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Plants evolved sophisticated strategies to defend them-
selves against biotic and abiotic stresses. Highly complex
signaling networks control these defense responses (Howe
and Browse 2008; Wu and Baldwin 2010). Within these
networks, the mitogen-activated protein kinase (MAPK)
cascades play essential roles (Ichimura et al. 2000; Asai et
al. 2002; Teige et al. 2004; Meszaros et al. 2006;
Andreasson and Ellis 2010).

MAPKs are well conserved in eukaryotes and they play
a key role in transducing extracellular stimuli to intracellu-
lar responses (Romeis et al. 2001; Zhang and Liu 2001).
Typically, a MAPK cascade consists of a three-kinase mod-
ule. MAPKs form the terminal components of these cas-
cades, and are activated by MAPK kinases (MAPKKs) via
dual phosphorylation of conserved threonine and tyrosine
residues. MAPKKs are themselves activated through phos-
phorylation of conserved serine and/or threonine residues
(MAPK Group 2002). The genome of the model plant Ara-
bidopsis thaliana encodes 20 MAPKs, 10 MAPKKs and more
than 60 MAPKKKs (Andreasson and Ellis 2010). This mis-
match between the numbers of MAPKKs and MAPKs sug-
gests that individual MAPKKs must have the capacity to
activate more than one MAPK (Andreasson and Ellis 2010).
Several recent studies support this scenario. The Arabidop-
sis MAPKs, MPK3 and MPK®6, have been shown to be regu-
lated after different stimuli, and MPK3 and MPké6 are phos-
phorylated by different MAPKKs. They seem to be regulated
by the MKK9 (a MAPKK) in ethylene signaling (Yoo et al.
2008). Additionally, both MAPKs are regulated by the
MAPKKs, MKK4/MKKS5, to confer resistance to bacterial
and fungal pathogens (Asai et al. 2002). On the other hand,
several MAPKKs can activate the same MAPKs: for example,
in yeast two-hybrid assays, MKK1 and MKK2 both interact-
ed with a MAPK, MPK4 (Lee et al. 2008). It is possible that
plants need such a large number of proteins in MAPK sig-
naling to fine tune their responses to environmental stress-
es.

As a model plant, the solanaceous species, Nicotiana
attenuata, has been intensively studied for its ecological
interaction with herbivores for more than fifteen years. The
germination of N. attenuata is induced by certain compo-
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nents of smoke after fire, and thus, this plant is one of the
pioneers growing in its natural environment, the Great
Basin Desert in Utah, USA. After germination, N. attenuata
is often attacked by the larvae of the moth species Manduca
sexta and other lepidopteran caterpillars. Therefore N.
attenuata has evolved to have a complex system of defense
responses to counteract herbivory (Baldwin 1998).

Defense responses against herbivores are classified into
indirect and direct defenses. Indirect defenses are traits
that attract predators or parasitoids of the herbivores and
thereby reduce the herbivore loads (Kessler and Baldwin
2002). After herbivore attack, volatile organic compounds
(VOCs) released from plants attract predators and parasi-
toids in laboratory setups (Dicke and van Loon 2000) and
in field studies (Kessler and Baldwin 2001). Direct defenses
are any traits (e.g. thorns, silica, trichomes, and secondary
metabolites) that affect the susceptibility and/or the per-
formance of attacking herbivores and thus increase plant
fitness (Kessler and Baldwin 2002). Secondary metabolites,
e.g, alkaloids and phenolics, are generally believed to have
functions in stress resistance, including herbivory (Duffey
and Stout 1996). They can be classified into three catego-
ries: 1) toxic compounds, 2) digestibility reducers and 3)
antinutritive compounds (Duffey and Stout 1996). Toxic
compounds are for example alkaloids and phenolics. One of
the best studied anti-herbivore toxic compounds in tobacco
species is the pyridine alkaloid nicotine (Steppuhn et al.
2004). Nicotine binds the acetylcholine receptors in the
nervous systems, therefore it is extremely toxic to most
animals, although some insects have evolved to be able to
detoxify nicotine and even use it for their own defense
(Kessler and Baldwin 2002). Proteinase inhibitors have
been shown to reduce the ability of herbivores to digest
plant material, since they reduce the activity of midgut
digestive proteinase enzymes, therefore decreasing larval
growth rate and survivorship (Zavala et al. 2008). Polyphe-
nol oxidases are antinutritive enzymes that decrease the
value of the wounded plant by cross-linking proteins or
catalyzing the oxidation of phenolic secondary metabolites
to reactive and polymerizing quinines (Mayer 2006;
Mahanil et al. 2008).

The regulation of defense responses is largely con-
trolled by phytohormones. Phytohormones are small mole-
cules which can appear in low concentrations but play a
critical role in regulating plant development and responses
to environmental stimuli, such as biotic or abiotic stresses
(McCourt 1999; Weyers and Paterson 2001; Shakirova et al.
2002; Nemhauser et al. 2006; Lau and Deng 2010). Known
phytohormones are auxin, cytokinins, ethylene (ET),
abscisic acid (ABA), gibberellic acids (GA), jasmonates (JAs,
jasmonic acid and its derivatives), salicylic acid (SA),
strigolactones, and brassinosteroids.
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The main phytohormone involved in herbivore defense is
JA (Wasternack 2007; Howe and Browse 2008; Jander
2008; Wu and Baldwin 2010; Howe 2011). After its release
from chloroplast membranes, linolenic acid is modified by
lipoxygenase (Vick and Zimmerman 1984), allene oxidase
synthase (AOS), and allene oxide synthase (AOC), to form
12-oxo-phytodienoic acid (OPDA) (Vick and Zimmerman
1979). JA is produced in peroxisomes, where OPDA is re-
duced by OPDA reductase 3 (OPR3) and thereafter three
further oxidation reactions (Vick and Zimmerman 1984;
Stintzi et al. 2001; Schaller et al. 2004). N. attenuata plants
attacked by M. sexta larvae generate a JA burst, which is
induced by specific elicitor compounds, fatty acid-amino
acid conjugates (FACs), in M. sexta oral secretions (0OS), to
activate herbivory-specific responses (Halitschke et al.
2001). JA signaling is required to upregulate the activity of
trypsin proteinase inhibitor (TPI) in the leaves (Zavala et al.
2004) and to emit volatiles that attract predators of M.
sexta (Kessler and Baldwin 2001; Paschold et al. 2007). As
JA is the main phytohormone regulating defense responses
of N. attenuata, it is important to understand how plant
perceive herbivory and the regulatory mechanism underly-
ing JA biosynthesis. Yet, no receptor has been identified,
although the research on metabolism of FACs has provided
a deeper insight on herbivore recognition (Bonaventure
and Baldwin 2010). It has been shown that two MAPKs,
WIPK and SIPK, play an important role in the signaling
cascade mediating FAC-induced JA biosynthesis (Wu et al.
2007; Wu and Baldwin 2010). In Heinrich et al. (2011a)
two MAPKKs, NaMEK2 and NaMKK1, which regulate SIPK
and WIPK in a different manner, were identified; NaMEK2
and NaMKK1 also control some aspects of the defense
responses of N. attenuata against M. sexta. In Heinrich et al.
(2011b), three more MAPKKs, NaNPK2, NaMEK1 and
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Figure 1:

A) Nicotiana attenuata in its natural environment,
Great Basin Desert, USA.

B) Manduca sexta, the main herbivore of N.
attenuata.

Picture credit: Danny Kessler

NaSIPK, which do not activate SIPK, but influence TPI ac-
cumulation, were identified.

Another group of kinases acting in the signaling cas-
cades of plants are calcium-dependent protein kinases
(CDPKs) (Yoon et al. 1999; Romeis et al. 2000; Romeis
2001; Romeis et al. 2001; Ivashuta et al. 2005). The calcium
ion is recognized as a secondary messenger in numerous
plant signaling pathways. The information in [Ca2*] changes
is decoded by an array of Ca2+-binding proteins resulting in
changed gene expression and protein phosphorylation
(Sanders et al. 2002). Insect salivary secretions can in-
crease the level of cytosolic Ca2+ levels, whereas mechanical
damages do not (Maffei et al. 2004). CDPKs constitute a
large family of serine/threonine protein kinases. In Ara-
bidopsis thaliana 34 CDPK genes have been found in its
genome (Cheng et al. 2002). CDPKs are a class of Ca?* sen-
sors, having both a protein kinase domain and a
calmodulin-like domain (including an EF-hand Ca2* binding
site) in a single polypeptide (Klimecka and Muszynska
2007). Upon insect attack, Arabidopsis CDPKs, CPK3 and
CPK13, play a role in transcriptional activation of a plant
defensive gene PDF1.2 (Kanchiswamy et al. 2010). In tobac-
co plants, NtCDPK2 was suggested to participate in the
synthesis of ethylene and jasmonates and in cross-talk with
the MAPK cascade activated by pathogen infection (Ludwig
etal. 2005).

In N. attenuata, four CDPK genes (CDPK2, CDPK4,
CDPK5 and CDPK8) have been shown to be upregulated
after simulated herbivore attack (adding oral secretion of
M. sexta (W+0S) to fresh wounds). Compared with empty
vector control plants, in SIPK-silenced plants, the transcript
levels of CDPK2, CDPK4, CDPK5, and CDPK8 were altered
(Wu et al. 2007). This suggests a function of MAPKs in
CDPK transcript regulation. Stably silencing CDPK4 and
CDPK5 (CDPK4/5) leads to highly upregulated defense
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responses including elevated JA accumulation and high
amount of secondary metabolites (Yang et al, in review).
Moreover, plants silenced in CDPK4/5 showed stunted
growth, dark green leaves and had decreased fertility due
to abortion of flower buds and flowers. These findings
suggest that CDPK4/5 are not only repressors of M. sexta-
induced defense responses, but might play an important
role in plant development.

Classical phytohormones involved in plant development
are auxin (IAA), gibberellic acids (GAs), cytokines, abscisic
acid (ABA) and ethylene. Auxin influences the growth of
plant organs by a stream that flows from the shoot apex to
the tip of the root (Lomax et al. 1995). It has been shown
that auxin promotes root growth of Arabidopsis by modu-
lating cellular responses to GA (Fu and Harberd 2003).
Cytokines are mainly produced in the roots (Aloni et al.
2004, 2005). From the sites of cytokine production, it
moves in specific structural pathways and by different
mechanisms to regulate plant development and differentia-
tion (Aloni et al. 2004, 2005). Abscisic acid regulates many
processes of plant growth and development, such as seed
maturation and germination, seedling growth, flowering
and stomatal movement, and is described as a key hormone
mediating plant adaption to abiotic stresses like drought,
salt and cold stress (Koornneef et al. 1998; Leung and
Giraudat 1998; Finkelstein et al. 2002; Cutler et al. 2010).
Ethylene is known to modulate Arabidopsis vegetative
growth (Wang et al. 2002; Achard et al. 2006). Ethylene
regulates vegetative growth, flowering, senescence process,
and is also involved in biotic and abiotic stress resistance
(Bleecker and Kende 2000).

Bioactive gibberellins control diverse aspects of plant
growth and development, including seed germination, stem
elongation, leaf expansion and flower and seed develop-
ment (Yamaguchi 2008). The GA metabolism has been
studied intensively and most of the enzymes have been
identified. GAs are biosynthesized from geranylgeranyl
diphosphate (GGDP), a common C20 precursor for
diterpenoids. In Arabidopsis, GA 20-oxidase (GA200x) and
GA 3B-hydroxylase (GA3ox) are encoded by a multi gene
family. They catalyze the final steps in the formation of
bioactive Gas (GA1 and GA4) and are downregulated by
applying GA (Hedden and Phillips 2000; Olszewski et al.
2002). Plants having loss-of-function mutations in GA200x
and GA3ox are dwarf (Prat et al. 2000; Sasaki et al. 2002;
Sun and Gubler 2004). GAs are perceived by receptor, GID1
(GIBBERELLIN INSENSITIVE DWARF1), and the binding of
bioactive GAs to GID1 induces degradation of DELLA pro-
teins, which function as transcriptional repressors (Sun and
Gubler 2004). In addition to their function in plant growth
regulation, Navarro et al. (2008) demonstrated that DELLA
proteins modulate the balance between SA and JA signaling.
Salicylic acid is another phytohormone, which is involved in
pathogen resistance (Kunkel and Brooks 2002). A growing
body of evidence suggests that each phytohormone some-
how influences the others to obtain the optimum output of
plants fitness. It has not been elucidated yet, whether and
how JA signaling influences the accumulation of GAs or GA
signaling.

50

Protein kinases regulate plant signaling, Heinrich M et al.

References

Achard P, Cheng H, De Grauwe L, Decat ], Schoutteten H, Moritz T,
Van Der Straeten D, Peng ], Harberd NP. (2006) Integration of
plant responses to environmentally activated phytohormonal
signals. Science. 311:91-94.

Aloni R, Langhans M, Aloni E, Dreieicher E, Ullrich CI. (2005) Root-
synthesized cytokinin in Arabidopsis is distributed in the shoot
by the transpiration stream. J Exp Bot. 56:1535-1544.

Aloni R, Langhans M, Aloni E, Ullrich CI. (2004) Role of cytokinin in
the regulation of root gravitropism. Planta. 220:177-182.

Andreasson E, Ellis B. (2010) Convergence and specificity in the
Arabidopsis MAPK nexus. Trends in Plant Sci. 15:106-113.

Asai T, Tena G, Plotnikova ], Willmann MR, Chiu WL, Gomez-Gomez
L, Boller T, Ausubel FM, Sheen ]. (2002) MAP kinase signalling
cascade in Arabidopsis innate immunity. Nature. 415:977-983.

Baldwin IT. (1998) Jasmonate-induced responses are costly but
benefit plants under attack in native populations. Proc Natl Acad
Sci USA.95:8113-8118.

Bleecker AB, Kende H. (2000) Ethylene: A gaseous signal molecule
in plants. Annu Rev Cell Dev Biol. 16:1.

Bonaventure G, Baldwin IT. (2010) New insights into the early
biochemical activation of jasmonic acid biosynthesis in leaves.
Plant Signal Behav. 5:287-289.

Cheng SH, Willmann MR, Chen HC, Sheen ]. (2002) Calcium
signaling through protein kinases. The Arabidopsis calcium-
dependent protein kinase gene family. Plant Physiol. 129:469-
485.

Cutler SR, Rodriguez PL, Finkelstein RR, Abrams SR. (2010)
Abscisic acid: Emergence of a core signaling network. Annu Rev
Plant Biol. 61:651-679.

Dicke M, van Loon JJA. (2000) Multitrophic effects of herbivore-
induced plant volatiles in an evolutionary context. Entomol Exp
Et Appl. 97:237-249.

Duffey SS, Stout MJ]. (1996) Antinutritive and toxic components of
plant defense against insects. Arch Insect Biochem and Physiol.
32:3-37.

Finkelstein RR, Gampala SSL, Rock CD. (2002) Abscisic acid
signaling in seeds and seedlings. Plant Cell. 14:S15-545.

Fu XD, Harberd NP. (2003) Auxin promotes Arabidopsis root
growth by modulating gibberellin response. Nature. 421:740-
743.

Group M, Ichimura K, Shinozaki K, Tena G, Sheen ], Henry Y,
Champion A, Kreis M, Zhang S, Hirt H, Wilson C, Heberle-Bors E,
Ellis BE, Morris PC, Innes RW, Ecker JR, Scheel D, Klessig DF,
Machida Y, Mundy ], Ohashi Y, Walker JC. (2002) Mitogen-
activated protein kinase cascades in plants: a new nomenclature.
Trends in Plant Sci. 7:301-308.

Halitschke R, Schittko U, Pohnert G, Boland W, Baldwin IT. (2001)
Molecular interactions between the specialist herbivore
Manduca sexta (Lepidoptera, Sphingidae) and its natural host
Nicotiana attenuata. 1ll. Fatty acid-amino acid conjugates in
herbivore oral secretions are necessary and sufficient for
herbivore-specific plant responses. Plant Physiol. 125:711-717.

Hedden P, Phillips AL. (2000) Gibberellin metabolism: new insights
revealed by the genes. Trends in Plant Sci. 5:523-530.

Heinrich M, Baldwin IT, Wu J. (2011) Three MAPK kinases, MEK1,
SIPKK and NPK2, are not involved in activation of SIPK after
wounding and herbivore feeding but important for accumulation
of trypsin proteinase inhibitors. Plant Mol Biol Rep. 30:731-740.

Heinrich M, Wu ]JQ, Baldwin IT. (2011) Two mitogen-activated
protein kinase kinases, MKK1 and MEK2, are involved in
wounding- and specialist lepidopteran herbivore Manduca sexta-
induced responses in Nicotiana attenuata. ] Exp Bot. 62:4355-
4365.

Howe G. (2011) The plant defense hormone jasmonate and its
molecular mechanism of action. Phytopathology. 101:S230-S230.

Howe GA, Browse J. (2008) New weapons and a rapid response
against insect attack. Plant Physiol. 146:832-838.

Ichimura K, Mizoguchi T, Yoshida R, Yuasa T, Shinozaki K. (2000)
Various abiotic stresses rapidly activate Arabidopsis MAP
kinases ATMPK4 and ATMPK®6. Plant J. 24:655-665.

Ivashuta S, Liu JY, Liu JQ, Lohar DP, Haridas S, Bucciarelli B,
VandenBosch KA, Vance CP, Harrison MJ, Gantt JS. (2005) RNA

Journal of Endocytobiosis and Cell Research VOL 22 | 2012



Protein kinases regulate plant signaling, Heinrich M et al.

interference identifies a calcium-dependent protein kinase
involved in Medicago truncatula root development. Plant Cell.
17:2911-2921.

Jander GAHaG. (2008) Plant immunity to insect herbivores. Annu
Rev Plant Biol. 59:41-66.

Kanchiswamy CN, Takahashi H, Quadro S, Maffei ME, Bossi S,
Bertea C, Zebelo SA, Muroi A, Ishihama N, Yoshioka H, Boland W,
Takabayashi ], Endo Y, Sawasaki T, Arimura G. (2010) Regulation
of Arabidopsis defense responses against Spodoptera littoralis by
CPK-mediated calcium signaling. BMC Plant Biol. 10:97.

Kessler A, Baldwin IT. (2001) Defensive function of herbivore-
induced plant volatile emissions in nature. Science. 291:2141-
2144.

Kessler A, Baldwin IT. (2002) Plant responses to insect herbivory:
The emerging molecular analysis. Annu Rev Plant Biol. 53:299-
328.

Klimecka M, Muszynska G. (2007) Structure and functions of plant
calcium-dependent protein kinases. Acta Biochim Pol. 54:219-
233.

Koornneef M, Leon-Kloosterziel KM, Schwartz SH, Zeevaart JAD.
(1998) The genetic and molecular dissection of abscisic acid
biosynthesis and signal transduction in Arabidopsis. Plant
Physiol Biochem. 36:83-89.

Kunkel BN, Brooks DM. (2002) Cross talk between signaling
pathways in pathogen defense. Curr Opin Plant Biol. 5:325-331.
Lau OS, Deng XW. (2010) Plant hormone signaling lightens up:
integrators of light and hormones. Curr Opin Plant Biol. 13:571-

577.

Lee JS, Huh KW, Bhargava A, Ellis BE. (2008) Comprehensive
analysis of protein-protein interactions between Arabidopsis
MAPKs and MAPK kinases helps define potential MAPK
signalling modules. Plant Signal Behav. 3:1037-1041.

Leung ], Giraudat J. (1998) Abscisic acid signal transduction. Annu
Rev Plant Physiol and Plant Mol Biol. 49:199-222.

Lomax TL, Muday GK, Rubery PH. (1959) In: Plant Hormones:
Physiology, Biochemistry and Molecular Biology, Davies PJ. (ed),
Kluwer, Dordrecht, pp. 509-530.

Ludwig AA, Saitoh H, Felix G, Freymark G, Miersch O, Wasternack C,
Boller T, Jones JD, Romeis T. (2005) Ethylene-mediated cross-
talk between calcium-dependent protein kinase and MAPK
signaling controls stress responses in plants. Proc Natl Acad Sci
USA.102:10736-10741.

Maffei M, Bossi S, Spiteller D, Mithofer A, Boland W. (2004) Effects
of feeding Spodoptera littoralis on lima bean leaves. . Membrane
potentials, intracellular calcium variations, oral secretions, and
regurgitate components. Plant Physiol. 134:1752-1762.

Mahanil S, Attajarusit ], Stout M], Thipyapong P. (2008)
Overexpression of tomato polyphenol oxidase increases
resistance to common cutworm. Plant Science. 174:456-466.

Mayer AM. (2006) Polyphenol oxidases in plants and fungi: Going
places? A review. Phytochem. 67:2318-2331.

McCourt P. (1999) Genetic analysis of hormone signaling. Annu Rev
Plant Physiol and Plant Mol Biol. 50:219-243.

Meszaros T, Helfer A, Hatzimasoura E, Magyar Z, Serazetdinova L,
Rios G, Bardoczy V, Teige M, Koncz C, Peck S, Bogre L. (2006) The
Arabidopsis MAP kinase kinase MKK1 participates in defence
responses to the bacterial elicitor flagellin. Plant J. 48:485-498.

Navarro L, Bari R, Achard P, Lison P, Nemri A, Harberd NP, Jones
JDG. (2008) DELLAs control plant immune responses by
modulating the balance and salicylic acid signaling. Curr Biol.
18:650-655.

Nemhauser JL, Hong FX, Chory J. (2006) Different plant hormones
regulate similar processes through largely nonoverlapping
transcriptional responses. Cell. 126:467-475.

Olszewski N, Sun TP, Gubler F. (2002) Gibberellin signaling:
Biosynthesis, catabolism, and response pathways. Plant Cell.
14:561-S80.

Paschold A, Halitschke R, Baldwin IT. (2007) Co(i)-ordinating
defenses: NaCOI1 mediates herbivore- induced resistance in
Nicotiana attenuata and reveals the role of herbivore movement
in avoiding defenses. Plant J. 51:79-91.

Journal of Endocytobiosis and Cell Research VOL 22 | 2012

Prat S, Carrera E, Bou ], Garcia-Martinez JL. (2000) Changes in GA
20-oxidase gene expression strongly affect stem length, tuber
induction and tuber yield of potato plants. Plant J. 22:247-256.

Romeis T. (2001) Protein kinases in the plant defence response.
Curr Opin Plant Biol. 4:407-414.

Romeis T, Ludwig AA, Martin R, Jones ]JDG. (2001) Calcium-
dependent protein kinases play an essential role in a plant
defence response. Embo J. 20:5556-5567.

Romeis T, Piedras P, Jones JD. (2000) Resistance gene-dependent
activation of a calcium-dependent protein kinase in the plant
defense response. Plant Cell. 12:803-816.

Sanders D, Pelloux ], Brownlee C, Harper JF. (2002) Calcium at the
crossroads of signaling. Plant Cell. 14:S401-S417.

Sasaki A, Ashikari M, Ueguchi-Tanaka M, Itoh H, Nishimura A,
Swapan D, Ishiyama K, Saito T, Kobayashi M, Khush GS, Kitano H,
Matsuoka M. (2002) Green revolution: A mutant gibberellin-
synthesis gene in rice - New insight into the rice variant that
helped to avert famine over thirty years ago. Nature. 416:701-
702.

Schaller F, Schaller A, Stintzi A. (2004) Biosynthesis and
metabolism of jasmonates. J/ Plant Growth Regul. 23:179-199.

Shakirova FM, Aval'baev AM, Chemeris AV, Vakhitov VA. (2002)
Hormonal transcription regulation in plants. Mol Biol. 36:456-
461.

Steppuhn A, Gase K, Krock B, Halitschke R, Baldwin IT. (2004)
Nicotine's defensive function in nature. PLoS Biol. 2:E217.

Stintzi A, Weber H, Reymond P, Browse ], Farmer EE. (2001) Plant
defense in the absence of jasmonic acid: The role of
cyclopentenones. Proc Natl Acad Sci USA. 98:12837-12842.

Sun TP, Gubler F. (2004) Molecular mechanism of gibberellin
signaling in plants. Annu Rev Plant Biol. 55:197-223.

Teige M, Scheikl E, Eulgem T, Doczi R, Ichimura K, Shinozaki K,
Dangl JL, Hirt H. (2004) The MKK2 pathway mediates cold and
salt stress signaling in Arabidopsis. Mol Cell. 15:141-152.

Vick BA, Zimmerman DC. (1984) Biosynthesis of jasmonic acid by
several plant-species. Plant Physiol. 75:458-461.

Vick BA, Zimmermann DC. (1979) Distribution of a fatty-acid
cyclase enzyme-system in plants. Plant Physiol. 64:203-205.

Wang KLC, Li H, Ecker JR. (2002) Ethylene biosynthesis and
signaling networks. Plant Cell. 14:5S131-S151.

Wasternack C. (2007) Jasmonates: an update on biosynthesis,
signal transduction and action in plant stress response, growth
and development. Ann Bot. 100:681-697.

Weyers JDB, Paterson NW. (2001) Plant hormones and the control
of physiological processes. New Phytologist. 152:375-407.

Wu ], Baldwin IT. (2010) New insights into plant responses to the
attack from insect herbivores. Annu Rev Genet. 44:1-24.

Wu ], Hettenhausen C, Meldau S, Baldwin IT. (2007) Herbivory
rapidly activates MAPK signaling in attacked and unattacked leaf
regions but not between leaves of Nicotiana attenuata. Plant Cell.
19:1096-1122.

Yamaguchi S. (2008) Gibberellin metabolism and its regulation.
Annu Rev Plant Biol. 59:225-251.

Yoo SD, Cho YH, Tena G, Xiong Y, Sheen ]. (2008) Dual control of
nuclear EIN3 by bifurcate MAPK cascades in C2H4 signalling.
Nature. 451:789-U781.

Yoon GM, Cho HS, Ha HJ, Liu JR, Lee HS. (1999) Characterization of
NtCDPK1, a calcium-dependent protein kinase gene in Nicotiana
tabacum, and the activity of its encoded protein. Plant Mol Biol.
39:991-1001.

Zavala JA, Giri AP, Jongsma MA, Baldwin IT. (2008) Digestive duet:
midgut digestive proteinases of Manduca sexta ingesting
Nicotiana attenuata with manipulated trypsin proteinase
inhibitor expression. PLoS One 3:E2008.

Zavala JA, Patankar AG, Gase K, Baldwin IT. (2004) Constitutive
and inducible trypsin proteinase inhibitor production incurs
large fitness costs in Nicotiana attenuata. Proc Natl Acad Sci USA.
101:1607-1612.

Zhang S, Liu Y. (2001) Activation of salicylic acid-induced protein
kinase, a mitogen-activated protein kinase, induces multiple
defense responses in tobacco. Plant Cell. 13:1877-1889.

51




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Error
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /CMYK
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments true
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

    /BGR <>
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /CZE <>
    /DAN <>
    /DEU <>
    /ESP <>
    /ETI <>
    /FRA <>
    /GRE <>

    /HRV (Za stvaranje Adobe PDF dokumenata najpogodnijih za visokokvalitetni ispis prije tiskanja koristite ove postavke.  Stvoreni PDF dokumenti mogu se otvoriti Acrobat i Adobe Reader 5.0 i kasnijim verzijama.)
    /HUN <>
    /ITA <>
    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /LTH <>
    /LVI <>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /POL <>
    /PTB <>
    /RUM <>
    /RUS <>
    /SKY <>
    /SLV <>
    /SUO <>
    /SVE <>
    /TUR <>
    /UKR <>
    /ENU (Use these settings to create Adobe PDF documents best suited for high-quality prepress printing.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


