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The species—energy hypothesis as a mechanism for species richness pat-
terns
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Abstract: Large-scale patterns of species diversity are one of the most important and attractive issues for
ecology and biogeography. Many hypotheses have been proposed to understand the mechanisms that shape
and maintain the diversity patterns. Among them, the energy hypothesis, which focuses on the influence of
energy on species diversity, has generated the most attention. Based on the forms of energy and the mecha-
nisms of energy effects on diversity patterns, five versions of the energy hypothesis have been recognized,
i.e. productivity hypothesis, water—energy dynamic hypothesis, ambient energy hypothesis, freezing tolerance
hypothesis, and metabolic theory of ecology. The current paper reviews the development of the energy hy-
pothesis, and then presents the context, energy forms, variables, predictions, and underlying mechanisms for
the five versions of the energy hypothesis. Furthermore, we discuss the advantages, shortcomings, and chal-
lenges of each version of the energy hypothesis.
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FCHLEI B Bt (Palmer, 1994), 1M FLFT AR B4 7EAS
Wi 42 H (Hubbell, 2001; Brown et al., 2004; Colwell
et al.,, 2004). L, DLIAABDE 28 00 JEAH Y BE SR Ul
A HAT R R 2 PR —.
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FEVE K AT BESZI, A. von Humboldt (1769-1859)7F
FEY) B BOWF A, BEESE WA A BREE )
ZREPE AR (A R, (AR5 T T SRR, T
BT 73 A e S0 A 22 K 1 5 i TR LI (0 Hawkins
etal., 2003a). 7:20tH4I50FANLLE, BEE LSRG
WEFTHIRN, BESN PRl 22 FE 1 1) 352 1 52 3 B8Rk
EZe R SINPE
TR 2 AevE e AR o0 A, IR T
S} A R 88 57 4% (trophic level) AT 5T . Lo,
Hutchinson(1959)iA A, H TS RGN WK
JE2 L RE M A, KRR AR E TR
) B B A L R T RE = P AR A R G N I il 22 4
Mo AHES AT A TR Ge it g i = A M e
XA 2 R I M B R SR B, R HL
Brown & I [A] 5% (Brown, 1981; Wright, 1983) .
Brown(1981) Ak, g &4 4 Fh 22 B M 1) 5% e 2
EPRAN ARSI, RIRER K2 /D (capacity rule)ld
S fig AR AN R W Rl K& AS TR AS AR 2T 23 i
(allocation rule). 2 J&, Wright (1983)4% 1, —/M& 7%
YT 2 A 2 AR IR b AR A5 i o
T AE ) b 22 A D) 52 K BH e S e P,
BB T & B B 0GP i 2E s, DLRE AR
[, RIS = KE* (HHh, SHWIRNZFEE, E—AMH
X HNH—E R ERA, k. 228 HEE). Ml
FUT AR B0 E AP SRR 2 R, K
TSI o R 00 0 A AR G b SR T 1) BRI (Wright,
1983). #uith, At & Sl H Y Fh—ihe &K 1t (species—
energy theory)”ix — A& (Wright, 1983), X4 AAT]
WA A AR U IR Y . RIS 202 4,
NATFFJE T R & 6T RE 2 AU I SR F SEUE B 5T
(Adams & Woodward, 1989; Cousins, 1989; Fraser &
Currie, 1996; Guegan et al., 1998; Kaspari et al.,
2000; Lennon et al., 2000; Hurlbert, 2004; Storch et
al., 2006; Davies et al., 2007; Evans et al., 2008).
AT CAMIWII, 288 T mPrh 8
I3 A A% Jey 1) BE 5T 2 R R AN [R] g A 0 1 AR
W HR TR O A SRR 56, e IR E AT
T AN IR e AR UG ) AT REHL I LA ACKS SRAT 1 R )

i) o
1 BEENAREENX
REE A BV EZ T, feRmE DIueE T —

A Hl DX 6 Pl 1) 7K 28 BE 7 (capacity) (Brown, 1981).
e AR ANE B, A A TE U e AR H
AAFPEN . R0, R2 AP R HE
AX oA RER LA Z M 25, X 0] fE 2 1E B
F—RE AR U I P AAE S B SRR 22—

ClarkeF1Gaston(2006) 1A 4, figfe nl LAy g —Ff
AFEMIEA: (1) HfE(radiation energy)BOt &4
WY (photosynthetically active radiation, PAR), f&
WK AF400-700 nmiryal L, TR TR A
YEH; (2) #ufE(thermal energy), $5—ANHILIX )74 #
ARFFAE, 3 H S B AR SR bR R AE; (3) W
A 3 A B (Gibbs free energy) B4k 2% i (chemical
energy), TR BB A AL PTRBCE SR M RE 5, R
i U S8 AR W 1) W O sh T 5 4 0 A A Qi
FEAAEHT), S 2R A K RN o A B B0 1) R
Wio

1M Allen %5 (2007) WA 4 BE 54 7E AL, H6e
5 N BlRE(Kinetic energy)Fl1#dE (potential energy)
PiRTE . Hhahheddath Tiash MG E. &
ERERIT, — o DX RO [ ) B fRE s —
Pl 43 12 3 7= B A& 3 fig (thermal - Kinetic
energy), FEERZUA YR B4 AE ROV RE, 8
FH 45 E (K) SR A 5 (Allen et al., 2002); &5 —Ff ]
SENPHERS, FERHED A KRIEAT G- . Bk
FRELHE T ClarkefliGaston (2006)%1) 43 77 2 i s 4h)
REFAAGE. T FAREIFR 18 ' A 1 FH BRI A i
TEAEE AR N AL 22 Re, T8 LA A 40 28 7 g (et
primary production, NPP)al 5 2 AH 2 (1) & b K Ay
i1 45 S i 7€ B0 (actual annual evapotranspiration,
AET) (Currie et al., 2004).

Evans?®(2005) [RIFE:4 B & 1 4 AP AP, Hl
X BH %5 5 R (solar energy matrics) A1 2E 77 Pk fE &
(productive energy matrics). i $i5 A BH & 5 LA K 55
ORI Heph A e, L T A 4 3 R AR AR L,
5 Allen®5:(2007) K1 “gh g A0 R 52 4R — b
DXNPP & b5 Z AR I bR, 15 Allens%:(2007) Fg “ 3
RE"X Y. o

X = o) fie B B 2 X 43 J7 A Bk Bk
BN, XX AR T BA TR BR A e )
FhZ R HLE . 76N SCe T, BT 5
Z M4 FH Allen%5:(2007) ¥ 1l 43 (B ) g F 94 RE), DRI
IR oy SR A S R et
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— AN X ) B 2R R W R B R
(speciation). K4 iH % (extinction) 3T N F LA AT
R E SR . o, AP I R AR A R I
) ROBE VR, P 16 2 (PR O o A T
(diversification rate); i J&i — & JUI 7 ¢ J () ) i) R
J ke 4F FH (Rosenzweig, 1995; Brown & Lomolino,
1998). {EWIFP 2 FEPE S A ks SR AT, WP 3%2
BT HEZMOCTE, Fra rRe RO B L R A
YR UK A G R, IF LU RE ) 2
FEPE B b RS 5 o

ECOR K B 8 53 e A ) T 2 A A Ay el B AR A
[ fe kU, (HSEPr b, PRI T 2E k&
I GG A RS A N4y, — AN T1%
(Opik & Rolfe, 2005). X i 1, A PHAR S A & v] g
AN BRI Z FEE R B, AR — ANk
PR BRI 17, A B ST AR AP R b Bk T ) b 22 AR )
HhFKS S (Clarke & Gaston, 2006). Lt a7k AL %
() B 8 S ASCRH 22 445, AR A DX IR 490 Ao 22 AP
KA 2% +1% (Barthlott et al., 1996); 5 — M 1)
1)y 2t F = A —— s s X, BRI XK
PR SR R, AR A5 s € R X, 7K 73 A
ST B I BRI DR, AR Rh 2 FERERARIR O XS =
2%, 2004; MG, 2004) . H TR BHAR A 5 Ak L
fEREDI I Z FEVEMS RS, DRI, G T DR BH 4 5 ) 4 Fel
Z FEIE MO PR RS JR) ELHE R i R UL D, R 25U
HRAE I B E RN ARE (L B Clarke fliGaston (2006)42
LB PRI A RE AL 27 BE) R P 22 RV A Jad 119 5 Wi 45 7
THT o AR 483X 9 i B 22 B OGP 22 R 1 1R S L6
L) RE AR UOELFE DR ARSI AR R
(productivity hypothesis) « 7K 7> — BE & &) & K it
(water—energy dynamic hypothesis). 1% g {1 it
(ambient energy hypothesis). &4 ZLifif 5 i3 (freezing
tolerance hypothesis) BA A A= 2 224X i B i3 (metabolic
theory of ecology, MTE),

2 ErEhfin

Az s R B B d. H. Brown Az L[R2 4%
(Brown, 1981; Wright, 1983), 7r S6h/F 57 bt FR
h 2 AMAE U (more individual hypothesis, MIH)
(Gaston, 2000) 2k 15 4 % A fe & i % (Currie et al.,
2004), HAFTM UL HEEReE MR IS m— A
i [X R 4 40 2 A2 77 3 (NPP), 389 T A= 4 B i B &

M R S 2 (e, LA Rl A i X
SRR EEFLR (population size)i oK, 18 5 £ 1K)
IMEBEWILAE, TS i Tz DX R b 22 Ak
(Brown, 1981; Wright, 1983; Gaston, 2000; Clarke &
Gaston, 2006; Evans et al., 2006). [Hlit, X1 i3+
(P RE R Fr — M HLX I #ABE(Allen et al., 2007)554k
22He (Clarke & Gaston, 2006). 7EfT R 5T, fig
X AE B R R Dy R ERE R 7
Jy £ Hi(the larger pie can be divided into more
pieces) (Fuhrman et al., 2008)”.

FEXSIZAR UL RIS Hi X e 3 L
NPP >k % 1if. (Adams & Woodward, 1989); {H T
NPPXE AL 5L, A7 IBIFFE T 5 22 8 DA 5 1) Fo A
F bR R AT R, LU 0 5K B 7% & (AET) (Currie &
Paquin, 1987) 5 T~ Hh [X 1) 4 B& WY / B& 7K # (annual
rainfall/precipitation) (Abramsky & Rosenzweig, 1984)
PLA A1k R FE % (normalized difference vegetation
index, NDVI) (Hurlbert & Haskell, 2003; Evans et al.,
2006)55 . KPR A& S T — NI AR AR,
(MM HIERKERIT) 1) KU 0 S b K, 3
HAE K32 Re MK 3 05 i (Thornthwaite. &
Hare, 1955), #{iA Ay FAENPP IR 5 i (1) B A B fis
feFr(Lieth & Box, 1972; Lieth, 1975). IH— AL G4
ST AN HL DX PR R A 7 R B (SR JEE, green-
ness), i 5B AR ) B RAFIR SR R
(Hurlbert & Haskell, 2003; Evans et al., 2006).

S ) 4 R R B B AU B R B, AR R
b, BETE TRINPP H K n) 21530 128 91 54 N (Gurevitch et
al., 2002), X597 2 FEPEIC 4 AR B HAT s B —
Bk, 16— @R LSRR T A 2 R A
it (Mittelbach et al., 2001; Willig et al., 2003). Etfi,
Currie filPaquin(1987) X It 3¢ ¥l 4 A 22 #F 1 1 iF ¢
KB, SR 2 U A 5 W M B R 1 R T
iR T HZFEE AR 70% L (EIL); TR, AT
KB, A ALSE PN AR 22 1 L5 S Br 28 B 55 3R
REAR 7 M T 52 7R 2 M1 [ (R B R Z e . AE4BR
JUE b, PR Z R 5 NPP AR 2 (850G &, NPP
fRRE T WA 2 REMEAR AL 11)84-97%(Adams & Wood-
ward, 1989). X s IBF ST AR L s S RF T AR
Eb 1, Hawkins%5:(2003a) i 4= Bk 1 2 2 BE P I i Y
R, oo A b Jm) T2 B 52 A S bR 2% WU ) 52 W
(K1),



616 £ ¥ % F M Biodiversity Science

W17 %5

180
160
140
120
100
80
60
40

HFh=ZE & BF Species richness

209 |

100 300 500 700 900

1100 0 500 1000 1500 2000

& Nearctic
B o Neotropical
< Palearctic
o ol Afrotropics
O Australia

SERRZERUE Actual evapotranspiration (mm/yr)

B1 deEMBIAR(A, 5IBCurrie & Paquin, 1987)IAR £k 52(B, 51 BHawkins et al., 2003a)¥I#E EE 5KFREE
(AET)MIX R, HEAhLFREHERM T —/ M XBSERIR A 7 71; Nearctic, #1dL[X; Neotropical, #i#w[X; Palearctic, &t

[X; Afrotropics, & [X; Australia, i [X.

Fig. 1 Relationships between species richness and actual evapotranspiration (AET) for North American trees (A, from Currie &
Paquin, 1987) and global birds (B, from Hawkins et al., 2003a). AET is a surrogate of net primary productivity (NPP).

HORA = IR AT 2 T AR 22 S b 23040 1) 3CFF
TRAZAR ULAT T I P AN OGS i) . ok, B (R A
D7 (ERAED ) A AT o BN — AN HL X (R R RS 23X
— ) R AN [\] () S W] RE AT AN [R] 1Y) 2 %€ (Gaston,
2000). TR I, BHESIY), R alie &R A FL3)
WD b A S I S W LR B R, AR TE )
328 31 2 9 (Storch, 2003), 3X 55 il b 2 T #E A NPP
[ 26 B A% R LA — 35 . Evans®:(2006) X b 38 1
BB K/ 5 NDVIEG &R I WF 50 K B, Bl
NDVIIG I, S 2R Mot A4, 23S
AN, RRAREE T M ORE 2 1 (8 B 7 TR I A
A S0 I BT B W K 4 2B (Allen et al., 2002,
2007). HH, AR, BEE AL A EY)
AR, RS A 1 B I AR B i A2 ek /b
(Tilman & Pacala, 1993), X6 BT &L 1)
i Ry T .

5, AT A EE R (B EE 2 (AN ) 25 4
ARS8 2 (R oK oy = g A R, AN B
AN )RR (Wright, 1983; Blackburn & Gaston,
1996; Clarke & Gaston, 2006). XJiXANa) i, PAFE
ot T 2 M AU A . Brown(1981)
Wright(1983) i\ 24, BRI R AR 25 32 iy M
DRI/, A5 22 (1) P R e A HR AR B
BE3h, M BRI Rl 1) K a2 (12 0. Terborgh &

Winter, 1980; Lande, 1993; Srivastava & Lawton,
1998). LA —UEHFFTIN N, BOKHIFERASL AL 5
ZIFERI Z R, ATAS R (A R A BB B
WU, JFRET AT e AL R LI AN ]
TR TR) () B B R, AT 3R = T iz X i e
HOH AR, B AT B 2 A 1 I 4R (Connell &
Orias, 1964; Hubbell, 2001). HAth— L@ e A A,
—ANEEIE T YA 2 R S TR N AR AR AN R B
Z IR BT D% WFTUREN, TEVE IR R /N 52
S HIE A0 A1 (Preston, 1962, 1968); #iltk, 7 4L
FUIN N Wb 22 REE 2 E T Y IR AR R B e /N
A7 FOEE [ 6 % (Chave, 2004) .

A IR 25, IR 2 A& E I IR
FUEW Z FEME R ) Z 1Al [ K F (Guo & Berry,
1998; Weiher, 1999; Tilman et al., 2001; Schmid,
2002; Allcock & Hik, 2003; Hawkins et al., 2003a;
Rajaniemi, 2003; Mulder et al., 2004; Hoffmann &
Dodson, 2005; Grace et al., 2007; Sanders et al.,
2007; Zobel & Partel, 2008); [FII, tHF4Fh 2 FfiE
(1R 2 47 52 SRR (1) Jg W, T 22 R 1) 2k %
AIRE B e M RAES R U, WA AESER
XA RS AT RGP I KRR TR K
B2 . (HUAERIBFOIEAR R 2 R 5 2 )
2 [AI 48— & (Loreau, 1998, 2000; Loreau et al.,
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2001). {ESEBRMDULIN T, PFh 2 FEE RS A = e
A A RAR DT LA A DU, i g ok
ThHhZE . B N R 2 LA i E KRR (Waide et
al., 1999; Mittelbach et al., 2001; Hunt et al., 2005).
[FIIF, At 22 AP A 7 A S (R A JR A A0 W S 1)
JUERARNE, AS[F SRR 2 A A 22 5 AE R
(local) JURE (Lt G J=y 1) A= 22 5 S 6 ) 48 e R
[, Y2t A )) 2 R ih & 0 R, 3
ZREE S AT IR 28 W G R, AR s 2
RERNE, HPMB) 2 RS A DIk R B L
B TR SR B A 5 (Waide et all., 1999).

TEYIM Z e —E 7 )RR, # E
T B ZE SCHE T A7 AR, (H B 08 T 2 1 A =350
gy (REBEAE 7= 338, Wb 22 R T B8 20) L
ZFEERE A ) B N RIS R, IEARTA A )
AU AP, DRI T A SR M 3 SO0 R, Wk 22 Kk
AR R RV e AN SCRIA = IR . L,
Tilman(1982) 3 1o i JIE 52 56 A B, Bt A6 ™ ) (R4
1, BEVRYIRR S RS PP 3 n, (HRF]
AN ORAEZ JE MIIF UG e, T A G B8 T 44 252
T+. Abramskyf1Rosenzweig(1984) 5% LA {6 41 - 51 4l
DX TR 1A S B ) 22 R I 9T [RIRE R IR, A 2
PE5 A2 77 07 (LA R A o — AN AT bR ) 2 g ¢
Ao

X T4 b 22 R B A 7 g TR R v T 328 T
PIIRG, NAHEH T 2R R, (AR i — 34
o Lot D. Tilman%s ARy, 227 i3 i 21— f2
JEZ G, o 5B AN M X AR 5T R R R 0 ) R
fiX, M SEWF Z AL R FE(Tilman, 1982; Til-
man & Pacala, 1993); Ifif Abramsky £ Rosenzweig
(1984) ITA Ky, W5 2B 7= ) BB BEAEAE — ST
B, FHERI9859 158 22 0 1 52 B4 3G K /) 1) HL
£k k% J5 (1 W.Rosenzweig, 1995); %4k, Wikh£ kt
PEBE A7 A R B A R ] e b 3E
x4 % (Rosenzweig, 1995).

3 INMREEERIR

WELRE ARV, VR A =
BLZ e ) AR S B 1 B R SR
(Turner, 2004), HF=ZAEXAYHI. R. G Turnerfi
D. J. Currie® . 3X— B BiAT N FR kA 17 5
i (thermoregulatory loads hypothesis)”(Lennon et al.,

2000) 5% “ 43417 X B B 3 (range  limitation hypothe-
sis)”(Evans et al., 2005). Currie(1991) X — & ik
SEE A R I R B E A B 2 1) A A7 (benign
conditions permit more species)”. fEX—{EuiH, fE
ERHE B AE(Allen et al., 2007), &% LAAEIE L 5
K7 & i (potential evapotranspiration, PET). A
FH 5 B3 H R B e bk i 2

P IIMEURAR, HEiRe R U0, R
(PR RE AL 2 B8) FF A B I A8 TR R M L8l 52
Wi P e 22 A M (T 2 S 00 ), i o 43 S i A= )
AR AR B 5 HLH) T SR ) A 22 A (Turner et
al., 1987, 1988; Currie, 1991; Currie et al., 2004), —
RN R, (ERREERE R m LI, ARIE S (LG iy
W S W) A RAT B 1) A8 BRE 2)) B N s Bk, B0 A
R EAGS R B SR FH AR S AR
AR X, A BEYE S B AR I Ae G 0, M
M FEICESE LR G FARE P R . 5200
SPIANR], TEIR BN B R B A R LA
i, FEEME R RIS, XA e R
WTRRAR, AT A5 IX Le b B 20 e 0 2 1M e H T
ZHAMFEE A A R T Re 4 s ph i R e
L, FRARAD R K 4 2, AT 38 4 i 22 K
(Terborgh & Winter, 1980; Brown, 1981; Srivastava &
Lawton, 1998),

BT R m AT 2 FEE R I 25 B 2 A
WHITII S e Lo, e it Rk 2 1) 2 A 1 2
K7 (5-9 H) PR L LA R 5 28 H IR 52, X nl g
= T DR A T v PR PR SR P R 1) O IR, S 1 i
E 4 7R A2 BRI B (Turner et al., 1987). 1M Turner®:
(1988) 5% 21 [ 5 & S Ry ifF 5 ) A B, 24 15 1) 2 R
RS ST B W1 N (E RS S =5 TN 1 B S 1 1]
S S 2 FEE NI A TR IR T mm i K, 5 R 2
W BEAFHIG . X, Ao 5y K2 A0S 3 N i 58
Wi, 17y JE A P TR P e S L s i AR /)N B A 3 3
R e, R T4 e iR 25 1 FR I B 5
FEFRRAG, XA AN J7 I SCHe 7 BT g &R
Currie(1991) %} 4t & Y5 HE 2 9 43 A [P B 58 % B,
o RV AE 7% U (PET) AT AL 2 FE PR A% =) I A R it iz
TR 25 HUE (AET), fhihh, PET 22T 52
Wi )y 49 A 4 R I P a3 T 5 e L 22 R R 1 AR
o IXUEH, AT AR R UL &, M EERE AR
Ui e S it R AL SN MESh I 2 KA S o 5T
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T LA - 5 €47 840 (Schall & Pianka, 1977) LA
KAt SE iy % #F P (Schall & Pianka, 1978) (15T,
WARGF MO SCRE TR AR UG, — 220 TR 2 HF
PERIWT SR R RE SCRE A BT RE AR Ul . ), B IR AW
RERENE S B e H VA 28 O (PET) 2 B & 190
Wk &, BB HPETHE K, WAL PR L
K A I —{E )5 75 32 1 /) (O’ Brien, 1993, 1998;
O’Brien et al., 1998; Field et al., 2005); ffj¥/E Al
PETXS 4 BRAH T AR 22 R (1 1 A% Jm) BAT IR K
R, R H ¢ FR %2 7K 3 19 715 (Francis & Currie,
2003; Currie & Francis, 2004),

FORIABE RER UG 2 T K& S bRt 9T S H,
BATSAFAE — LI ) i P A P e o SIE B WL s Y
N, RS EPET 2 M ) G R IR tE . 1R
ZWPTURIL, BEEIRELRE R A, 2R W Y
I, ABFEIREE RE RIS B2 AN ME S, YR 2 e
Wosik B —A B M5, FEReERg s, 2R
AR/, BB . than, JbematEsiy 2
FEPE(Currie, 1991). B3 {FH AR 2 #£1%(O’ Brien, 1993,

1998; O’Brien et al., 1998; Field et al., 2005) A X 4=
BRAP R R 2 R (Francis & Currie, 2003; Currie
& Francis, 2004) ¥y A5 e i B2 (1) A4 1) S AR ek
F(E2), GHFRX KR, KGRI T
Tl 22 FEPE A Jo 1S EAT ) 1A o

TN, ARG, BRI R YR 2
FEPERAT B, H B A R AR )RR AR ik
LRER MBS, AT BE & (Huston, 2003;
Clarke & Gaston, 2006). XF sh4k i, RIH A A3 1)
W, W R BA AN B TGVE AR . (AEA
(g, 4R LRI R T — A
Forh, WRERA (I 2R B AL s, Jetz &
Rahbek, 2002; Hawkins & Porter, 2003; McCain,
2004, 2005, 2007). /K(fads, FiEEY,
Macpherson & Duarte, 1994; Zhao et al., 2006;
Walker & Cyr, 2007; Reyjol et al., 2007; Fuhrman et
al., 2008) 5k -5 (41 - 524, Andre et al., 2002).
SRR B (R IR e AR ZEAROR, (R B 5 (1 LA
TEAS[RIH DA ZE AR /)N, DR AE BRI FE R — A ot

Aves oo e _oBa'g @

200 1

100 1

50 1

90 1 Mammalia a8 . g © 2%
T a

50 4

YiFP=EE & Species richness

|||||||||||||||||||

500 1000 1500 2000

500 1000 1500 2000

WE{EZE R Potential evapotranspiration (mm/yr)

E2 dtEMEHZIMS HMESIEREE(URKBERRKRT, PET)RIXR(SI BCurrie, 1991). Aves: BE3E; Mammalia: &

FLa1¥); Amphibia: FiEzIY); Reptilia: TB1TE14.

Fig. 2 Relationships between species richness of North American vertebrates and ambient energy measured by potential evapotran-

spiration (PET) (from Currie, 1991).
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IR Z AR TEREREI, W R REAE — e RESE b S
AR XA D BER) 2 D (BTS00 B s AN [F]
(A oI, S VP AN EAR A M S A I B2 g
(AL L o

4 TR BRI

FEVe DR BN R, 7TV HIX, 1R Z W Fh ih
TR Z AT FEA M AR, Ktk biE 4
R I A, LR 2 0 0 2 T 92D (Hawkins,
2001; Hawkins et al., 2003a). X5 1] GE K EH T
M REE G IR B . IR 2 NIAK, X TP Fh
AT AR, 223 JE I Al b 7 M DX R A B AR
PRI S B, w7 b DR I ) A BE
& A WIR G A A7 (Hutchinson, 1959; Clarke & Gas-
ton, 2006). X —fE AT I RARR A <Az 2 2 2B Uk
(physiological tolerance hypothesis)”(Currie et al.,
2004) 5 A PR 7, AT SRR SR I —
BB AE A PR BT RE R AR DL — o 75674 A i,
R e AR AE, W AN X & Z= 1 B
FE o sl P B s i & s . TR e
AR EE, XT3t AT TR B 2 o

TR 3 A (AT A AR AR AL TR 2k
1Sakai filWeiser(1973) iff 70 & IH, b 58 Y356 43 b4 A
() 3 A X 22 A IR 2 o 78 2R WX,
Sakai Fl1Malla(1981) WA A & T 7 A 111 3 X 49 M (1) =
H 20 A i) R 52 A& ZE IR 1Y 52 ;. Fang F1 Yoda
(1992) 4 H v [ 1) 35 4 il i AR AN B 23 A1 201 23 W g
BARIEAL T-3°CA-2°ClJHhX . Woodward(1987)
451 AR bR A 2GR PR I 1, A IR 70 A
AR TCEAECLL R L IX 2R A7 Ay T 7
Hi DX 7 R I AR AR BN BRAY T-0-10°C 2 [H]; F.
T I DX S g i I R AR ) AR B A2
BRI, (R GRS R T-15°CI & =il S
LA T R R R R 2 2 -40°C 11 A ZR AR Bt
PRl P A AU R B U BEAIG, Tk $1-45°C; 4t
U B A P A L 2 AN AR R R, R T
e AR i (P AL ER S5 R A2 A7, iy s (Populus). HE
J& (Betula) LA f & W2 J& (Larix) ) 2= 8 4 b (4 I
Sakai, 1979; Prentice et al., 1992),

55 M 52, Hawkins®%(2003a) & B, 4 H i
X0 A IR 1 28 20 R At b B AR ) ) R IS T S B

AR (AET) o BIABATIA ) SR 2RI AR &
T SE R REM, T 52 A (R 8 B A BE ) N 1)
PR Turnerds(1987) T FT I 7, o RN 2 22 A
P AR RO RS AR, RIBEAF= 00 T F%,
W28 2 R IEIN, IX 4 A AN SRS
Bt XA RE TR AT A T A MRORAS, B
(1) 26 ZR i B 25 4 vy FLIP IR 22, 9 /b T4 A7 11 e
i, ALY R 2 FE % (Tumer et al., 1987).

WL 5 AURT I, Sk Ak
Sy 6t A A A s TR W P R 7K A 381 T s 1) PR 58 AR A
FHEL, 2= 0% 2 R ) BRI IC T PRI,
X B I ) o)t R AR L) E I Y
P FE ) A, AT 4 LAl P B AN BE (Hutchinson,
1959) ? X Jn) 5T B T FE Ve ZLMHAR B Mk,
T3~ e 350 (1) 25 5 Jm) RV A 0 b 1 1Ak g 2 A
ST ) RO o dedlr 1) —LeF N Ay, AEdaHT
tH:(Ecocene) LA, 113K =k I ABL T3 4 B Aty /
G LK, 7E FL 5 = 40 (Paleogene) i 31, 423k
A B WAV (Latham & Ricklefs, 1993; Qian &
Ricklefs, 2000); H1 -4 K8 73 #) ol ) #H 26 76 4 A
W R, A H AR A IER LE, BRI 34 52
I 4 (Latham & Ricklefs, 1993; Wiens & Do-
noghue, 2004; Ricklefs, 2007; Hawkins & DeVries,
2009).

5 AxFREMRIR

AT, 3. H. Brown & L[4 T AR
RS (RIS BRI, Gillooly et al., 2001; Allen et
al., 2002; Brown et al., 2004), FF223RF) X —BEiE
MHLA - fE R W ol 22 A 11 b T o) (0 6 &8 FE A
SRR Jo) S RE (R 9 R o IX R ML A e 3 2
BT MAH AR 8 3 (metabolic rate, B) S5 1A K
IN(M) S 0615 P (T) 2 & (Alllen et al., 2002; 1 1L
Brown et al., 2004). AA PR —JE AR BLE (14
Tl 22 FEEAR U AR A A2 25 22 AR U (SRR AR I 10E),
vt b Re e Bl RE, B 4 i Rk
TN o VKBV IO Pl = e T R eon) il R 1 159
(LKT, kABoltzmann' ) B4R R, HRPRAE
-0.70%-0.602 1], HJ:

In(S) = C— Ex(L/KT)

HASHYIMERE, THLIREIE, EXNAEYHEA T %
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RS A S, kA Boltzmannii $i(k = 8.62x107
eV K)o BRI 25, ShlE TAESERN 2
KTEM4iE (Allen et al., 2003; Brown et al., 2003;
Huston, 2003; Storch, 2003; Gillooly & Allen, 2007;
Hawkins et al., 2007a, b). X} T4 &2~ AU B 11
MM, TRATK 5 SCrEd iR iR (W £ & 1H4E, 2009).

6 Ko —rEEITMHIR

K53 — fig B B AR (A I RTAR R K A R
PR K /B ) B F HE. M. O’Brien S L [R] SFiAT142
, H B0 ORI Rh 2 AR R R R EER R th
K3 R RE & FE A ¥ 52 (O’ Brien, 1993; Hawkins et al.,
2003b) . X —{E U 1) e A 3h e (B RE)
(Clarke & Gaston, 2006; Allen et al., 2007), i@ H
T A 7% B (O’Brien, 1993, 1998; O’Brien et al.,
1998) sliifit & K os; /K 73— AR A K, Tl H —
ANHIL X [R5 4 R 78O Brien, 1993, 2006). T4
oK, LRI SEBR 28 U (AET) kel i — A X 1)
KB A (Kreft & Jetz, 2007). SEPR7E B RS2 g A
IR SR SE M, 757K 3 78 2 I (8 BT 9% 1K1K 73
HT7580), RN ZReRcia i, MAEK oA L)
Ko FaEH . DRI, SRR 28 HCE SOt TN X K
BNV 47(0’ Brien, 1993; Hawkins et al., 2003a).

IK I AR B BT T K 40 0 AP A e = A
HE R m . BF0R B, fEm i A B g sl o,
WASKAGE D 2 R E BB, 2%
A Al S (LG an ' A FH AR A P 468 1) o 282 e 3
Y= 4)(Gurevitch et al., 2002; Clarke & Gaston,
2006; O’Brien, 2006). [A]It, WA /KIKIIE 5 )
WCRD 32 B 759 7 (1) 5 77 (Gurevitch et al., 2002);
T L sk R S50 AR ) 1) i R O A (R A A
WP A ) B AT T2 R 520 o ZKAEAS [R] ) BE & 2k 1
N EIAFEFPRE, MEEE KN GREECLLT),
K CAUK T AP AR 1 B8 1K s I (3 % 200°C LA
1), KA IKZEVR . LUK P RR A7 AE K 2 o ik
VENE TR R N2 Sy aeE R g . 2
K53 RS TR AR, A B ka4 1) fi
FIFHERE . Rk, O’Briens Ay, HF /KM
H, REEDPIRD 2 FEIE I g I e 2K, /)
bafe T m, ZREMESC TS T (O Brien, 1993,
1998, 2006; O’Brien et al., 1998), A Mi/K /> FIHEH
12 DI R e 7RG EAE 555 LA A D)

SRR, JFHE I 52 W R ) 2 FE VE A% JR (O Brien,
1993; Gurevitch et al., 2002). Lhi, 7EVEHLX,
SRAEE AL, H TR BRI, R VA X
Yt B HEAT O A 1 HI (O’ Brien, 2006), M i fifRE T
AT AV B XA AT PR 2 1

T, X AR B R R AR AR,
il ARAREY I Z R A s . betan, E. M.
O’Brien Az F [ S A HY 3 — B0t B m AR AR 40 Fh
P LR RS R, I K I 2 (B W9 i R A5 v
HABE)ME T HIEMARZEMEZALR
79%(O’Brien, 1993; O’Brien et al., 1998). {15
P AR ARG ST T KSR, HIZ A T
RIS s el o N N S 7 B S (T e
(O’Brien, 1998; O’Brien et al., 1998; Field et al.,
2005). {H 72U W2, BARIX B ARRE 1 rg Ik
PR Z BEPERS S, AERER rp i) d v H 25 RO AE Bl
7 R 23 X 53 240, BRITT TG V2 5 1l 52 o 1) e A
A, PR Hawkins &5 A\ G 54T ] HG A (0 45 4 (EE 4 i
A 7 40 5 ) A B % H 28 B (Hawkins et al.,
2007)o AFALIE BRI A 22 FEE DL A BR T -1 )
BEZ REVE I 50 AR U Mo 3 7 T 3X — 1B it (Francis
& Currie, 2003; Currie & Francis, 2004; Hawkins et
al., 2007c; Montoya et al., 2007). #iFrancis#1Currie
S5 NOR 4 BRR 7 R AR 22 RV S B ) 8 2 A G
7N, Ky B (water deficit, WD, [t 7 —AMh[x
T SRR ) MR A 28 W S A ke 1 Ah TR
ZREVERS R, H 2R S AE i (DL B2 B8 78 25 1L
HAROR) A BPPZ R, I SCHE T IX B
(Francis & Currie, 2003; Currie & Francis, 2004). 1£
B 7T, Hawkins%(2003a, 2005) FH X —fE it
R T SR REME R AR R, ABARATIA D, KA
BNAKT BN )5 W A] GE L AR, R Ti e o) fa A A=
77 R R () W S

BARIK Iy MUBE R BRI R 2 FEE B A B35 1
SO, H 2 RN SR AR AN [ X R AR OK 2
5. Hawkins%:(2003b) %854 ¢ T HE & Al /K 73 %4
WIRIEFE R I, AERE AR A b T7 Hu X, At 2 PR
Wkt Z FEVER) ST AR R T X, g
ANy Tl 1) A R Bl A SRR, BRI A 2 2 R
KR E I, M, K 2R
Whittaker 4% (2007 )% KR &4 S8 FH IG5 1 B 50
IREFHISZHY 11X — 4518 .
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#dkahfe HhEHE
(Thermal kinetic energy) (Chemical potential energy)
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PR AR FlBF R
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(Speciation rate)
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N
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/

EXuEZ2 R
(Biological diversity)
PR KRR AR

B3 HREINEEAE BT AR R NHLEI (5] B Allen
et al., 2007)

Fig. 3 Collective mechanisms for influences of thermal ki-
netic energy and potential energy on species diversity (from
Allen et al., 2007).
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