, BEHEINGHRL D1, BEBEOIZSD
& (BEHM) HERLY, BEMEOE.L CPRE S,
HLCIE7 M=) RITFEAEELL h o7 (K
TBIE)o —Fi Ty NEFEREN @ HE. WL O
XOMAEDEIZBWT, HEMEORLOELL 2
. FEEOFPENEBIAL Lz e HRIN (KTBA),
FEAEY) TIE AR & D X 9 A TIEF R
L 2O 3HER D% TS, & 5 L o i
REPALEED 2 LMl & OILFEMAHEER 2 &, 8
BOERPEZ OND, ZOEBRTIE, BOICBATS
THIT & VARV AR BLAE R T 1 BA AR s O R B 95 B 05 5
%5720, HF L BEORRESEEIHHEE LTI,
FNTHLhB., ERREMLIEIET L Z T, BER
RENEFR RS HEEBEICG 2 2B LT 5 2 &8
T& 720 PERMANOVA - PERMDISP - NMDS I, ZHk:
DEVWHE (Lo TERILT—%) OBEIZLAEMPD
ISR FETH 5o

T I =T OFEBYEEOERMEIZ, CofEPED
FAIVTT, T, ENLBTOBRETRALZONE
V) BRI OREE (KER A 7 — V) 12X o THPA RE



Y ffh i B

BIF - REALRBRON T 70—F

W&/ RiflcEIDRBETTIL 7O—F

B) BEF BN —FF D&
ZUFHEIDHENHEE
EEHESDIETIV

A) TimanDERHEET L
(RAIl)

C) BEERMF B/ 2— DIRGLE

C HERT

D) BEM AL/ \E—2 DIRFE

[ =vrthim VERME (hiEEE)
B0 s AERED A
isocline Rt O
. L 10 N REETILRRE e
7 / B 081 < A ] ERBED T S—
s | lorbe g os 1A [l ‘
3 /, ———")_,,_/ % 6 E] |:> 300
g Ll . "5’ 02 0 EYRHEEER
A isocline & oo+ EE ' <4 a0 o4 @ @
i’;gi 00 02 04 06 08 1.0 E] ﬁﬁ’/ﬁﬂ')b @ u§$§1’$
Niche index DEEERIE (BATELE)
— ERATEL A BENH> —uF ] SHEOSH
- WRE R B BESH< —vF 1w RE v=a+p

8. WML I P 5 2 FREO A () R 2 T 2 B ) 2 0 — B 2 89 BRI L BRERIALZ N2
B BB T OB GG T TN S N HEE L EROBIOGEEMRT 2 ETH b, () LEWREE DAk
KONRY =P oMEPpORKTZRB L, S OTRISE MR ZHEN ST 5 ETH b ELOBELRORRE L
TR ENBET = VIZE TN AEIED 20T, FFEWERL EWHMMHEERO 7 1 vy — 2@ L. TR ThOYHiTy
D& GREPEH SN L2002 TFHL, 2OTFHlE S L IZEBEOT— 2 PG5 NLMHEREBGEET 5 HiETH 5.

L olze BEERNR EMFRIR % ML DM IS E
HOMA LR H LT, TNET [REHR] &—
FOICENTELHRDE 5% LA DRI —RT
DT EDARRE o 7ze BERRIE, ALE T A A
CB5EMHT (7)) =3RS RBLEIRE) chnd, &
DEI BV ATLATOAL) BEEZLND, HFRIR
3 VAT LALIB L OEBERII R L LS ) K,
FAEYHRBEICEEH I P T2ABRZ Y V=T
(Hastings et al. 2007) 2552725 ¥ 4 I ¥ 7 TBAT 254,
NEF AR FEE SN DT RREDPE L 272590 ZOMMA
X, BEREA - B - ARREHOBYII BT L
A N4 VEBEILT A2 EI22%h 5, 8 RL, B
REAFERERREH T, Cotwr [wWwol (EF)
ZLT [ENET] (FE) BATL200E\0) REIZE
HLCTW55THA (Temperton et al. 2004) , JAFEN R
AL ) AR Y V=T, MMOEWOBA % E
ETEER R OAEY R E2MEAMICHHT 5 2 &1
TR, BARFEOBEIZ BT 2 FHEEME ORI
AR FEE 257259,

AR VERER R O FERE D M &
A — WARTEVE

AFTIE, 78y FIRERERZ BT 5 ZHILAARET R0
JESRZIRD Y . KA i/ MEI 2 G L 72 F BRI 2

I L7ze & THEIFLHEBMFRITNTNRD, 7Sy FIR
REORBERABIEHALCBY) . LGOS
BETAHEROBEMDS A — VKRGS 52 L ICHE
Ldis, HIRBOINY — ¥ F EREA N e el A T &
LAG @S 2 CT0Whde SNHOFEFINFIEIX. AW
SRR MRS 2 AR BEE D /XY — Y DA —
WK EZEARTIHEE 2D H B2 L 2REBL TV,
DLZZF 72 3 DO HFIWIZETIE, BRI O A 7 —
WIS U CTHEM S BRI O/ERE % 7] 5 B R O \EEAZAL
T A BIT B LM LSBT 2 FEREO KA L L
T A7 — VEERIRHES (Chesson et al. 2005). Pacala and
Rees (1998) DET V. B LHRIEDMENT (Anderson et al.
2011) IZ2WCHBLTE 7,

TlE, — %I, £ &) ZEf TEHEIAF O A D
RAIICE 2 2 BN TE DDA W Siepielski and
McPeek (2010) 12 X AUE S HEILAFOFE A E T 7201213,
HELRENT 24 DOFEICOWT, [—H, EEEEBRE
W AR T L2& LTh, FOImCEH U, JERHRE % i
ByazenrnTc&sr] Lwir it (BAWRESN
invasibility) 2%z STV D 2 & 2 EERIIIHED O 5 W
TN b EREEINTVDL, LEL, HPRET LS
FEIAEEDXRIHE ) & L, FEDICBLRRIDIC 3R
ThriInEd, BERLERTIT) ) 2 TRV EEL W
EYEREIWREZICE TR, HETHITLEHVAN—FIL
ThrE Vb, LEN->T, TITIEL ) Tk




M 2 RRPE S R

Db ESEILFEOHMADHHIZED L 7 Fa—F 2o
WTEZTHRIZ, X8IE, S F TR EMARMARFELED
MAABEIEL, £ L) Rl & HETEHHEEF O
AREMRFIELZ ENTELOPERIEL TV D, S
HHEDAMADEIHIE D 72012k, KELHFIFT2
ODTTU—FPEMTHDLEEZ LN, F—DT T
O—F&, AMHE> L ERE P Z0—HE#H) %
HCx LEERHELZ A, & 2 WERE S EH W TWw 5
WA ST SN D BEEEAL L EBEOZEALDO G T E L

LHETH S, THERCHEELSERT 205 &1L,
YL ISR 2 RmINT 5. MEOREEEZ B
Ly SIS A L VWHEOB AR HIRYT 5, %2 & oM
AR TWb, BlE LT, 2O A & B A 1LEKS
LEFEEOCOTHSFTAILAG2MET S (XA
Tilman 1982)c A E BDT A V7 4 > (CP#E) 12X
> Ty ENENOEKEED e 0] BE 2 sHI A BB Y 431 T
Who fER~NZ MV, likH 720 20&HEEY EORE

- >
— -

RS 2005 R L, BT LIZE5ITLTORLTW S,
COWE, BRERMT H2HEELZMA S LT, YA

D BN BE 70 G170 © 2 FEASIAF W] il 70 SES 2 2L
THLIEDTFHREND, Lo T, WEEHLITH 2 & T,
2HEDOIAEZTREL T 5 LM E2HE T L I LAWhEL %
% (Tilman 1982; 7272 L, Miller et al. 2005 3 &), F 7=,
P I hriiBIHRTFEFRBEELEOHRFTH BN
7> Pacala and Rees (1998) OETFIV (X 8B) Tlk. #FHfE
ILEL E BRI R ER AR DELZ LT, Ny FICB
T ABEBEROEEII AL 2L, BREET & i
HOML—F47, b LG EEIET5=y 5%
FHOWTNHSHFOMMA L L THIZE TV L0
PRHETLIEDNTE b,

BoT77u—Fid. EYBEOGAFERD Y — v
DO PO Bt L. S8 ic 2o Itk
MAZHEIN S 2 /3 TH L, EALDELOEREE LT
BENLHET = VICETNLHED 0T, FAEWERES
EYEMHEERO 74 Vs —% @B, FNENROEFHT
EDOL ) BREEPERENL O E TR L, ZOFilliG
Kb EICEBEOT - PBRONLMEREFHT LI L
T, HAADOHEEZAT) HETH S (Webb et al. 2002 ;
Cavender-Bares et al. 2009 ; Pigot and Etienne 2015). % L.
T R (phylogeny) B X OCHEBEMIZE (functional
traits) |Z9€ o CTHMBED FAMAPHELELEINE 2 5
. EMEEOSHEHERIIIMS 02088 — U R s h
23T THD (K8C), HlzIX. W ULAEM /Sy F)
ICHEELR T WHOMAGDLFIIE, B2 E LR
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T2 &) AL, BARTIEFHTE 2T &%
WAL ATEESH 2. ZOWE. WEOMMAE LD
WHETREEEHRICHEET LTSN D, 72720, &
DL BRIEIZEET L2000 LT, Fllsh b /8%
— Y EZDMRITZALL D b0 TWEDE VY= v F O
WE LT 584, R SEM T 513 EHSHER o
RETEASE £ 2 2%, WS, TR O E DSBS EE O E N & )
W 26, RBEEIDEM T 513 SRR O W Re kA
I S5 (HilleRisLambers et al. 2012) o

GHTRT 70— F & O CHEDOHIAIZES 72012
E AT — WRAEE A2 HE ISR D 2 T UE % 5 2\, alBs
y SR (8D) X )2, BHEARBESH WL IHED
% ke AT — WIS 5, BlE LT, B EHMETIR
Td 5 Jaccard Fa kL o ZHEME (B> TV 720 OFERD)

B EIND 0, a HHRIEOFELRIEL 72 8 LMk

R WL LT, BROEWVWEMIE L 72EHKOE
WERRET 52 LN TE L, YU TNV ED a iM%
E5E L72IRREC Tl 7 — & 2 AEA IS~ 2, Z0ME
Ef T — 2 1 CED pEMRMOREL E L TR LN
S A L PER D B SRRIEIR O M EM L KT 52 L
T, a ZHREOERYERLHETL, BRICTHES
NLLEI D DEEIIBEHELE L E ) PEBET
L2 LT eL %25 (Chase et al. 2011) 0 F 72, ¥T4E,
TN YT DR — VIS L e WEREIR L E O
FHELRRATER R S, BHEAREEICBIT AR ERICR
W >25% % (Chaoand Jost 2012 ; Chao et al. 2014) o
NS DEFOMXTIE, A7 — VIKEREOFERTH
% LRI IAF DM A Z L Z 9 2 BR % EEZEIARG
MFEICHLAAL 2 EDNEELRRA V M TH D, Bl 2L
HARDHE/IMER 205§ 5 2 & T, EBRIIZ/ Sy F %2 [
BIICHE ST 52 &R, Ny FORE (EEESE. 5
B & S ZET A 2 LT, ZEHIREM O A -
—WAZER AR T A4 R ER W T A VIZH) A
NHZENTEDLEEZOND, FEARZEMPERIZH
e AEMZ T A VI ANbZ &, Sy F &
WHOH AT = T4 e L, INELNRNYFIZBITS
HRREH G OMFE A B FEARERQ, Tt L) KE R4
ERAEROHMBNEFEIOTL-00FLRT 7 0—F
ThHbLEVZD, HOWDLAT—=IVIZBWTI LD
FHIE R D o 7222 AT 2 BT & A EME (Leibold et al.
2004) T EH AT — VKA B /D T L x
LT 5. 2D EH I, HRDH/INET O R % 47
FTIET, AR —VIZBIT 5 LHIFEO A
HLIENTEDLEVZ D,



3 ffh i B

A — WARAFVED JE K

A = WARTFE DB 5. 2 DO IZ DWW T
L7z, E—I2, ZHBGEOMEEZHET 2 EROR
TVRIE, e, BRI O R 7 — VITRET 5 D
BT, ZINHOEROM X DA —VITHKAF 52 &
& o T BB OEME IO AL IZEE T 5 BL# I
EDE ) BEERZITDDED D He ZEHRE D A -
— VORI 3o & AEFES I BT ARSI RE S LTI,
FOREEFERIZOVTEE L2\,

ZEfH R WEM O A — WARFF RO R EIZ, 23 2 OHl
MO DLIENTELEEZONL, H— DM,
Zef (HFE) B3 LM (FH) 2 K&z 5L,
FIWEINDLHT = VO A XHEINT 5 &) 1T
& % (Adler and Laurenroth 2003 ; Chase and Knight 2013) o
T =W EEN LRI T 5138, 22 TEH A
HEROEZHILL., R E LT, 2omEicBwTIff
THe s R MBLEOMAGEDLELLRILTLEELD
NbH, ZOEESHIZEMEICLTWDDI, FA-BE O
W2 27— VRRELIC L > T, AWML RO
EMEPRELLELENDLIETH D, TORE, Bk s
FEWFEO M CEM SN E T 5 2 E R L 72 D
(Chase and Knight 2013 ; Chao et al. 2014) . LAFO AR A
B9 2 —#EomWiEiTm SN T 5 ) A ToOREL &
> TWh,

BofiEE LT, ZHREME K& R BITE,
ZONEBIZE TN L MM - B2 REESR T,
B4 B S HEIGFEOMMA DRI % BT 5 2 L BTF 5
Nb, ZEEEAMEDP WA, BB LELI O B
FEIRLBENL NVICBW I TE 2HOATH S
(Tilman 1982) o ALK L. ZEHREMEL D 2356, Tl
OEIFFIHRES) R BH I x0h§ A OB RYEE. il lnlkERE
DELPRLEDLZE T, TNENOEIT L IZHEF RIS
FERFN RISy FA R D120, SRS FEE 2D,
A BRI X AUE, Ny F TR EI S SEE 1A
Ca56. SSFBROBES DS - 24100, fEH
BB RED 2SI MR L e W & THRAEN T RE L 42 B
(Loreau et al. 2003), ZEMFE X, BREMEED X 5 124
MaEKRO S & THELLZEAEL SN, BAEEHED
L2, HROEITE R EONWERO S & TEL S
BEbd )b, T BEEIVEHRZL L, BF
PEb: & TICLE IR R EY OB B 5 OB IR U T
FTp b AR DR ) % 568 % - Collinge and Ray (2009)
. RO S BN, PICESL
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TOHERROBEIEITEL L2 2L, HETRE L %
SO AEDLED, FAEEZ VOB DI L TE
L3562 L2m L7z FHIRREIZES 5 L TOHMICH
W& DHELEAOMHMADLEZ SN D, HELHHHE
WCAELD X ) BTk, SFEIRESEL L Z &2
Ly 2R LETOIFEFIREBIIRIGT AL bH 5,
720 IFEEFWIRETH - TH, —RWICHFEBE LY 2%
b9 A D HE SN T (Kidd and Amarasekare
2012 ; Turnbull et al. 2013), D X 9 ZIREH A 7 — V12
T LEFIE, AV EBREER A Y HEEIIBNTH, BEY
Feix & 3 L AR (Pacala and Rees 1998) SRHEENTE
% &S N5 F TORSEIARTE T 5 L IRIEHERRAE (Kadowaki
etal.2012) #HLNIIT 29 A TEEL 5,
FEEoMmE LT, 2T RECIR—ZLGA.
IR ED ARG T AW HEENAE LD 2 E 5T 5
Nt BREEHEOHO L H 12, NTOZEFIYEHA
WHEMTREEICIERIEEE D726 L, NS AT — VO
SHRFLLTL, KEBRAT - )VOBR % IEEICIEE
TER DI EDNDHD, TOMITEH, AP L—TRR
(Chesson 2000) dIEMIEMELZ EAR TR E 2D 9 5,
A ML=V L, T ISR E AL (RME)
FTLEMDBRRY), HOLFIZE o TH#EREMT (RE
REW R, KMOEHELR L) 2BV THERIHL 2D,
AEREMETICBWTHESPH 25T & Ty sk
DR A I 2 7 LIS, SRR L %
b EWVIHEHLTH S (Chesson and Warner 1981 ; Chesson
2000) . BREEAENIA DM 2 HEOEFEIZS 5925, A b
L—VRREEL, RAETRELZEO LTS H 5
(Levene and Rees 2004) , A7 — VERHEIEG = FH\W5 2 &
Ty NS AT — VB LRI R BIEL KE 2 AT
—WVIHMET B Z SRR E B T Z OBEERIH
AL, ENBEEM LY — VeV ZD259H B
IRICE Z T % & IRV 2 £ A 3 R RS 5 AF
T b0 BIZIE, FROTIFIIIHA L2BRE AL L
THEY., WIREHEEET 2 MY EE 2 T ORR THO
21} (Grime et al. 1987 ; Smith and Read 2008) . #HH{EH
SO — T At 2 & T FROBEEI LIERTE
x5 2%, F/2. EERRICL 2 EREEEDOAERDS
N9 GEiER) &, AfoaREfEO LR
TR A IS T8 5 GEATI IR
Underwood et al. 2014) . & OB A W EMA O TH L
L AR FIE. MY & o i R R oA B RE
WAL, FEME BB R AR TIHEEE 2D 9 5, RIA
WHEIZ A — VIR HEE 2 B35 2 & T ko



M 2 RRPE M R

Wk E U A EEA, Bl 213, /Sy FOZERE., FEK
R B BB 2 & D 2% 7 & (Heard and Remer
1997 ; Hart and Marshall 2009 ; Kadowaki and Inouye 2015)
WZOWTORFERERDOLIENTE D, 2OLHIZ. M
HIYER DR r — WVAKAFHED 88 — V2L N2 T H 2 &
T EME AR ORI T 2 X ) —MED & VAl
AR ONL RSN D Do L ETHRRTE X912,
ZHELAF O R BLE T 5 WK O BN A 7 — V(2
5 RS A HERICIE, T — Vo4 X, BEME Ik
HIEEORIR & v L HEIZESEEST 5 3 DOMTEH A
HbHEEZEZLND,

BRI, AR EDVPEENICR S TT ol b9
—ODAT — VORMBEIZOWTHlN S, FEIFRFFE S IL.
AW ek e HAL T 3w T CEIEF
EV 2R F—AM—VHEET - VRE) 12U
WAHZ LT, ZNTNOMMOY T HEEZHFEL, £h
baiE o bT, HURKETH 2 HELKRTHET S
CLICHERFLTEL, T bbb, HRFEELIIEINIC
MY Z2EHOREGHETHY . H—RWZEUTIE, €D
FFOBRGE R SIE20ME L) £ CREERO—H L
Wx2s5ZENTED (Murdoch et al. 2003) s L2 L. H I,
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