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Abstract: During the long-term interactions or survival competition with biotic and abiotic envi-
ronments, plants have developed a set of defensive strategies to resist adverse conditions. Two
major defensive strategies, physical defense and chemical defense, were usually defined to ad-
dress this issue. The physical defense strategy is adopted by plants through changing the morpho-
logical structure, such as leaf vein network structure, stem and leaf toughness, hardness, cellu-
lose, hemicellulose and lignin content, etc; while the chemical defense strategy refers to physio-
logical and biochemical responses, such as some secondary metabolites and defensive enzymes
which often serve as a critical biochemical basis for the resistance and response to pathogens,
pests and the abiotic environmental stresses. In this paper, we firstly reviewed important traits of
the two distinctively defensive strategies, and then analyzed their driven mechanisms from the
perspectives of biological violations, climate factors, and resource allocation in plants. The paper
would, to some extent, contribute to further understanding the internal relationship between
plant’ s traits and environment, and also provide some references for plant’ s regional adaptation
selective breeding in insect-resistant germplasm resources, and forest management.

Key words: chemical defense; physical defense; secondary metabolite; herbivory; climatic
factor; resource allocation.
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A A I A 25 R, 2 X A AR ) i A K
RE AT BT A 50 i e R 8 SR )
J5i (Hay, 1996 ; Rosenthal et al. ,2012) . HHWF5E L,
2438 32 B HUBCE o IR AR G AR A P I A A
Yooe, Guepe SR S WA AR ) ) ) S
I ) 2 B B 34 0 ( Feeny, 1970 ; Forkner et al. ,
2004) , MIAEHI AR N AT PR & i A RRAR P 34 (T
WUHE A, 2002) o YA ARG 0 5 i AT 4 ] 4 L
THACFNA T, A VM & B 1 B ARAE — @ FE . |
SO TR E I, X 26 22 DA R I 255 R0, (S AB A 0k
R B ™ A 1 B AR (R R 1855 ,2001)

A A 45 B AR ) A 25 05 0 P i SR
Z—. YA AR E L Gl R —
Ao =R By RS A S RS R A B
Yy (FE3Hr4l,2000) .

[ a7 ( phenolics) LR B2 L
RSB R UL, b B A A U A AR ) B
BT Z— TR A S R G B E A AT AR Y
YERT, s £ B Sh ) A ICR 2 i FE T L 8 310
o HT RS FE T e B AR AR R BT
ST AVFZ RN, GBI Bl A Bk 5L D BE AT 1Y S
PR T A A B (Hagerman et al. ,1981) , PR
AR FSTICIE RE A 1 2 B I Y 0
BEAT T A AL LA R A 55 2 s i I A6 A ( Kraus
et al.,2003) . PRI, 57 A0 4 BH A R T &
SN PIFE SRR LA Y H LU R TR 2R )
JBT 25 2ok FE R -4 P e AR IR AR I ( Yoshita-
ma,2000) , HATHTEALIE 1L, AIVEER A i 2k 12
BRI TR AR R | T H T AR L T T
- P85 A vp ot T AR, A0 | B 5 Sh AR A
P15 ; [T 2 5 0 B R R A B, A 38 S HEAE P 1Y)
PER (E3-F55,2010) , H Fiw 2 25 i 2 g X A H]
FRIAIE 5 U 75 75 25 R A (Tl 75 U, 2001 5 i 6 45
2005) .,

5224 & W) (terpenoids ) 42 M 57 3 4 PR OTAH
B, AR AACE Y TP R — R E S Y, 2R
EUTE R AR R 2, BRiC M ibay e
ML 2 TR, A ZRA G ) TR T A R R
HAS TP EUR B E DL, AP AR N S A B A )
[t (2BIH45,2010) .
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TR EE B
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FIHR o AP (POX) it LA (H,0,) 1M
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KAr& 1 (Mason et al. ,2015) , LA X ABYIE N B4R
PEBGRNER B GIR PRI PR 32 2 By A AL
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2001 ; Christopher et al.,2004) % Z W26 W
() R R RN AR AR, o ORI AR %
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(Singh et al.,2009) ; & B 000 32 24 JHE & A
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1990 ; X 257745 ,2005)
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WIPE (Pearse et al.,2012) M F BB (5K & 4,
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Fig.2 Plant defense substances and their classification
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H#1EAH OC ( Choong, 1996 ) . BRI, 22 B0 w5 3 3 43
IR N N AR N A ol = X (1=K /) ]
PURB A ARE S . AR (ligin) J2— R FETE LT 4E R
FZR P B S 2 2 B W, T 4 S ) AR Y BB 55
J (Niklas, 1992) , 1l H HA BGRIPLEREBE S . 4
T 32 2 A AR YIS AT 5 AR R 58, X2
FIRALE B R AT AE ], N BE B 125 5 BH 1k
o SRR B — 20 PR G, S AR SR AL T A R A
( Humphreys et al.,2002) ,

Ik R 28 &5 £4) (leaf venation ) 42 M ik 2 4t B &
LSS ERAE T K R GEAE M 7 5L 53 A5
HEZ #£ 5 ( Blonder et al.,2011; Sack et al.,2013)
FLIXE T i Jok R 28 25 R I 9T 2 AR th e e i
SCE ARSI Ik 9 28 Ty BE MR 76 A1 ) 7 48 ) g
W32 FBOR B2 1Y G TE, 2R 55 (2013 ) X i ik k4
KRR S Ik R G REHEAT T 255 R AN
Pk 28 GEAE AR B 4R 3 7 T RAT B DI RE . ik
LR AR R AU B R B W AR
Z e W ik ( Oleksyn et al., 1998 ; Roth-nebelsick
et al.,2001;Sack et al.,2008) , bk I HRCAR 25 R
S G FRAR DI 5 1 I o) e R A B T A2 1, T
Ak HE A 5L E 1Y BE 7 ( Roth-nebelsick et al.,
2001 ;Sack et al.,2008) . M-k HEMIR 2 R85 K F
SR LT HEVEREER, It , BREIE H bk 0 25 3)
REPEAR 55 T [T P45 170 3 7 DG 8 K %o R ke I Jié 43 1
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(e, 2007) .
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PR N AE AR A | 32 3842 DR R 4% ERTE
AR S AR, o i 5 o A AR A AR B 2 22
(Solar et al.,2006;Spitaler et al.,2006)

PR, A TR s ma A B B ) R B U
KSR A 0 2 7, 4o 3 28 iAo
(s PR R YA ) U T (e it v T
TR ERANSE ) FAEYIN IR L (18 3) . =
AL B R R B A, =35 Z 18] AT AR EAE
HHES W, SEHFAUREEmEY N AERER,
W] DU i B B i A 2 4 (Andrew et al., 2005
Schemske et al.,2009 ; Netherer et al.,2010; Garibaldi
et al.,2011) , L5 KB, TERLE 1 X B
KLY 5 T A B b X X 5 SR R
S UIRH DG 5 TTABE I Ay A v 7R B2 1 L 35 0 D T
AT {5 A W 7= A 3 v B B A BE 7T ((Coley et al.
1985 ; Adams er al.,2009 ; Schemske et al.,2009 ; Moles
et al.,2011) ; WA A9 8 R B 2o B LAY G 28 F2 2
RIS T, AR e S N ERY ER S
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al. 2005 ;Salgado et al., 2005 ; Erickson et al.,2006;
Peters et al.,2009)

2.1 EYRE (B ASERE) SRS Y B

ERAE NS R e 2 09268, b iy 1/3
(R2y35 T3 Fh) Al e v B Hy, B AT A8 it i i)
WHEE A ZMN, h THEYA 5= 5 3106k
1 AEW AT R A WG il A A A A
38, B JRIE N T 2 AR BN R | 3X ] R Y
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P EAE A W G M AE R R LR & (6]

5 R 40 o 4 1) 45 SR RN I 09 2 R A AR R



3546 AEBFRE HE B2l
=1 EYFES TR IR
Table 1 Plant defense analysis indicators and functional traits
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1 I ik 2544 ALFE PR EAR K, i R R, PR A A BESE PR T #BiiE Oleksyn et al., 1998; Roth-Nebelsick et al.,
iy UM X B A VR B B DR BE ELAR LA 20015 Sack et al., 2008 ; Brodribb et al.,2010;
KA AT 360 B SRR 2 B 2 R e W bk, A BARRYE U0 HE Blonder e al. 2011525555 ,2013
BEH
2 R DA Bkl & Dhee R b Schultz et al. ,1982; Pearse et al.,2012;Mason
et al. ,2015
3 SR B 11 B HO S EAE ) 5 77 128 e R O B 5 e, 2004 ; Kitamura et al. ,2007
4 R BRIV I DABOK A O, WA SR BRZ5E T Schultz er al. 1982 ;5K 55,2006
TR WK AR 1 R
5 Jﬁ‘?_jﬁd\ R BB AE By — R o N PR b A R A, 2006
RE
6 LR LT Y LR RN KT 208, ANIRRE 1 B2 5000 5 21 41 2 X 35 A0S BT {1 Christopher et al. , 2004 ; Alvarez-Clare et al.,
R AR B H B AL PSS KRR R — MR R R AW, FEAE 2007 ; Dumas et al.,2008 ; /3442008
21 Y A HE P TR SRAE P PR G HLARR B, B S AL 8L K Sy
IR R AR R 228
7 TSR A SCER UL S SRS B — A A Mason et al. 2015
8 eyl ARG T IR L R 2SS , T R B 1k s | A LA B Schultz et al. ,1982 ; Fritz et al. ,2006 ; Adams et
BRI 005 5 By 2 B B R AR N A2 D A e AR AR al., 2009; Wright et al.,2010; Pearse et al.,
2012
9 L O KK BT AN A B LB T Oy LR U CTE AR T, T Feeny, 1970; Schultz et al., 1982; Appel et
B KA G T RS Ak L) B A & S W IR IE AR AE al. ,1994; Forkner et al.,2004; Adams et al.,
H NS00 B RS Wy B BCED A3 AR DA BB SR 38 /R 9 A 2009; Randriamanana et al., 2014; Mason et
1A% P B A Ak B AR A al. 2015
10 ey FEOR 2, B PUEAIEE, AT BR B 2 X0 B RS T S04, 20015 HE BN 5 45, 20055 £ B F 4
P & R 2010 ; Randriamanana et al. ,2014
11 M2 (voes) TP RAL S PRI L B H PR E R AL TR R T & FRAR A, 1997 A7 3555 45, 2005 ; /25 1 I 45
it [ 20 T A HUE AR RSO LA R AR NS 2007 P37 24,2009 ; 2274 45, 2010; Maja et
I A i A 4 [ al. 2015
12 A MR 2 SRR, 2 Atk AR 1ESF 2001
13 Kinlg Kinie  HPBIEECNERGS ST Van Poecke et al. 2003 ; Heiska et al.,2007;
g %5 2007 ; Ruuhola et al. ,2011 ; Moreira
I et al. ,2014 ; Randriamanana et al. ,2014
14 ;';Eg@&*ﬁ@& A - Miller et al. 2005 ; £ HE% 2 2007
15 ROy 43 SCHRALAE A fh 2y Bl A () — A~ FE h Mason et al. 2015
16 g A I Mason et al. ,2015
17 fiti (PPO, PAL,  Fp2ib BWI7E PPO MIMERTT W48 E AL MR, SPi SR B Al —28 2 Tscharntke et al.,2001 ; fif£L 45 2005 ; faf 1%
C4H,4CL %) HUHAT R NPT PEVE T PAL, CAH ACL J2AEY Y BT & Bk &% ,2005;Singh et al. ,2009
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PLHEE (Coley et al. ,1991) o FEFK FERH I AE AR
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Fig.3 Relationship between the driving factors and defence
in plant
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B AR R #4225 RGeSl A7 V2R
F DI 3o 0T 58 KA PR 858 80 B B (2 4R TR AR 4 o)
B HEYIBE B) AEAEE SkarHr TR EER] S
PR OC R . QA DF SN, 76 20 3 B 3 3 DX AE
YRR R, IR A T A R A EAE T (anfE &
YERT) 72 #At H IXH 523 20 ( Coley et al., 1996
Schemske et al.,2009) . BT EEAL A HY) & &
A AL W] BE 52 45 T A B VR T 22 4 (Adams et al.,
2009) , SZAH 1 3 ) 15 35 1Y I R 3E B A A Y
T i (Feeny, 1970 ; Forkner et al.,2004) . K, 1F
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ZFFEIN Ty, F DX LR A B IXC, DL Rl iz X
I A DB R SR ZU AR B E T B E Y
& B ZHE% (Coley et al.,1991,1996) , 3% &
T s R RE AR AR B S A3 B, AT AR
AN HAR A TR AL A= B AR . (HE
TEAEAR S B A, U0 Moles 55 (2011) 7EZE R T i 4F
A PERERE A ORI B E RE ) A & AR T IS
PAR G B, A [R) 443 B A8 A Y Ee B i 58 v A
e/ SCHR e WA AT 245 85 by IX A7 7 65 v ) AL 12 A
FH 5 [RIEEXTFAB 0 B 8 7y e o v ANA B/ D i o
I, AR B 3 X R ) 2 A v AR A B A AL
G, BRI, R 1V 3 R b 2L A A 97 R A b PR 5
] i A8Ak  AT5 A b 25— 2 WF 5T 355 S A ) B A 1Y)
WA T

T35, B B AL SRR BRI B
PRI IE T T8 0 I R s b G i AR
AR 22 R AR G OC R SR8 s A Y I BT AL
A B R YR 2 B A A0 I, <R3 i {d B
T RES 2% S2 B UM R i , 538 3k 2 38 40 e Ak X
PRI BOR B R A B R B A RE 7, X P R
PR WA LSS (k95 05 % ,2012) . SR
T, FE K A A R b, B HOH A ) A 2 Bl e
Ae—E I LT ) T 5 T 4 B A R 1T B U
B, Y2 2 R AR FH I A SR IR A
ARG B RO (4 %,2009) , X TR A1 452 B
THRIBFFARTE B WIR A, AL A A H - A Al
BPER B 2 B IR A R 2 A Y- B M
EHR-KE73 MERBLER, HRMERAENEYIE
NEMZR, EE R RREER AL T A R K
5. BETC KM 20 ZFEYAEZEIREZ)G,
] B B HAE 5 | K K (Alborn et al. 2003 ; ZE k25
45,2005 VFAAE,2009) o X B HUORTE, #% K Wyiks )
DARE /S 25 E BB R 02 5 2R 3 VB R A
AR R AR 0 R RE A A, A A B R AR
KIAM BN B IR T 2 2 B ik & A 1
AR,
2.2 A PR X R A B A 4 5 e

W) T 30 4 7 A8 5 AN A2 B B st A% B 4
S, L2 Wy %) A R B 5 B Y 45 2R (Agrawal
2007) o TEYIFIKF ERAH SO ST 22 0 38 15 7R 1k
TEAE ) AN FE S WA AR T 0% S22V (Mitter et al.
1991 ; Weiblen et al.,2006) , 1M 7E A K- F 0055 4
[X 3a 3 1V 1) B B b A7 ( Fine et al., 2004 ; Kursar et

al.,2009) , Z bR B B AE P45 v i) Bk 3 A A R T
YA . Pearse 85 (2012) PR A WL, BEE 4 &
WAV, L4000 1 975 AP A B, | TN Ry AT DAL ) 1 B
TV 25 WL ARG R AR AR MR

IR (AR D BRAK 43 ) VR SR 8 5 A
PIEKT-1 FEZEABE R 1, I 2052 e 35 FE ) 0 A
Ko FEAEYXS T 5 AR A 3R P38 1 52 68 ) J7 T
AR YWD T EEEM, e+ 5 e
T AEM AL PR A R S e, EAK, BT
AT RE L A A ) BB LB (B AR 4 2
TR RS T SRR B AR DG, AT AR A 28 Uk A AR
B S A RO HT FAEAT G LUK, DR B e S5 £ 5 535
DL R H B S 2 X HE D i A A A s, A E
GER I, Y)Y B 28 5 i 5O IR0 B B R A OC
(FHTA,2006) , B A E 4 (2005 ) 38 H B oim
( Eleutherococcus senticosus ) 7£ 3 Fi A= 5% (MR ARBR
FRRS:) T it R v e B s R, AR R AR RS 1Y)
ARG G R R 5 e b v ARBRAR O BRI A
S A, P A G B AT RESZ N 1 28 B A Y 1 i

KASSTE (I CO, F1 0,45 ) th v] BE 2w A
YR N B RAE ARV FE . Peltonen 55 (2005)
KIL CO,F O, 52 M T BRYHHE ( Betula pendula) M
H 27 P SRALE Y T, XY CO R BESE I, BRI HE
R 3 R ( phenolic acids ) | 4 1 i 4 ( myricetin
glycosides) . JLZE R IR 4= W ( catechin derivatives ) LA
Nl RO 46 A BT (soluble condensed tannins ) f
e FESE I 5 O, JBraf W) 5 B0 2% R ( chlorogenic acid ) |
T A BC 5 (flavone aglycons) & w34 i1, Kinney
S5(1997) W& B, AW M BT L B AR
CO, VR & 58 hnmi 5 m

WA 58 G S T A ) 1 5 e A, 32 3] Ok i 2
MG, A A B, 2241 38 AT 3 UL 14 28
B 3G I, A A 26 B TR ) S5 T A A4 P R 3
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JGan AR AA 25 20 i LA B2 25 b A= ) K 43+
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mdg DR AR YO G A S Z B, TR TR N
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Z WA B Y RIAE ATy AN “ B IR ( Close
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1992) . X KPRl ALY —Fh B,
2.3 BRI EC AR B AR Y 5

Xof T BRBE FBi A8 T A Y B A SO RS S AL
i, VF 227 B BT IR IE A 2 4R T A TRl B,
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PN LABREE R G540 B O A 772 ), B 28 (I 2R SR
TR A PR B R L S TE AR G i i DR BR Al
GER R UAE ) AR AR e, SRR N R AL
TURH O 5 X MBS ) 3 B ) 8 3R 0 A B AR K
ARSI T HXG A VR FH 52 e, R 32 78 5%
SEIRF, HAR IS, WA B 2R R A A
SRR LZ C M H JTE, 155k A& g oK, i
DLLABSR Jg 45 K B AR 772 0, n 1 21l A4 288 3t 25 4%
Z s MR, RAEIE R 25 0F T OB ERT 25/ SR
A R L B 22 W), S5 RJR B2 RS SR AR
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1981 ;Herms et al. ,1992) 7EAR KL Lokt T2/
BIABRUL AHTEA KT B Y ERRE
R RHERANGME 2 AN B o AR KR I A A Y
358 AT A 240 B AR A R T AR A ) TR A
PR = AE A 1 434k (B 4 BRRE A0 R ) o
HOE LY, BT LA A TE 5 I 70 R I, A LA A
Ky 3, M Bt IR 2 BRI A Lo e h 32, ik,
SN LR A A0 SR A2 PR AR A 2
BRI R R G TR A AR IR
Wi AERN B E B AR 1 2, BB R

Vi.( Berenbaum et al. ,1992) AN | 24485 4738 i 7= A= Ik
A=A BT B AR B B A £ R B B AR AR Y
Weas sy, UCEREH A 2T 0, 4 iz s i B
AW AR A R HRAE S T30 S AT HE AR
P AR A R AN 0, R Ry BRBE 38 R AR
WA i T Y BUBAS B [T
TN SFAE P X 3208 B AMEERE 388 22 A= AR W 1) B
TSR N A 7 A B 2 AR, TR
] YR ( Coley et al., 1985) fif & T 1EAHY) 32 F
AWIIE T B BRI, 15 18 T R R
H BT, A NTE BT IR RS 2k A AR T
TR B BB KRG & 0 LA . 52 A SREFERE
Wi, P00 2 PRGN A K R A A A B A, i L™
A2 WA ) s (ER T8 . A SRS HE )
AR R TR A 7= I A D o AR, 24
A P A A A T [ AR P 1 T A A P el 2
e,

B AE IR SR & B (C) A A (N)
AU AE AR, N BEIR 3 TE 1 £ BE R, A SR AE 1Y
BRI LLE IR I, 287 IS IS W2 DLk
BLlE 1 A AR P 4 Sk B A ) BT ( Coley et al.,
1985) , i J& T A A BF AN - A7 s 36 AL ] 9 PR Y —
it AL A2 388 1 22 5 D 1 — Fh Bl O X (™
%% 2008) ., Ruuhola %5 (2011) il Heiska 45 ( 2007 )
WEFE e BRI 11147 ( Populus tremula) {5 Az
R b —FE | LR Ry B A 48 1 & 2 1 AR AR A
YRR K R ) 2 RHUAE B 3 W) i — i B A 4k
GV HET R EC RN T B BE JE R E BSE AR
T ( protein competition model, PCM ) ( Jones et al.,
1999) , ‘&AM ik-E i i ( CNBH) F1AE 45
AP B ( GDBH) Hhfe 5 Hi DR, 2R 1 BT 58 4 A
A4 H 1 Ay A 5 W A i ] i 5 4 — b
)G BRI N E R (PHE ) , TESREE LT,
A ARG F B 5 AT BE L 26 Ak & Wil 1
%, A AR R G HE 1 BTG TS BRI AR, ik
o 2 A R LR, T I P DR 73 2R TN R 9
TGP RE . B, 0 BT IR
THOLUT RN AR A B G YiEa i e T4
1, BRER A R AR AR A [T, 98D TR T 2R 5 1k
FIAERAEA A RENE, AR, 45 BE K
A ZZBRIF TR &R A A K DG A E
Jo 0 SRR SN 13 28 ) o 1 Vi 5 258 P B AIK (Jones
et al.,1999) . Wright %% (2010) A K, N FREDKE AT fE
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BS54 KAMCE M AN AR, 8 K E
Yo aghn 5 P k= 32 S50 I 5 e 20 A AR ok
THA K MEAEE F BTG, B P Bz W] REXS B 2
WEYIE MR N, — O A X Sh St ia
HEAT TS BT E AL RN, B S g
RO IR E A T HL BTN & — M FERE T
XTHEY) H S E SR AR K MY T 2 AR A
AR S A AT RN R R RE B TR i R A
AT E P AR AR R &, AR AT AT
H W% ( Lambers et al.,2003) .

3 & &

GEL7/RSEZ S AQORARE S/ RIIE A 7/EIS: BN E
— HARMY S AR — DR, SR, Al
YA 2R 1975 00 5 W A3 A [m] R 383 Ut 2
A AR 81 B 1 B 7 00 SR s A 3 1 Jo) L B 5 S )
TABRAUR AT 5o AR N 1 A B A R0 500 LA
BARRBMAESREEE SEHAA ELEFARMN
EANSE R S A2 710 £ B, A A i A= AR )
Ve R Ybese | d i DL R AR A Y R 38 1 i A
P BER, L BIFTEAR ) U AR AR ) 5 PR AR D 1Y
KA, A LUERE M Y 5 BB N TR R
RN TR AR B AEATLER, LR A FHAE )
() GEUR 53 BT ARACHT e 452 W m el FR AT 7853 A B
T2 HARGER, 2 AR DR B 38 N | $ 5 Ak
ARBCHCPEFIRE22 8 M [ B ) FH AR 4 0 Uk A 4 9 o
Pl Ay AR 2 R A T, B o
SR IE AL S

SR, Y HTWFFEEE Z 8 TP LA B R A SE I
TR AR B AR A G T b BIUAHS 680 B 22 1 o
TP S IEL A B OCR  RE i TR T 2w 1
AR RAEY BB 5380, DX K 3
R AR SRR B AR RN E A D AR 558 A iy
RV Al R R BE SR AL 1 8k 45 ) 5 7 AR 42 ( Pearse
et al. ,2012) . VFZWEFEIT U648 10 I B AN [R] £ 3
DX I PS5 AR S A BIK S AR ) 7 0 3 O Ay B L A
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et al.,2014) , AEAHT Hb DX LU Ty b DX A7 AE R R A
B Z R MRS 23K A & s Fh 4
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et al.,2009; Carmona et al.,2011) . [H I, 76 #H H
XA A B Sh W) ARV AL R A
J£ 73 (Moles et al.,2011) , LUK XI55 Hp 28 T 43 v

{OEINEOAEWANUEY/E EISE S ON AR B RVED B PR s e
ABRPi I (Pearse et al. ,2012) S AEH) PR 5
B — AR TR, R DAL, Ho R R 22
SRR SRR X O [ AT A SC I S e {4t
T AR GEIRAN AT, SR T FE P A R B
e R BIE AR D | L 1 oA DL 5 DA 9T 460 £y J3E oK firt A
WA A T] DX S5 1) 1O AL D T AR T 5, 1) 2
X TR A 2 1) L BT AR SR s S PR RS BIL i ke =
RGBT TERERDT X SEARR R T — PP BT
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