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Adaptive evolution in response to environmental gradients and enemy
release in invasive alien plant species
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Abstract: Evolution hypothesis predicts that alien species may experience genetic changes in introduced
ranges, facilitating adaptation to new habitats and range expansion. Responses to the selection pressures in-
curred by the novel abiotic and biotic factors in introduced ranges are primary causes for alien species evolu-
tion, although other factors such as intra- and inter-specific hybridizations, genetic shifts can also cause evo-
lution. In this paper, we mainly analyze how alien plant species evolutionarily adapt to environmental
changes related to different latitudes and altitudes, and to enemy release in introduced ranges. With respect to
evolutionary adaptation to abiotic environments, we introduce some important common garden experiments
and reciprocal transplant experiments, emphasizing the necessity to integrate the studies on evolution of
phenotypic traits with those on neutral molecular makers. With respect to evolutionary adaptation to enemy
release, we mainly discuss evolution of increased competitive ability (EICA) hypothesis, the refinement of
EICA hypothesis, and their weaknesses in theory and practices. Finally, we introduce the hypothesis of the
evolution of nitrogen allocation, which predicts that invasive plants may decrease leaf nitrogen allocations to
defenses but increase allocations to photosynthesis in response to enemy release in introduced ranges.
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LAV RN RGM AT RE R A=,
BIREFNFAERE . HH AT ANTEAE 2N
M AR A B . BBV A, fEA
R AT e A At AL AR A, DA OB (5, I
LRI e AR H(Maron et al., 2004; Bossdorf et
al., 2005; Hierro et al., 2005). KEAFFLR RN
RFMEARE T SIS, B AT A ML R IR S
o AW R AR, XA AR AL S AR JLARA S RT
DLW %% 31| (Dlugosch & Parker, 2008a; Whitney &
Gabler, 2008) . Fft N B Ff' [f] 2% 4 (Ellstrand &
Schierenbeck, 2000; Prentis et al., 2008). istfi Az
(Ellstrand & Schierenbeck, 2000; Dlugosch & Parker,
2008a). B EREEHT K1 (1)L £ ) (Leger & Rice,
2007; Maron et al., 2007)55 & (e AR Fh Ak A k4L
ME LR . fENR M, Wy p ok B R4 DA AR
355 10 397 (13 8 He ) o N AR Aol A 3k I AR T 3=
JE R o AE A BR T D SR HR IR L O A A K g3
(Weber & Schmid, 1998; Huey et al., 2000; Kollmann
& Banuelos, 2004; Maron et al., 2004), “E4)3R55 A
FRERR B OB SE 4 . R (Filchak er al.,
2000) 1 Ji 7 1y - R T R Bk = (R T2 ) «
KEW TR, N AP e I 15 AL 73 A
23 LN R SIS RE T AR A, BV AN [P S5EAE )
BGE N, IR ] e TN RN B A5 R, AT RE
FE TG N AL BRI G NI S5 L, n) e 5 i AL AR 4%
AR FEH J<(Colautti et al., 2008; Keller & Taylor,
2008) ASCAES T 4H Jaidehad B S g TE AR A B A b, O
W T AT E ANAR TG |G & 1 R AR T W N A
Fs JIE AL o O T-ARAE PR N R B3
FIHEAL A I, A SO 21T 19 5058 4 56 ) R EA B i
(Evolution of Increased Competitive Ability, EICA){E
BOMMEIE I EICAMR U, FE R0 #T T EICAfR U 7L 2L
W B AR T EARAE R B B R A SO T
R R RO B, TR T AR R

1 WNEEFBREFINEEEREREL

F AN]SR A FIABAL G A 2 AL 38 N S A 45
(P AAS [F) S, (H - F IR IENHE R, B4 H)
T AN RAE ) I N AR 1 BT A B (B S 5, 2004,
Williams et al., 2008; Feng et al., 2009; Li & Feng,
2009; 5K FESE, 2009). KA R TERESE I
ARSI 52 03, WAL RE A o s 22 REAL I 2R B,

A ANk, R A AR PEE e S phk B g, AR
(U FC 2 e N7 AT 30T 00 ol e ) O B 5 sy 1) 284 22 RE AP
KX ANZ . R BV L LA A5
R PRSI, AR RAEA) ] A (NG5 T ANBE)
T B A AR R A N A FHT A . GengE(2007)
FURW, Sk B AR o [ AN [F) TP 5 5% 1 L
(Alternanthera philoxeroides) % K EiBAE 514k, T
J2 T8 o 3 AR IR AR AR I N A [l 38 K ) 22 A
A:5% . MaronZ:(2007) R B, W B PERR (KPR
bl 11 AR 7E 51 3 ) (Hypericum  perforatum) N13
b5 s 22 AN 1) 1) 22 2 AN K

Ty SR AR AT IR AN B 9% B A B A R I 1k 4%
Hs 3, IR AALENAR B I R BORT i 25 1) A2 3569 e B
B, A RAEAIE 25 1 i AL AR ol G T g . TF
ZHFERY], MR YEE ) AR REXS AR A7
(10 24 8 m i PR S S B P A @ Y, AT AE 28
MR R M B R b 137 AR B (cline) 4% J7) (Winn
& Gross, 1993; Li et al., 1998; Jonas & Geber, 1999);
MTAEIAE B E ST B . i A KK EENE
I, o il e PR I H R AT AT A ) B
A RERS R, B R B R BOE B A AE (Weber &
Schmid, 1998; Maron et al., 2007; Dlugosch &
Parker, 2008a; Etterson et al., 2008; Montague et al.,
2008). bR ATRM], FEAZHIAY, RA AT
A DA Y Bl N A . SRR, YERRi L 2
FEPE, T AE AR (0 I e B BOFH 5 22 1) AR B9 e By
B, AT PERGE R IE AR ], SR N
WAL 1 H B K (Lambrinos, 2004).

Montague®5(2008) il 1 T T Ji 52 (Lythrum sali-
caria)TE A7 HUAS [ 26 BE R 25 AN Bl A IR AR L B
() 1 T A IS ARLRR /N 3 T HE 1Y A 1 20 5 ¥ A e A
A BT AR L TR RRR S . R
ANTR)FRE B T St S 7 bR T R SR el v, X
25 WA A RN AE, HL S 7R PRI 1R ¥
ARG B, 5 RS DU 1 1 44 A A
SR ZRABL, 2 W T i SRt A AR Ml AN [F) 26 B PR 564
7 JRiEAE Y - Kollmann A1 Banuelos(2004 )8 A 45 R ]
1 H IR RANAE (Impatiens glandulifera)lt126/ P
FLT S 2 P [ TR e el ob, R AS [R) i P A
(o LA BRI AR G I TR) I H ) S (3 A
TERS Jy: AIRER BRI R b b 25 A 2 e i P
(R24, (HERAEI ) L m 2 FE R R 10-15 do R
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RANAEAE AN AR Hb (0 3 0 25 B2 7 A2 e A 7 v] e 2 Bl
TN g AR T XA R JE PR 3 AR B
£ L. WeberflISchmid(1998)K R [ AN [l 4 £ 1) b 5%
— K¢ ¥ 1E (Solidago altissima) F1 LK — B 8 44 (S.
gigantean) FioRE T+ [F) JFURAE [ b, R I i N AR AL
)5 R TR) A6 B A8 AR 15 SRR AR B AR R 22
5, HASR 2 B R e b 2 B AR AR . Monty
F1 Mahy(2009) 4% A 42 3 L A1 15 (4480 m) F1 7% [E]
(2-1,695 m) A [F] G 45 B0 B 1 7 I 3 % (Senecio in-
aequidens) PP IEPPRE T2 T LA S 16 [H] R e [
IR v L AN () o 4 Ao T D K v P = 2
V)R TSRS SRl Ok B SRR IR PR =
My EAEY) AR AR RN, X RS R AEIE L P
I S A R B AR R I — B 7RSI
5, K E LER AN [REEA R 2P (1) v A
ARy R I AR TR AR A R, R R
B0 AN [RIHEEACRE B2 AP S AE T SRS B

Lifl1Feng(2009) [ H 5Tt B, 7EANAZ HhH [H,
SRZEPE A (Ageratina adenophora)F 1 I T & . %%
R AN S A P AR I W b FR) I A T AR A
Ja, KB SRR AT R KRR
HIRZEP . 3R BESE(2009) 30K A AN [ 1145 25
PR S AR R AN R B, R
TE RO D 4 B 5 b I R A v
FAEA DG, AR B bl b, v iR P B
U5 R b A L RO OG, R I H Rk
i NVERE . AlexanderZs (2009) 5T [ HF 57 th 2 1,
FLAR B FE AR AR ) 0 BE XS A [] 3 45066 A H Ry 3k
WM. AL, AR N RENIE BEXE AR TR K 53 B8
B3R A HY SR Y. (Rice & Mack, 1991; Leger
& Rice, 2007),

<C HF FH S B (reciprocal transplant  experi-
ments) A FE AR A2 KRG A H (1) JR) el v 2 it 1
A3 J3FES o 611, RiceFMMack(199 1% 3 4 £\ 12
o7 NANE K 53 IR 5E T 18 5246 22 (Bromus - tectorum)
WATAC HAEAE S, RIAN [ A RAS [R] 1 i 4%
PR, ok B FAEE ) A8 22 2 Lok B Al A 55
(MR Z IR, AT E ] Re e T R A8 T e
R R LR BRI — RGN o ARAT AT
(10 57 R AN ¥4 £ 455 ] 1) A8 TEL A% A ST 56t R B,
e R iR g, ok BT 5 SR A B 1) R A 22
SEREE IR I T F R4 s, Higr SR, 18

B, ok BV RS AR 2 A S A
GO XM RAE IR A E R I — 2, R
B R AL N o A A T R & Y . Sexton %%
(2002) 41 43 A1 78 A i B 540 b A 2 B R
(Tamarix ramosissima) PR T-AS [ FE (B4 FE . b
R B P AN AR S, B T AR A B R A
KSR ZESR, RIAEAF AR b5
PR AG AAR T F AN RE, ARG AL BT A B R AR
AR R L T R R . S5 2 AR
AR 2K ZR AR AR i A 2R PE, AR B
FPREHE 0 2 () A e RN B D, AR T B T
R R 55 S IR AR b 8 A A 5 R AR R L
R AR TR, RREANRZ ). AT R
B, P9 22 BRI AR AT 3R T 25 2 B0 I ) T
SAVEm AR AR i, R W] 2 BRI AT R S A )
Ll e SUINUN Ca- iR LB R IET:

HH 35t A% 23 A0 AR (1) Jr T B 2 FE 0 R AL
—RTE R, AHE I A B YE EIRBIT 5T W 5
B R AR RE 18] R 35 A% 20 A T AR R R A2 T 1E
o BB IR, — S NZMPAER G I
BRI IR, AR 2 KE H 5] N\ (Ellstrand
& Schierenbeck, 2000; Bossdorf et al, 2005;
Lavergne & Molofsky, 2007; Dlugosch & Parker,
2008b). WIRANAZ L —IRPESIN, (R4 DI
BN AN BEIL RNV J, NARFIREIEAL 2 FEVEAR T
Ji 77 H FP B (Amsellem et al., 2000; Dlugosch &
Parker, 2008a). 1R NZEWIHE 2 RE LTI, K
DNAZTIRE 0 A% Z2 AP IE AN — 2 LE g s A R
I, B2 IRGIANAR T AR REEB A, AR
FRERE DR B A 2 W 1AL A8 5, B A8 I AR5
8% 25 (R0 MR W) AR AR BB R AR A N 25,
A B L K A (Maron et al., 2004; Keller & Taylor,
2008) . U1, AN [F] 35 @ 5 (Phalaris arun-
dinacea) 1 Z IR 5N, FENZHALSE, gEF L
2 FF PR I R] 30 AT 1) 38 AR S 380 s T D b R
(Lavergne & Molofsky, 2007).

MNAZMRER AL Z R R, MR ERA
SERIHEAYE Ty, 1y Hab R W el Re A & X 5T
HIAEE FI0E WY ) FE AR, A5 4 e 18 AR B AN ]
IR 86 1% (Neuffer & Hurka, 1986). IXFENIZFhEER]
AL AN 2t TIN5 Bad kAL 3 0, 1M
J2 POUIE W e PR R A0 N AR i AN [R) AT 8 20 A1 (1)
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2k QL (Maron et al., 2004; Bossdorf et al., 2008;
Dlugosch & Parker, 2008b). Etterson%$(2008)¥ X H
J5U b R NAR AN () 443 55 22 A PR 1) b 56 — e 3
FERN 1R T J e M R, A I PR R Y
s R R R AR R T I R £
P AR R A AR, Ry 58 B A AR VAR 1 443
AR SR AE P AR ARALL, R B NAR HAAN [ 26 i
X () A6 56 — B I AR A T RE 2 2 RGN
(1R PRI 1 5 AT 2R T 40 A1 (1) 45 2R

Dlugosch il Parker(2008a, b)# i A5 #) 4> 22 #k
(Hypericum canariense) TINAZFIHEL I = b
TR T NAZ B 18 [ BRi AL el b, AR BB 1 2
KA A7 IE 3 R0 B A ) 56 8 LU g MR i 5,
It HANR 26 B i NAZ R REAE ZR AR IS ] _F 230 L 1]
LR BEWT AR TS SR o RTINS 4 22 Bk A D 7
(R o3 A e 26 s FEAR /DN, HAE AR SRR &G T
PEE RSN, PR T DAHEWT, 78 AR H AR A
IS 5] ZE I L R) 6 S AR T A S v e I\ 3 Y
B 45 R . van KleunenF1Fischer(2008){0 Mimulus
guittatus [ JE = HUFRRE RN AR PP FRORE T AN AR ML 1)
(R T b v, O B A R ) A e (o PR )
PR ) F A (T ) TS A IR b A [0 P A A A
Jey: Rl BEPR R AR LA 200 B PP A ok 1) ) 2 B K
T A A T /D, B vy 2 BE R R TG A P o 1 L
B R . AHP PSR IE S0 45 R, NRHL S R
A7) 243 5 b A 18] 1) 3% 2% 0% 3R AN LEAS R 463 55 b
FEMIPIE SR R IT, KIHM. guttatus i NZHLAS
(i) 243 S AN (1003 2 15 )N i JO P A ) 5 4

Maron %5 (2004) 3% [H Ji 7= Hi F1 AT HiAS [7] 43
J5£ TR 53 P 32 SR AR 3 ) A AL T D 7 e RN AR e 1)
[ AR ARL el b, A B D b AR R N AR P E A
K/NRVESE R ) EAE I th 26 B A e U fk, H
PR BRI T 4 A3 B ONAR b SE R AN A A2
oK B 5 RO PRI AH [R) 203 P A RE, AT ik ) B -3
TN N AR b ER S5 B2 AR T 0 AR A e Y
Maron %5 (2007) ik — P WU R IR, 75 J5 ™ Hh 75 B 2
RITNAR b A8 Sl 1 4 A [ 5 A el o, 53 et 22 R0 )i
7 b R NAS R PR R A AR I H W
2 BEWT AR A SRy AR AR R (1 P el P R R
I B 2 A i iR 82 C 2 o R T L W S 48
ARTEAS SR, AR E T, PR AR A A T
B, DA AR PP b1 29 34 2 B o B A () 45

ARG Joy o AR IR AR i = b B A AN [ (1 ol il
Pl rr & I R AH L) HLJR AT 38 AL Bl 10 205 2 A8 T A
Jay, S5E T ERRICAITITSS R (Maron et al., 2004), ]
AN Sk 79 R B A N7 R, 7 > K RURE PR 2 R ok
AR, ANTRI 2D B PR B0 R 25 A AR BRI 2 ¢
ST MR NRUETERE ) AR RS SR IR TE

2 R REUEIRAYE R L

2.1 HEBFFEE NPT

T NAT 3 A0 A A 08 R Lt Z (1) 23 Ak i 1 5
ZRVE, MKW EZ . — Bl B R HoE A
FRCAS IR, % Y5 7 0 A S T 114 4 i R A A Al
R Z(Herms & Mattson, 1992; Stamp, 2003; Handley
et al., 2008; Ridenour et al., 2008; Feng et al., 2009).
EICAE BN A, 78 AN AR Hb R Bk 3 A 71k AN A7 HE
WO LR R PNE, B R T dEfr it i o
AT AR, B R, Nmmmgael . ;2
kN 12 (Blossey & Nétzold, 1995). 1R ZWI9E L #ri%
i, a5 I M AR L, AR PP IR 4 JE
B S8 (Eschscholzia californica)FFEFE K. ZHHRE
H5s(Leger & Rice, 2003), NRFHEHypericum ca-
nariense (1) A2 K M . A7 R MBI )1 S S
(Dlugosch & parker, 2008b) . Rogers 1 Siemann
(2004)7E N AR 11 5 [ (AT 5T R B, 55 It 7 R A A
Lk, SAA(Sapium sebiferum) NAZ PR TP, %
SELAE ) S, EAL B A RE ) AR Zou4E(2008a)
FE I 7 o (B IR R W, S AR N AR R 1) 58 4
i ) R 1 v T D R R, T RIS T
J5 = MR . Wolfe%5(2004) & IR, 15 J57 Hi RR 1
FEAH LG, ANAR 2 E 1) K H(Silene latifolia) PP 2
JERE I3, AL R BRI d SRR
TR Meyerd#(2005) K ILAE Js 1626, EOK
— R AE I NAR TR B 5 32 R IG5, (HFFBR R

SRS, NARFPRER) S RE ) iR T I MR R

SR, I AN I BT I RE 57 # 32 FF EICA I Ut
(Bossdorf et al., 2005; Colautti ef al., 2008). Willis%%
(2000) 74 A A7) 14 s ™ S o o AR N AR ol A [ ) o
R T D M r) [ BA R el vy, O AR RN AR R A
FRLLJSE = Mo Rl BE 5K o van Kleunenf1Schmid (2003)
T R, A8 A Jo AR B P &= K — B
(Solidago canadensis) NAZ Fh TP 51 /1> T J5 7= Hh Fof
W, TFACECRAIC S8 5 AR B 2, Py R
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N AU B i P 1 22 5 AN (2.2 . Bossdorf5
2004 K, FEHA wF MO, ZIFAlliaria
petiolata) NAZ FRREFN st = b B 2 0 22 e AN (8 3%
EIEASEG DU, S50 HUPP R (PR i A 8L
53 5 O NAR PR 1 22% F148%, 4 L H BRI
TERE TR UL . BY AR BT AE AR HIAR D4R
ROy, HARKAI A R )t T, (RS
e S IR (Lewis et al, 2006); 2, AfZ
H YA B ARARES T 2E K I KB (Ambrosia artemisi-
ifolia) () R 1 I 7 b, AHAE [6] Bp e e o A2
TR IR R E BT A 68 07 FFAMIC,  ELREAR /S T 5t 7=
#£(Genton et al., 2005). Franks%:(2008) &, HT
JZ(Melaleuca quinquenervia) NAZ FPRERN = HuFh
(1) R P 5 4 i 1 22 57 AN 8 3%« CrippsZ5(2009)
IO 3 (Lepidium - draba) NAZ FRAHEF i 7= Mo Fi
FEXT T KW Psylliodes wraseilt) [ 1 68 ) 25 5 A
7% . Joshi Fll Vrieling(2005) & B, #r 5% T B %
(Senecio jacobaea) NAZ PHEIN ALK FNE I RE 1 T
Ji 7 S PR, E RT3 R R 7 4 i AR 5 T iR
P R RE . Ridenours (2008) T 5T 22 B BE 1 2 473
(Centaurea maculosa) () N2 FIE B AT 5 1) 564 77,
AL TE] IF R 3 R v Sk o T i R
B P R E PTI98 . Cafo%5(2009) 1 &
WL A5 W 85 %4 (Senecio  inaequidens) K1 AE Y 4 2
(Senecio pterophorus) NAZ PPREXT |l R ORI 2
(Helix aspersa)FI BT 58 T I Hi R .

Af L, RIS UFEICAER U BT FUR 2, (G R
SELENAZ BIREF = Mo P B 55 4 8 07, 102 AR R TN
BITABIRE 7 1) 22 e J7 T AR B IS — BU £ e, 1 [R]
MIX P A A BE G IE BICA B U 1) BF 9% 38 4R /b
(Bossdorf et al., 2005; Feng et al., 2009). —J7 [, X
B[R A RAE AT Be A AN R NAR WLEIAG C oAbk
HINAZ S — NI RE, NS A R T
AN R NAZBER A EAE ], HA—E
(1 NAR ST EEAM A A e A 34 5 5 4 e ) TRI kAR
AR, NZED ST R IEA 8 LAY
A R(Vila & Weiner, 2004). KSR P A % — &
FENZ IR ARSI RE ), N U5 L ™
o= i, R RSO s TR ok, AR
il B 17 180 B8 738 /2 1) 45 3 5 ¥ 777 [m) 3F 4K, (Zhang &
Jiang, 2006). 75— J51fi, XAl BES W IEA K,
JNEANE], 132045 BT Re B AR o 1 i FRATT V4

IR UEEIC AR U I S 1 5 1) I
211 FRATSEEE

2 K 2 K [ Jof e el S 3 A8 2 AE B S
FARPAAE N REAT R, IX AR T DU E A KA A A
AN L B G W A0S ) N AR TR A Ji 7 s ol R 5 4
JJ #5455 (Bossdorf et al., 2005; Ridenour et al.,
2008), A 5T 4 F A AN GERT A KA A 1 ANAZ VI AE
H A L U (Bossdorf et al., 2004, 2005). Bl i/l
BRI T 5699280705, 2 R i) 55 4 5
56 (P9 R 23 0 5 FLAR P R 5 ), AR 2D R F A
N 58 S SR (AN [RI PR 18] 1R 56 ) 75 M RAE A
A AN 57 i Jr 38 3] (1) 5 40 0 B AN, AR
Tt TEF R 5t e b T e B 5 A - 1 0 A b ) 5
# (Callaway & Aschehoug, 2000; Hierro et al., 2005),
55 ONAR Hb R Ji 7= i PR A PP 55 4 1N 1) B 25 tH A
[ PRI &5 SR o Tl A AN [ Al 1] ) 52 2 S 3 I AT e e
Tl 18] 5 4 SEIG FAS AL (Bossdorf et al., 2004). Rogers
F1 Siemann(2004) 48 12 41 (1) NAZ Tl B N 5 7= 3l o
43 9 ) 22 46 B2 52 B (Lolium  multiflorum) BEAT 5% 4,
P LR PR 2E A R AT PR A SE T 2 52 R Zou
£5(2008a) 71 5 41 5™ M BEAT R e pA) 5 4 S 50 R,
MNAZ TN SE e 0wk T B = R R o (30 B A ik,
KB N 38 G S5 7 V250 E EIC AR 35t IR A 98 I8 1R
/b (Bossdorf et al., 2004; Zou et al., 2008a).

212 NRFIRFEH S b S A EARF 5

4R 2 UM R0 — AN R SR e . —A
A=K TN LA N AR BRI J5 7= R e 11 2 5, X LA
AR 7R PRI ) (10 5 ), L 3 oA R R I &5
Wo ANIFJ IR el FOAS R (R AF g 1) 328 AUl B
AR PRI S AN, T A5 PR 2 S A A A
5P L BE K % (van Dijk ef al., 1997; Sexton et
al., 2002), — iR SRR K R BLAME LAAEAT A 51
REACT 5y — R AR . A SRS RAE AR B
AR J5 = S PR PR e R AT S AR ZE 50K, IR AAEAS
[F) S5 A1 PR SRR I R I 25 W] RE R AH B o DA
RUFNIRTE IR AC ELAF ) O R BRI FT T IE 55 (Colautti
et al.,2008).

S B0 I 1) 1) 250 5 IE S0 BT Ak ARG H
I 5C: — R T BEAE AR 06 S I — B BRI
Yo 55— Mok, ABAE AR 5200 55— B BRI T g
AN Ak . kTS A ) S
TR R SR A I R B I AT A, X e
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B3 i i A R (0 R B B BT AR A

Ak, RAE—A R BORP A bel T it 7, ok LA
HE Bk B 38 N B A THE IV 5 PR R T 5] N 6] S 56
SR TR . B N AR RV T S5 H 1R 4y
PR, LI 70 P A S 7 H 110 A4 155 5 oA 7l 11 B
AR, T i M RR R R B AR 22 R I A, HL
3 TR (1 25 5% 5 PR [l R BR BE A [, 8 70 Pirpv [l
P, Bk B ONAR FRE A 2 Ik T BE ST I el
FE(Williams et al., 2008). 11 H, NAZFEERR = H
Tl T i E O V. % 19 20 A b P 2B P R E AR ) PR B
TEREBET R S A, RIS e et AR H
I, A7 05 A NAR MR 5 L [R]INF RFST (van
Kleunen & Schmid, 2003; Hierro et al., 2005).
2.1.3  NRFBEFAJE Pt AhEERY AT EL 1t

PELG A B NAR Bl 5P Mo Bl IE BEAS b
LRGSR S5 A, R L A BN B
FEAF DG S Gk o T AR A AR i 7 b e 78
PR 10 26 P55 Bt 4 S5 AR B A e ARk, — 1%
SRR A9 1 BB B8 ) 7 J5U R R NAR, 2R A H A
ABL Ry T 45 A2 B 4% Jm) (47 AH G )(Alexander e al.,
2009). JEEF, T LG B NAZ BRI = b
Sk B AR ) v R N, b R A R ) A AL
ORISR B ARG AR B, LB R
TR MR T AR FIRESR B AT R
i RE, B A8 KT R MR . Colautti®h
(2008)3H it X 28 FhAE M« 324 [7) Joft ] SI2 6 445 T (1K) 0
ANIPHT RN, WA IR FE 520, NAZ A AR
K= HoFp e, T RE I ARARL; 025 R 26 B 1) 5%
Wi (43 BT IRF CAZE 8 46 15 0 7 Hi 1) A8 B A AR A I
T, NRFPEERE AR /N T 5 R AR 22 S A 1B 35
BHRE S TR MR e o R0k, BIEEIC AR UL,
N 2 N A HH R Ji 7 b R R A R PR 5 A
RO, AH LGIR BRI B B0E Y 1 He 25
AR TP J5 = R 1¥) R s R B 3 25 S 6k N
2 ARE R 7 R o 2R R R 0 RT e s,
WM RSN G AR PR R E T IS
N iEAk, %t Keller 1 Taylor (2008) CLAE T ¥ A%
Bre
2.1.4  NRFHEEFAJRE Pt bR RO REINRE

REAB MM EE N &, &
L% 2k EIPNI RS C NI SN B S Eh
DA S A R 2 77 Bk S KA A 55 25 D AH 56 o 9,

SN BINAZ M 5 B ALK W (Spartina alterniflora) %}
LR OCIE (Prokelisia marginata) V) B 18 6E ) %
fIG, SIS TR 2 L R R R, [
A} (Dachler & Strong, 1997). 7£ 5] A K51,
AP RAE )AL RERE I Ji 7 L 1 R4, AR
Hb 8 % R R T R b T AN TR A T DR AN
I BAR D IR AR, B SRR A vT E B 1
A I BRAR 58 4 3 i H BB A AR I ) 1) SE K
NAZ ) R EOA] BEZ T IT IR & N i, ot
PERF AR AT RE A R B R T IANTZEHTE 2, s
AR AT fig ST Ik 1 A 14 i 975 10

B, BB R (Pastinaca sativa) 11609 4%
FIANFIIE3E, 1869EAEALSE B ORI L L — 1 Rk
DR B X B 45 9 B B (Depressaria pastinacella)(JG
=51 N). Zangerl fl Berenbaum(2005) fiff 57 & B,
18501889 2K H 5 [l 1K) WK B KU A 2 AR TE 52 Rk
PP X 25 W = J By, o mh A 2 B A ) Jo vk
A2 2R R T 2 k2 AT () I S0 Js 7 s A Ao
T3 1890-20014F K H 3 [ 1K KK B A bs A %2 21 T
DR I PR 5 ) s AN ) R FE PR B, I AR A
Foft ¥~ PRI R 2 2R AT I ) 5 S 2 T v,
T 188K H Jirt /™ KR (1) By WA~ B BAKR
AR TR IUE R UK ), {2 Zanger] 1
Berenbaum(2005)¥) T4 J5E 4 J5 N4 4t TR 4F 1
4% . Zangerl55(2008) M — B 5K, 45 E
LS 2 AN I T et oy = 7 g e ek R i
Yot st W T . AR, Handley%%(2008)48 5
R 2 3 5 A4 55 TR (Puccinia  lagenophorae) H.
A I TR R AN [R] B BR P T B (Senecio vulgaris) i1
R IR CEL AR IS TR) ) Bt AR (1] v 45,
ZY504F) 136 FMBECE BAR) R Tl %, RIA
() AbEE B R SO AB B ) 22 5 AN B3, R R
LA IS TR TR0 B T B R B 4 6 ) 5 AN K
A [) JoRf A bl mp ik — 20 T e RAUWE 5T ACA B T
FRAMKAD IR L], T B SRR AR R A
P A5 A B2 5
2.1.5 FHXREIEREEARE R0

WA X 43 P R ORI T 3 R B A2 5
BFE RA B EZ G . AEANR AR
FEME ) e T K (Joshi & Vrieling, 2005), {H{/s
A AT REZ BINAZ H IR ) 3 R B By (Maron &
Vila, 2001), BRIk, BATTN 0 R F Pk A 2
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e A 77 2080 2 P DR TR T 3% P DR T () L o AN [
(Miiller-Schérer et al., 2004; Joshi & Vrieling, 2005;
Ridenour et al., 2008; Cafio et al., 2009). & 1B
(quantitative defense) = E It & & BIWLT4ER. -
RYE . ARTE . T IS R A AR AR
W) BRI SRR R IR AT 4K 1 (digestibility),
P 97 400 1 R BEORIE . T A 75 3R 1) 1% R T
(Miiller-Schirer et al., 2004). Ji ] fil(qualitative
defense) 1 B e LA 2w B A A0k 7 OB
RIS S AR R P R B 1% R, H
TR T HBE I ) L M RSO R e AT i 15
S YU ERAEAE S A SRy s i, Tk
HLEL(Chromolaena odorata) ™ Fo L A= 1) Bk HE B 181
PR B ORI AR, 1 0 AR LR IR (Zonocerus
variegates) A F) FH L s - A S B £ 1) 7 4140 )5
(Boppré, 1991; Thoden et al., 2007); J+ - itFxfA
W A e RHEY) ) B 2t B R (Papilio polyx-
enes) X AT TEE, (HON IR LA IR RSk 10k
HN S Al BT A 5115 41 H IR MRS J ™ B i) AR
Hl, %I W (Brevicoryne brasiscae) 45 17 & 1F H
(Erickson & Feeny, 1974),

BB TS, SR, S
SO R T A B AR, A AR,
PG FE R AD /N e R, ZE IR HB AR AE S
A LA Ik 3 A AT D ke 977 A0 DR ) 4 R i
T AEAC RN () 7 40 1% R, e Re i,
IR A BE ) AN BRAR, F 57T BEHY 98 (Genton er
al., 2005; Ridenour ef al., 2008; Cafio ef al., 2009),
2.2 BIERYIESR T S ae S Ry IRIR

e NI TIN G REIAE ARG L, LA
e KB W) W7 A& A DR ECRR T 1 OR R AN [ AL
Miiller-Scharer5(2004) 82 i T2 1EMMEICAR B . %
BRUEIN A, A5 5™, RO 584 5 # 2= e A ) e
RIEFEI Ty, T 1 R AL AR B vy Jo 1 By A e
P R TSCAE A A ) 2 v PO 95 00 3 £ [) A BB A1
FIB A RE (R 515 L R TR, 3840 A %
AR 1 815 3 BE 0 (R 2 R 5 A R AS ), e AU 1)
25 R AR BT 17 A RE 0 M 1) 5 A RE ) 1 4E
FRE &Ko TENRHY, SR RAE R/ L R,
BTSRRI TEF 7, (0] W R %5 s
TR, ARG B i S B R RE ), (E S84 1Y
EREETIR, SRR R A R B ae . PR,

TE AR MWL 52 21 1R — LSR5 ) (1) 48 5 v] e A2 9%
V5N v AR 1) £ 7 400 1) AE A DR 3 BC I 45 2R, AR
FSCAS (1) J PR 97 A1 ] B2 4 15 o

AR 22 W FTAE S NAZ P AE IR Aff B A T 00 B 1t R
FIRI By A 6 ) (Miller-Schérer et al., 2004; Wolfe et
al., 2004; Joshi & Vrieling, 2005; Miiller & Martens,
2005; Stastny et al., 2005). 1, DaehlerfStrong
(1997) Lb A T % 4k R B0 W ) T 4 oK 46 % it
WillapalfHE i FENAR IMIEAL) L AR Je Y2 TH <5 L
FAE (AR AL 2045 R0 Jir = 25 B 2= B i BB 1 O,
R IR R T S AR AR I TR PR AR iR B, 3R
WY N AR Pl B 6 & P R BRI 01 BEAIK . Joshi Al
Vrieling(2005) 0 ¢ & L, & P K 8K 1D Wk (Tyria
Jjacobaeae) M Platyptilia isodactylus =¥ B € 87 58 T
OGN R, HEBUE AR PRI R A 7 75 %
1, & HURT BE K StastnyZ5(2005) 1 5 I 5 MK
F Ht Longitarsus jacobaeae ¥ = I £ i T B
M AAZFIHE . Zou%:(2008b)7F J5i 7= b 5] 1) ) 5
FELDE g2 3, L R Bikasha collaris T =X
BT EIMNRFIEE. SiemannFl1Rogers(2001)7E 3 [F [
[ SR AR Pl S5 R B, AN R AR S AT
JEUE MR . 25U, WillisZE(1999) R IL, T i3
(Lythrum salicaria) NAZFEE b Iy 2546 590 7
ALK T = A . (H AR, AhRAEY)
AR AR P DR R ) B3 480 B8 7 AN LG i = b
FE{K(Ridenour et al., 2008; Cripps et al., 2009).

LB IEMEICAR 2, IRZUTERIAEN
12 A0 KA )0 T 1% R Bk B = . Leger
Forister(2005) FH HIF 4 J& 7 28 SE 1) J5t 7= i Fp B AN
1= P 0 o] 7 i 3 H IR Y Rl T R Ok S0 K
(Trichoplusia ni)F V4 35 KR40 55 1k (Orgvia vetusta),
I FH D R TR AL R TR R SO ) B K, P 5
MM BRI A AR T - Wikstrom%5 (2006)HFF 57K W],
TENAR HUAR 2D A T 1% R B B Fucus  evanescens,
H PR =9y 5T 75 5l 5y - Bossdorf%:(2008)
R, 55 = MR A LG A B s AR P AR SE A
AR BT AR 1% R TG W W (Aulacorthum solani)
Cafio®5(2009) AT, 7% I3 56 FH | E P 4k 25 A AR Fl
TRERLES 2L a5 . T RS OR BRI 2= TR B 1 e
JI¥I L ORI HLAE S8 I N AR R LE
JE = M P 2R KA. JoshiRll Vrieling(2005) K 8, 5
Ji = s A RREAR L, B s T HO ANAR R i B 4 M By
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BT TR, Nk A Py 2 A . Miller Al
Martens(2005) &3, B0 (Lepidium draba) NAZFh
B mmi 2, Hor s i 220y
P T Bk 1 B R SR T I (1) 1 8 LG s b
.

IREERRB, 1R AR B AR AP T DL i
BT EE R BT k)RR RO, RIEANR, X
BB B i (Novel Defense Hypothesis)—%{(Lankau
etal.,2004),

17 49 BR #MME 1 (Behavioural Constrain Hypothe-
sis) Ak, AR Y) I BT E B8 ) I AN — e LA Hi ke
Yy, U RIMESMSRED IS HE R E, N2
T AR T i DR I B ) HCE S BT AN R
‘E/(Lankau et al., 2004). A, WK AEPEELE,
AT DAHEDN AR N AT H A0 SRR P06 T 135 R B i) B 18 B
T, X S5EIEMEICA R UEA—3, (HTh—LE
WA FTUESE . WiSiemannfIRogers (2003a, b) &L,
TEFE I SLIG4ER, ) i R TOE I Melanoplus - an-
gustipennis 35 LR A NAZ FIRER fr, HECEE
AT PR P PR e ot 2 A 2 B R Jid = e
T (W AHFE AR H ) R S50 4 2F 1, 0
Uit AR D BCfr TG R g R SR R BE I Sk .
Hull-Sanders 55 (2007) K& 8L, J™ 1 X & 5 40
(Spodoptera exigua) B EK— ki B8 L NAZ AP IS
AR T LU Bt R PR . Johnson®%:(2007) K&
W, BER— AN RN T B8 3% K R X
b 2 AR T = MR RE . Cipollini%F(2005) M,
T NAZ PRI 5 AT g s AR
2.3 R EEIFLERR

HAREICA UL 5% W AR K, H H 1 18 A5 21R
T (R UE o B i TRI S 21 1) 1) /A, 1A Ut A7 A0
N G, RE R SR BT 4 O T E
PE, ARG A 2 AN, T B R )
(UM EE ). 2RI, DL A=) &5 BUHE
AT FEA AR AR T B (LR RS KB, 2004; TARIGSE,
2004; i AT Kk, 2005; F il E S, 2006;
Feng et al., 2007b; Feng, 2008a, b), {HALALE K143 HL
X FEY) ) FEAR T (5K AN FNS KB, 2004; Feng et
al., 2007a, c; Feng, 2008a, b; Feng et al., 2008, 2009),
HARZA TR A K R F R G -1,
WS AT PR SRR AR AR i i PN 0 TC PR /S AR AR S AT
A FEEYER BRI . WFFUERM, E

5V 55 AN [R) 4 Ao 1 [R] — P b AN [R) 1455 1) 9% U5t il
SRAe I FIR R VARG, (RBIHJA 1k, A%
AR NAZ T B BRI R TR D

LUk, EICAMB UEAAT WAl B8 U 16 43 B3, if
Pk 5 N & WS R O T e S RS S ISR TS S
KAEWI e e 1P . RV H A B ) oy
et 2 i) L X A LA TR S PRI 805 A1 P 5 ), AR Sy %
PRI 3 BB A, A IR ARSI

55—, EICAMR ULBA RN 2 HT B2 U5 570 1l 5 30
MNZ R TE 4 e T 52w P AERLI o B0 EICA R Ui
(1) SCHR 22 H LI T A0 SR ol Ji = b b B AN AR
TEAERAR RN ARTE . R BRI B 25 7 T 1) 2 5,
B IR NAR TR 2 15 B A T R T 905 0 i g M v
TRy, TS T B e ) BEAK AT Be g R Al
MR RIS fe J14e o SCRRT BRI AR 15 R AE B
A (G 2 5= P B ) A2 A A [ (Miller-Schirer et
al., 2004; Handley et al., 2008), Xt B AR 57 41
MENBE S ECEFRE 3. Har HUA 1R D SCik
FLIE AT 5T T A SR A J50 7= b Bl e RN AR b e I 3 T
A YRS BON A B PR SR 1R 2 S (DeWalt ef al.,
2004; Giisewell et al., 2006; Maron, 2007; Zou et al.,
2007; Feng et al., 2009). Ft, ZMRFIThHEMER
(WeERED . FRHZCRE . LTRSS 2 e K
AR A 1A DA AR AR S i N AR AR 1) 5
Hrie )G LA A

i, EICARBEBAT X 4 B RO 5 R
X ANRAGYHEAG R AT BESE IR o« 72N AP R AG ) ik
IR e FOR LR, A RRE A Z ) 1%KL
(111655 o A& 1E I BIC A UL X A X - PR R ECR 1%
REIANF B A8 77 XAF T 78 0 ik, (R %18
FIKIATE e B SRR T ONAR M A - B U
BAMKIYIX—H 3

Bt B, —ANF RS R E KL
i1 ” (Hypothesis of the Evolution of Nitrogen Al-
location)# #% i T (Feng et al., 2007a, c, 2008, 2009;
Feng, 2008a, b; Feng & Fu, 2008). %5 i 1) 35
B BAE AR A 1) 6 G UK RN R T 95 18 22 45 vh
(1973 L FLAT BUT G 2, IX AU 5 3 1T DO N 12 1
(0L VR 1) R B Z A BB A Y, R sl 2D 50
16 835 0 R 8 1) T L 81, 388 I 26 ) 6 A LA 1D 23 T
e, i o B ) AR T 803 55 1 B Uil M
R RIAH DG B R AR, A R R AR KR, AR 1k
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Dy IRV 7B EVR, AL
) S BRI I O AL Ot B M LR 2R 4
iR R i TR S A 2 B A ST AR
OB 7R 7 iR A%, T AN 2 AT Ml A A
“IAE), ORI W] T B ) il B AR )
JEII AR (R PR FEA, Wb v DR s 3R g 0 AR
RO, T AN ] B A Ay A 7 el e e ey 2
K, WIdE TR PR RN 3 R HORH B AN
FIVE o i%ABG 5 BICAE B AME I (M EICA BB 1)
TR R KL

FE 77 1, W SRCAN R JRE G ey 3 P 2 4 B A
R PR R R R AR, A
M2 T e SRR B e AR, Aok
FEARE I T s ) PR, HNR MU A 13
GERFUAR R 25 T HeR8, IR BE A T RE(E AR
Py B RO I B RE D, RIVBRARA TSR
YR, PR, T MBS R, S
BEFIIL AR O 8 00 R I, 40 e 4 i B L

%1 EICAfRE. {EIEMEICARRIRFGE 5 BBy (LRI RY LR

I BRARG, 40 AR rb Ay 40 RS L BRI, s 2
R BC R AP

KF NI 3 RKE, A ML (1))
RIBASEFAN ALY, AL ALY AR | 1%
KRBT BAIRE ), & B AR ) 5 & n B FEAIK,
W2 WA RCEDEA N, Q) R R fa
AR RAEA, B4 AT fE A NAR R B 1 A A
1, SRABTY RS R R T, A A AL
FAI PRI 53 I o AFLTE IR B 400 J0 5 B AR (5 < TR B 41
FRAAR —50), B H AT LEAH 4 I3 1 B 48 40 ik AN 75
R, AAESEI ] G/ Bk, Joie) 1R
LRI R Qe 5020 T PR R A Al U8 0 1T B

R BAEE S I AR U, Feng®5(2009)F) H
[Fi) JO oA el S 56 L A i 9 T e TR AR A B
ZEVERE 10N N AR PP ([ RT B ) RIS A J = b
BEGERVUED), KI: (DARFOEE I e s T &
1) B HTLAG PR 20 T B8, BERAEG 17 28010 400 PR 1 43T
el —FH BABRAR; ()R B IR ¢ &

Table 1 Comparisons among EICA Hypothesis, the Refinement of EICA Hypothesis, and the Hypothesis of the Evolution of Ni-

trogen Allocation

e EICAR & IEIMEICAfR B H o Bl BEAR B

Characteristics EICA Hypothesis The Refinement of EICA  The Hypothesis of the Evolution of
Hypothesis Nitrogen Allocation

SETR X B PR RO B R FHIAE] Whether  AIX 3 X3 X3

differentiate the roles of specialist and generalist ~ Not differentiate Differentiate Differentiate

enemies

HEIR R FLRT Types of enemies escaped by
invasive plants

ists
LRI (= B A4 25 ) ) A4k F#{[% Decrease
Changes in resistance to specialists (contents of
chemicals related to quantitative defense)

TR BT OB B A4 5 ) A A
Changes in resistance to generalists (contents of
chemicals related to qualitative defense)

[#{% Decrease

a4t J1H9254k Changes in competitive ability F}' Increase
FFArBC P2 J5 Resources reallocated

GHERHA KA

Specialists and general-

Y)W BE ) Bio-

LM RE Specialists LR R RE(AN B AE)

Specialists and generalists (not always)

[%f&% Decrease [k Decrease

FAR A RN E AR I T o
CHRBE T NZFII) Decrease (when
enemies do not attack invaders) or in-
crease (when enemies attack invaders)

Ft7& Increase

Jt& Increase F+ Increase

A=) (RN RE ) Bio-

% Nitrogen

mass (carbon and energy) mass (carbon and energy)

STEIITH A, Where allocated
“Growth” and “De-
fenses”

A B W SEARE ) B KL
Whether elucidate the mechanisms underlying
increased competitive ability

“H‘; /\Jf *ﬂ “lylﬁl]”

Al W] Not elucidate

CHERT R “BiAE” A, AR T B T & R
“Growth” and “Defenses”  [jj#i#))ii Chloroplast, proteins in cell
walls, and nitrogen-based defensive
chemicals

VY T3 ok 4R v % A B ) AR
FRC® Elucidate, i.e. via increasing
resource capture ability and use effi-
ciency

K W] Not elucidate

R UE AR 0 I A SV R 6 A T i, AR T A sk

when testing these hypotheses.

Suitable approaches including molecular approaches should be adopted
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H b AR 3 ), Ll TR R e A LA 1R 2y
P A S TR A5G, 5 SR 1) 40 R (1) 43 T LG 9] 52 4R
Iy GY)NARFIEE w0 LG i T AR R I 40 e i 1 %
TR LR B e ) PRI, 1X 5 AR B i o
3G @F G A UL 2 B 38 e i 7 A2l
R G R RS BRI RCR S, (S)FERE A
2RI R A v AN 22 340 K T 5= MR, X 5 P
HARSA N A K AR IR 22 57— 8. WEL 4 SRS
RATBE AR - Zou®:(2007) & L L AN AZ Bl R
(1 LG TR = T Js = R B, Cipollini®$(2005) & 3
BT NAZ RS 7 5 K T U™ Mo P, R 42
SCRFRE T BC R B

3 NG

AP ARAE ) AT DL 3 35t A 73 4 o6 A AR M 1R AR A
PIFASEATE R Y, X AT R T Y PR R TN
&k, WAl R TIN RIS R 2 E N2
MDA KA T 5INJG RS N, AMCEBFFIA
2 PR IR] S 5 A A thEHL Yo R B o4k, IF B
J = MR AR LR, 3 B 43 bR W SO e
AR MR ™ 1 22 AN PRI (R3S ROC &R BIA P S A
BAREE . A R NAZH ) AHLE BT 5L 1R 2>
(Novak, 2007), B 545 A% S aife] 52w 1 N 1k, A
Wy T 7 R4 2 Q] 3 R BT 1R B Ak A ) B B
(Barrett & Schluter, 2008). Rit NZHDI I ANNZ
(R Tl BIDSEE N E A R AR e R, e B AN
PEAH 5 1R Dy i 25 RIAR ] 6 B & ]G AR AR A 27t

ohy Sy TR A/ SR AR A AR N AR ) R T
RIEEAE A Y, R B H R RO 1 R
X Ak SR A 400 33 4K 5 e 1) 22 e LA B R AR 1 DR R
FT R ESAEATL I 1) 22 5, RN AR H A i b 22
ANRBEE SRR A 4 S R R Bl LA
FEAF T 22 LI AR R AN i 7= M ol R 32 K s
T2 BRI J R IR I, 0 1T 4 DU AR [R5 R
it 225, R /DB S B T R
B3 W) B ¥ 22 e, ABAR D AVE RIS B840 J5 (#0323 #
PR ERGR N WM i A SN E AN e ]
LT RE B TR, DA Z006F N AR R A S 7
MU PR AR B 40 JBUEA T LB TR 5 43 BT o

B 56F BICA R U AF 75 1) 1] @, Feng %% (2007,

2009) 4 H 5 L ik S T Ao BE B R, Zou
2(2007) A1 Cipollini%(2005) I 77 £ S b 1] $ 37 H¢
S UL R, B RC AR BT AT I
ARSI LARAIE . A AR HRD 5= M AR A= 3R S5 ) 22
el 2 M AN KAL) B §E ) M Ak (Zhang & Ji-
ang, 2006), HET 20 A S FL kA . 518 IEMEICA
PR, S0 P FRT AR A Al A AR T 5 97 A 2
18, 1M % B b 7 78 4 W (Miiller-Schérer et al.,
2004); A [F)FRESZ 4 0 R EORN T 1% R I S 5 I
() AR B R LA 5 1R B 48 T ) 55 R AN ) o b J0
(1 75 4 400 5 1) i % A5 4 5% R AR R AE P R4 i
(AL o

5% 30k
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