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Abstract

Ultraviolet (UV) radiation can modulate plant defenses against herbivorous arthropods. We investigated how different 
UV exposure times and irradiance intensities affected tomato (Solanum lycopersicum) resistance to thrips (Frankliniella 
occidentalis) by assessing UV effects on thrips-associated damage and host-selection, selected metabolite and phy-
tohormone contents, expression of defense-related genes, and trichome density and chemistry, the latter having 
dual roles in defense and UV protection. Short UV daily exposure times increased thrips resistance in the cultivar 
‘Moneymaker’ but this could not be explained by changes in the contents of selected leaf polyphenols or terpenes, 
nor by trichome-associated defenses. UV irradiance intensity also affected resistance to thrips. Further analyses using 
the tomato mutants def-1, impaired in jasmonic acid (JA) biosynthesis, od-2, defective in the production of functional 
type-VI trichomes, and their wild-type, ‘Castlemart’, showed that UV enhanced thrips resistance in Moneymaker and 
od-2, but not in def-1 and Castlemart. UV increased salicylic acid (SA) and JA-isoleucine concentrations, and increased 
expression of SA- and JA-associated genes in Moneymaker, while inducing expression of JA-defensive genes in od-2. 
Our results demonstrate that UV-mediated enhancement of tomato resistance to thrips is probably associated with the 
activation of JA-associated signaling, but not with plant secondary metabolism or trichome-related traits.

Keywords:  Glandular trichomes, herbivores, jasmonic acid, phenolics, plant defenses, salicylic acid, thrips, tomato, Western 
flower thrips.

Introduction

Ultraviolet (UV) radiation (280–400  nm), a small fraction 
of the solar radiation reaching the terrestrial ecosystems, 
is an important modulator of plant physiology (Paul and 

Gwynn-Jones, 2003). In particular, UV-B (280–315 nm) can 
decrease leaf size and stem elongation, increase axillary branch-
ing and leaf thickness, and induce UV-absorbing compounds 
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pathogenesis related-protein 6; TD-2, threonine deaminase; SA, salicylic acid.
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such as flavonoids and phenolic acids (Jenkins, 2009; Robson 
et al., 2015). Leaf epidermal accumulation of phenolics reduces 
both oxidative damage and UV-B penetration to the inner 
photosynthetic layers (Agati and Tattini, 2010), protecting the 
photosynthetic apparatus from damaging doses. These photo-
morphogenic responses are mediated by the activation of the 
UV-B photoreceptor UV RESISTANCE LOCUS 8 (UVR8) 
(Rizzini et al., 2011) upon plant exposure to low or moderate 
UV-B (Hectors et al., 2007; Brown and Jenkins, 2008).

Acclimation responses to enriched UV-B conditions can 
affect plant performance and interactions with herbivores. 
UV-B exclusion and supplemental studies have shown that 
it can decrease preference and/or performance of herbivor-
ous arthropods in diverse plant species (Mazza et  al., 1999; 
Rousseaux et al., 2004; Caputo et al., 2006; Foggo et al., 2007; 
Demkura et  al., 2010; Kuhlmann and Müller, 2010; Mewis 
et  al., 2012; Mazza et  al., 2013; Zavala et  al., 2015). This has 
been partially explained by UV-B-mediated effects on consti-
tutive plant defenses, such as increases in secondary metabo-
lites (Escobar-Bravo et al., 2017b). In addition, UV-B has been 
reported to increase the density of leaf trichomes (Barnes 
et al., 1996; Yan et al., 2012), which are hairy epidermal struc-
tures involved in plant resistance to herbivory and in protec-
tion against abiotic stresses such as excess light intensity and 
UV (Karabourniotis et  al., 1993, Glas et  al., 2012). However, 
whether UV-mediated increases in trichome density enhances 
plant resistance to herbivores has not yet been tested.

Plant inducible defense responses to herbivory are also affected 
by UV (Ballaré, 2014). These responses are mediated by the acti-
vation of the jasmonic acid (JA), salicylic acid (SA), ethylene 
(ET), and abscisic acid (ABA) signaling pathways, and are fine-
tuned by these or other phytohormones such as auxins, cyto-
kinins, and gibberellins (Pieterse et al., 2012). Activation of the 
JA signaling pathway is associated with increased plant resistance 
to leaf-chewing, piercing–sucking, and some phloem-feeding 
arthropods (Howe and Jander, 2008). UV-B can increase consti-
tutive (i.e. pre-herbivory) and also inducible (i.e. post-herbivory) 
jasmonate levels, resulting in reinforced chemical defenses (Đinh 
et al., 2013; Qi et al., 2018). Recently, Dillon et al. (2018) reported 
enhanced induction of ET by combined solar UV-B and her-
bivory, and highlighted its possible role in soybean defenses. Less 
is known about the roles of SA, auxin, and ABA in UV-mediated 
induction of plant defenses. However, auxin and ABA are regu-
latory components of the UV-mediated accumulation of flavo-
noids in Arabidopsis and grape (Vitis vinifera), respectively (Berli 
et al., 2010; Hectors et al., 2012), and SA levels are induced with 
increased UV irradiation times (Mackerness et al., 1999).

Under natural conditions, plants are simultaneously exposed 
to UV-B and UV-A (315–400 nm), both of which probably 
affect plant defense responses. UV-A radiation has different 
effects on plant physiology when compared to the more-ener-
getic UV-B (Morales et al., 2010, 2011, 2013; Escobar-Bravo 
et  al., 2017b). Furthermore, UV-A can attenuate UV-B-
associated deleterious effects on the photosynthetic apparatus 
under conditions of low photosynthetically active radiation 
(PAR) (Adamse et  al., 1994; Joshi et  al., 2007; Štroch et  al., 
2015) or, combined with UV-B, it can increase plant photo-
synthetic performance (Tsormpatsidis et al., 2008).

Despite our increasing knowledge of the effects of UV-B 
on plant defenses against herbivorous arthropods, how differ-
ent doses (A+B) modulate plant defenses against herbivory is 
unknown. Plant responses depend on the UV acclimation state, 
exposure time (long- versus short-term), radiation intensity, the 
PAR:UV ratio, and the plant species (de la Rosa et al., 2001; 
Frohnmeyer and Staiger, 2003; Brown and Jenkins, 2008). High 
UV-B exposure results in gene expression profiles that are mark-
edly different from those observed in plants acclimated to low 
doses (Ulm et al., 2004; Hectors et al., 2007). High UV-B flu-
ence rates can induce the production of reactive oxygen species 
(ROS) and cause damage to DNA, proteins, membranes, and 
lipids (Brown and Jenkins, 2008; Hideg et al., 2013), resulting 
in harmful effects on plant performance. Furthermore, while 
solar UV positively influences plant resistance to herbivores, this 
might come at the expense of reduced growth by antagonizing 
auxin signaling (Hectors et al., 2012; Hayes et al., 2014). These 
UV-mediated plant responses need to be disentangled when 
aiming for the efficient use of UV in crop production.

Here, we used cultivated tomato (Solanum lycopersicum) to 
study the effects of different UV doses (i.e. daily exposure times 
and irradiance intensities) and a fixed UV B:A ratio (~1:1.2) on 
plant resistance to Western flower thrips (Frankliniella occidenta-
lis), an important insect pest of many vegetable and ornamen-
tal crops worldwide (Steenbergen et al., 2018). Despite being 
a major crop species, the effects of UV radiation on tomato 
physiology and resistance to relevant biological stresses have not 
been investigated. Furthermore, it is not known whether UV 
might affect the glandular trichomes on tomato leaves, which 
represent an important chemical and physical barrier against 
herbivory (Kang et al., 2010a, 2010b). The availability of mutants 
deficient in JA biosynthesis or glandular trichomes makes cul-
tivated tomato an ideal system to assess the effects of UV on 
plant resistance to herbivorous arthropods. We first tested the 
effects of different supplemental UV daily exposure times on 
resistance to thrips and selected the most effective dose to study 
the dynamics of the induced resistance. Time-course experi-
ments were used to assess UV effects on thrips-associated dam-
age and preference, on specific UV-absorbing compounds, on 
the metabolome, and on defense-related type-VI leaf glandular 
trichomes. We then studied the effects of two UV irradiance 
intensities, but with the same daily exposure times, on tomato 
growth and resistance, and examined the mechanism of this 
induction by using mutants defective in JA signaling (defense-
less-1) and trichome-associate defenses (odorless-2). Further 
analyses of auxin, ABA, SA, and jasmonates levels, as well as the 
expression of defense-responsive genes, were used to determine 
the direct effects of UV on plant growth- and defense-related 
signaling pathways. Our study has significant implications for 
agricultural systems, as the use of artificial lighting to optimize 
crop yield is currently increasing in areas where light intensity is 
significantly reduced during the winter months (e.g. boreal and 
temperate climatic zones) and in greenhouses depleted of UV 
due to the use of non-transmitting UV materials (Vänninen 
et al., 2010; Wargent and Jordan, 2013). Determining how plants 
respond to sudden UV exposure is then crucial in the context 
of new lighting technologies and greenhouse-grown crops such 
as tomato (Mariz-Ponte et al., 2018).
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Materials and methods

Plant and insect materials
Experiments were performed using the following tomato (Solanum 
lycopersicum) genotypes: cv. ‘Moneymaker’, and the jasmonate-deficient 
mutant defenseless-1 (def-1) (Lightner et al., 1993; Howe et al., 1996) and 
the trichome-deficient mutant odorless-2 (od-2) (Kang et al., 2010a) (both 
kindly provided by Prof. Gregg Howe, Michigan State University), as 
well as their wild-type, cv. ‘Castlemart’. Seeds were sown in plastic trays 
filled with potting soil (Horticoop, Lentse Potgrond, The Netherlands) 
and placed in a climate room with 113.6 µmol m–2 s−1 of PAR and a 
photoperiod of 16/8 h light/dark, at 20 °C and 70% RH. Plantlets were 
transplanted into individual plastic pots (11 × 11 × 12 cm) containing the 
same potting soil at 15 d after germination.

Western flower thrips (Frankliniella occidentalis)  [Pergande] were 
obtained from a colony reared on chrysanthemum flowers maintained in 
a climate room at 25 °C, 70% RH, and a photoperiod of 16/8 h.

UV daily dose exposure experiments
To test the effects of different daily UV exposures on tomato resist-
ance to thrips two independent experiments were performed. In both 
experiments, 4-week-old Moneymaker plants at the 3–4 leaf-stage were 
randomly transferred to two climate cabinets (Snyders Scientific B.V.) 
provided with 113.6 ± 10 µmol m–2 s−1 of PAR, a photoperiod of 16/8 h, 
20 °C, and 70% RH. In one of the cabinets, UV radiation was supplied 
by two fluorescent lamps (Philips broadband TL 40/12RS) suspended at 
65 cm above the plants. The lamps were wrapped with white cellulose 
paper filters (40 g m–2; Rachow Kunststoff-Folien, Hamburg, Germany) 
that attenuated the UV intensity and excluded damaging UV-C radiation 
(λ<280 nm) (Supplementary Fig. S1 at JXB online). In the first experi-
ment, plants (n=5) were subjected to the following UV regimes for a 
period of 14 d: (1) 0 kJ m−2 d−1, (2) 0.34 kJ m−2 d−1, (3) 0.69 kJ m−2 d−1, 
(4) 1.36 kJ m−2 d−1, or (5) 2.04 kJ m−2 d−1. This was achieved by expos-
ure to 0, 30, 60, 120, or 180 min d−1 of UV, respectively. In the second 
experiment (n=6–7), the following UV regimes were applied for 14 d: (1) 
0 kJ m−2 d−1, (2) 0.17 kJ m−2 d−1, (3) 0.34 kJ m−2 d−1, or (4) 0.51 kJ m−2 
d−1. For this, plants were irradiated for 0, 15, 30, or 45 min d−1, respect-
ively. Application of UV started midway through the 16-h light period. In 
both experiments, control- and UV-treated plants were subjected to non-
choice whole-plant bioassays of thrips damage at 14 d after the beginning 
of the treatment (see below).

The UV spectral irradiance (280–400  nm) was measured and inte-
grated using a spectroradiometer (Flame-S, Ocean Optics). As the pos-
ition of the UV lamps was not changed, the irradiance intensity received 
by the plants increased as they grew towards the light source. UV meas-
urements were therefore performed at 0, 3, 7, 10, and 14 d at the plant 
canopy level (Supplementary Table S1) and were used to calculate the 
mean intensity received by the plants during the experiments. To min-
imize the damaging effects of high UV-B doses, both the PAR and daily 
UV levels were set to be as much as 10 times lower than those observed 
in natural field conditions (i.e. 1000–1500 µmol m–2 s−1 and 5.5 kJ m−2 
d−1, respectively), and the UV-B irradiance was 40 times lower than that 
usually observed in the field at noon (i.e. 300–400 μW cm−2) (Demkura 
et al., 2010; Đinh et al., 2013; Barnes et al., 2016).

UV time-course experiments
Moneymaker plants at 4 weeks old (3–4 leaf-stage) were randomly trans-
ferred to control or UV regimes as described above. In the UV regime, 
plants were exposed to 30 min d−1 of UV for 14 d. This treatment was 
selected because it was found to have the strongest positive effect on plant 
resistance to thrips in the UV dose experiments. At 1, 3, 7, 10, and 14 d 
after the beginning of the treatment, control and treated plants were sub-
jected to non-choice whole-plant thrips bioassays (n=5). Another group 
of control and treated plants were used for dual-choice leaf-disc bioas-
says, or sampled for LC/MS analysis of rutin and chlorogenic acid levels, 
non-targeted metabolic NMR analysis, and determination of type-VI 
trichome density and their associated volatiles by GC/MS.

UV irradiance intensity–dose experiments
We further determined whether variations in the UV irradiance intensity 
experienced by the plants in the time-course experiments due to their 
increased proximity to the UV source during their growth affected the 
defenses against thrips. For this, plant responses to two UV irradiance 
intensities corresponding to the light regimes received by plants at day 1 
(0.30 kJ m−2 d−1) and day 14 (0.422 kJ m−2 d−1) in the time-course experi-
ment (Supplementary Table S1) were tested using the same UV expos-
ure time per day (30 min). In addition, we investigated whether these 
UV regimes, hereafter referred to as low- and high-UV, could enhance 
defenses against thrips in Moneymaker, and in the herbivore-susceptible 
genotypes def-1 and od-2, as well as their wild-type ‘Castlemart’. The UV 
regimes were supplied by two fluorescent lamps (Philips broadband TL 
40/12RS) in a climate cabinet (Snyders Scientific B.V.) provided with 
113.6 ± 10 µmol m–2 s−1 of PAR, a photoperiod of 16/8 h, 20 °C, and 
70% RH. The UV cabinet was divided in two separated areas where 
low- or high-UV were applied by adjusting the distance between the 
plants and the UV lamps. The PAR levels were adjusted to be similar in 
the control (no UV), low-, and high-UV conditions. Seeds were sown in 
plastic trays and placed under control, low-, or high-UV conditions for 
a total period of 28 d. At 2 weeks after the beginning of the treatments, 
seedlings were transplanted to plastic pots (9  ×  9  × 10  cm) contain-
ing potting soil as described above. At 28 d after the beginning of the 
treatments, plants were used for non-choice whole-plant thrips bioassays, 
determination of plant growth parameters (number of leaves and stem 
length above the cotyledons), type-VI trichome densities, hormone con-
tents, and gene expression analyses.

Non-choice whole-plant bioassays of thrips damage
Plants were individually placed into thrips-proof cages as described by 
Leiss et al. (2009). All cages were randomly placed in a climate room pro-
vided with 113.6 ± 10 µmol m−2 s−1 of PAR, a photoperiod of 16/8 h, 
25 °C, and 70% RH. Each plant was infested with 20 thrips (18 females 
and two males) as described by Escobar-Bravo et al. (2017a). After 7 d, 
thrips feeding damage to the leaves (‘silver damage’) was evaluated for the 
whole plant and expressed as mm2 per plant.

Dual-choice leaf-disc bioassays of thrips preference
Dual-choice leaf-disc assays (Escobar-Bravo et al., 2017a) were used to 
test thrips preference for samples taken from the third/fourth youngest 
leaf of control or UV-treated Moneymaker plants at 1, 3, 5, 7, 10, and 14 
d after the beginning of the treatment in the UV time-course experi-
ment (n=5).

LC/MS analysis of leaf contents of rutin and chlorogenic acid
We examined changes in levels of two of the major phenolic compounds 
of tomato leaves, rutin and chlorogenic acid, (Larbat et al., 2014) in con-
trol and UV-treated Moneymaker plants at 1, 3, 7, 10, and 14 d after 
the beginning of the treatment in the UV time-course experiment. 
This chemical analysis was replicated in a second time-course experi-
ment (n=6–10). Analysis was performed on leaflets taken from the third/
fourth youngest leaf from the apex. Samples were flash-frozen in liquid 
nitrogen and stored at –80 °C until analysis. Before extraction, samples 
were freeze-dried, homogenized, and aliquoted into 2-ml Eppendorf 
tubes (10 mg plant material per tube). The samples were extracted with 
1.5 ml of 80% methanol aqueous solution, vortexed for 45 s, sonicated 
for 10 min, and centrifuged at 18 890 g for 20 min at 4 °C. The super-
natant was filtered through a 45-mm syringe filter and 5  μl was used 
for LC/MS analysis, which was performed using a micrOTOF-QII 
(Bruker Daltonics GmbH, Germany) coupled to an Ultimate 3000 RS 
(ThermoScientific, USA) UHPLC quaternary pump with a diode array 
detector. Detection was carried out using electrospray ionization in nega-
tive mode over the mass range of m/z 120–1200. Reverse-phase liquid 
chromatographic separation was performed using a Kinetex C18 col-
umn (100 × 2.10 mm, 2.6-μm particles) (Phenomenex, USA) maintained 
at 30 °C. An elution gradient consisting of 0.1% formic acid (Optima, 
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Fisher Scientific) in MilliQ water (solvent A) and methanol (Merck 
Millipore, Germany) +0.1% formic acid (solvent B) was used. The gradi-
ent profile used an initial condition of 10% B, 12 min linear gradient to 
65% B, 4 min ramp to 90% B, 1 min hold at 90% B, and return to 10% 
B over 1.1 min, resulting in a run time of 18.1 min per sample. The flow 
rate was 0.35 ml min−1. Quantification was performed at 254 nm for 
rutin and at 326 nm for chlorogenic acid using calibration curves for both 
compounds (Sigma-Aldrich).

NMR analysis
NMR analysis was performed on leaflets taken from the third/fourth 
youngest leaf from the apex in control and UV-treated Moneymaker 
plants (n=5) at 14 d after the beginning of the treatment in the UV 
time-course experiment. Samples of 10 mg of freeze-dried plant material 
were extracted with 1 ml of KH2PO4 buffer in D2O (pH 6) containing 
0.05% trimethylsilane propionic acid sodium salt and CH3OH-d4 (1:1). 
Extracts were vortexed, sonicated for 20 min, and centrifuged at 18 890 
g for 10 min at room temperature. Then 300 μl of the supernatant was 
transferred to NMR-tubes for spectral analysis. 1H NMR spectra were 
recorded at 25 °C on a 600 MHz Bruker AV 600 spectrometer equipped 
with cryo-probe operating at a proton NMR frequency of 600 MHz, and 
analysed as described by López-Gresa et al. (2012).

Determination of type-VI trichome density
We tested whether type-VI glandular trichomes were affected in the UV 
time-course and irradiance intensity experiments. Trichome density was 
measured on the adaxial and/or abaxial surfaces of leaflets taken from the 
third/fourth youngest, fully expanded leaf (n=5) following the method-
ology described by Escobar-Bravo et al. (2017a).

GC/MS analysis of terpene content in trichome-derived 
exudates
Terpene production by type-VI glandular trichomes was analysed in leaf 
exudates collected from two leaflets belonging to the same leaf that was 
used for trichome density measurements in the UV time-course experi-
ment (n=5). Leaf fresh weight was measured before extraction. Trichome-
derived exudates were obtained by placing leaves in 2  ml pentane 
containing 10 μg of benzyl acetate as an internal standard (Schilmiller 
et al., 2009; Kang et al., 2010a, 2010b; Sallaud et al., 2012) and gently shak-
ing for 2 min before removal. A 1-μl sample from the resulting extract 
was injected into an Agilent model 7890 gas chromatograph fitted with 
a 5975C inert XL MSD Triple Axis Detector using a split ratio of 20:1. 
The injector temperature was 280  °C. The initial temperature of the 
column (30 m × 0.25 mm, 0.25 μm film thickness; DB-5MS, Agilent 
Technologies) was set at 40 °C, then ramped to 150 °C at 15 °C min–1 and 
finally to 280 °C at 3 °C min–1. The helium carrier gas flow was 1.6 ml 
min–1. Terpenes were identified by comparison with authentic standards 
or by comparison with retention times and spectral information avail-
able in the Agilent GC/MSD ChemStation software. Compounds were 
quantified on the basis of the internal standards. Calibration curves of 
known concentrations (five data points in the range of 0.5–60 μg) of syn-
thetic external standards were generated to calculate the internal response 
factor (IRF). For this, α-pinene and β-caryophyllene (Sigma-Aldrich) 
were used as external standards to determine the IRF of monoterpenes 
and sesquiterpenes, respectively. Terpene concentrations were calculated 
as: Amount of specific compound =  (Amount IS × Area SC × IRF)/
Area IS, where IS is internal standard and SC is the specific compound of 
interest. Terpene contents was expressed on the basis of fresh leaf weight.

Hormone analysis
To investigate the signaling pathways involved in the UV-mediated 
induction of defenses against thrips, we determined how high-UV irra-
diance intensity (which strongly reduced silver damage in Moneymaker 
and od-2) influenced plant defense- and growth-related hormones lev-
els at 28 d after the beginning of the treatment. The concentrations of 

12-oxo-phytodienoic acid (OPDA), JA, jasmonic acid-isoleucine (JA-Ile), 
SA, ABA, and auxin (indole-3-acetic acid, IAA) were analysed in leaflets 
taken from the third/fourth youngest leaf of control and high UV-treated 
plants (n=5) following the procedures described by Machado et al. (2013) 
and Schäfer et al. (2016) with some modifications. Approximately 100 mg 
of frozen and homogenized leaf material was aliquoted in 2-ml Eppendorf 
tubes and extracted with 1 ml of ethyl acetate containing 40 ng of the 
phytohormone standards D6-ABA (Olchemin), D6-JA (HPC), D6-JA-Ile 
(HPC), D6-SA (Olchemin), and D5-IAA (Olchemin). Samples were vor-
texed for 10 min and centrifuged at 18 994 g for 10 min at 4 °C. The 
supernatants were transferred to new Eppendorf tubes and evaporated to 
dryness in a vacuum-concentrator at room temperature. The residue was 
dissolved in 0.2 ml of 70% methanol (v/v) for 5 min using an ultrasonic 
bath, and centrifugated 5 min at 18 994 g. The supernatants were trans-
ferred to glass vials and then analysed by LC-MS/MS (EVOQ, Bruker), 
with 20 µl of each sample being injected onto a C18 Zorbax column 
(4.6 × 50 mm, 1.8 µm, 600 bar). The mobile phase was comprised of 
solvent A [0.05 % (v/v) formic acid in LCMS-grade water] and solvent 
B [0.05% (v/v) formic acid in LCMS-grade methanol]. The program 
had a constant flow rate of 0.4 ml min–1 and consisted of 0–0.5 min 95% 
solvent A; 0.5–2.5 min 50% solvent A, and 50% solvent B; 2.5–3.5 100% 
solvent B; 3.5–4.5  min 95% solvent A.  The column temperature was 
set at 42 °C. The cone, probe, and nebulizer gas were set at the follow-
ing flow conditions (arbitrary units/temperature): 35/350 °C, 60/475 °C, 
and 60 (arbitrary unit), respectively. Phytohormones were measured by 
monitoring the transition m/z described in Supplementary Table S2 and 
were quantified using the signal of their corresponding internal standard, 
and expressed on the basis of fresh leaf weight.

Gene expression analysis
Expression of the JA-responsive genes Threonine deaminase (TD-2) and 
jasmonate inducible protein-21 (JIP-21) were analysed in control and high 
UV-treated plants at 28 d after the beginning of the treatment. Because 
SA levels were induced in high UV-treated plants, expression of the 
SA-associated marker pathogenesis-related protein-6 (PR-P6) was also ana-
lysed (Alba et al., 2015). Total RNA was isolated following the protocol 
described by Verwoerd et al. (1989). DNAse treatment, cDNA synthesis, 
and qRT-PCRs were performed following the procedures described by 
Escobar-Bravo et  al. (2017a). Five biological replicates with two tech-
nical replicates were analysed per treatment. Actin was used as a refer-
ence gene. The normalized expression (NE) was calculated using the ΔCt 
method described by Alba et  al. (2015). NE values were scaled to the 
lowest average NE, which was set to 1. Gene-specific primers are shown 
in Supplementary Table S3.

Statistical analysis
Statistical analyses were performed using SPSS software (version 21; SPSS 
Inc., Chicago, IL, USA). Data residuals were first analysed using Levene 
and Kolmogorov–Smirnov tests to determine the heteroscedasticity 
of variance and normality, respectively. The effects of daily UV expos-
ure times on silver damage were tested using generalized linear models 
(GLMs), using linear distribution and identity link functions, followed by 
Fisher’s least-significant difference (LSD) post hoc test. For the time-course 
experiment, differences in silver damage, type-VI trichome densities, 
trichome-derived terpenes, and leaf contents of rutin and chlorogenic 
acid between control and UV-treated plants at each time point were 
tested using Student’s t-test. Thrips preference was tested by paired t-tests. 
Patterns of chemical signals detected by NMR in leaf extracts of control 
and UV-treated plants were subjected to principal component analysis 
(PCA) using SIMCA-P 13 software (Umetrics, Sweden). Variables were 
centered and scaled to unit variance. For the irradiance intensity experi-
ments, the effects of plant genotype, UV intensity, and their interaction 
on silver damage, leaf number, stem length, type-VI trichome density, 
hormone content, and NE were tested by GLM, using linear distribution 
and identity link functions, followed by LSD post hoc tests. Data for NE 
of TD-2 and JIP-21 were log- and log(x+0.00001)-transformed before 
analysis, respectively.
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Results

UV-mediated enhancement of plant resistance to 
thrips depends on the duration of daily exposure

Variations in daily UV exposure time significantly affected 
tomato resistance to thrips (Fig. 1). Plants irradiated with UV 
for 30 min (0.34 kJ m−2 d−1) over 14 consecutive days showed 
less silver damage symptoms than control plants or plants irra-
diated for longer daily periods (60, 120, or 180 min; P<0.05) 
(Fig.  1A). To more precisely identify the most effective UV 
dose for increasing resistance, a second experiment testing the 
effect of different daily doses (0, 15, 30, and 45 min) was car-
ried out. Again, plants irradiated for 30 min showed the lowest 
silver damage symptoms (P<0.05) (Fig. 1B).

UV-mediated enhancement of plant resistance and 
repellency against thrips increases with time

To determine the dynamics of the UV-mediated induction of 
resistance to thrips, a time-course experiment was performed 

(Fig. 2A). Exposure to 30 min d−1 of UV significantly decreased 
silver damage symptoms in plants infested with thrips at 10 d 
and 14 d after the beginning of the treatment when compared 
to controls (P≤0.05) (Fig. 2B). No significant differences were 
observed when thrips infestation was performed after shorter 
periods of treatment.

To assess whether UV affected thrips preference, dual-
choice leaf-disc bioassays were carried out for the time-course 
experiment (Fig.  2C). Thrips preference for leaf discs taken 
from control or UV-treated plants did not differ at 1 d and 7 d 
after the beginning of the treatment; however, fewer thrips set-
tled on leaf discs taken from treated plants than on the controls 
at 3, 10, and 14 d (P<0.05).

UV does not affect the metabolomic profile of leaves or 
the density of trichomes and their associated volatiles

UV did not significantly affect the leaf contents of rutin 
or chlorogenic acid at any of the points in the time-course 
experiment (Fig. 3A, B).

The density of type-VI trichomes on the adaxial surfaces 
of leaves only differed between control and UV-treated 
plants at 10 d after the beginning of the treatment, with 
lower density being observed in treated plants (P<0.05) 
(Fig.  3C). No significant differences in trichome density 
were observed for the abaxial leaf surfaces (Fig.  3D). The 
total terpene content detected in trichome-derived leaf 
exudates of UV-treated plants also did not differ from the 
control (Fig. 3E).

We conducted a non-targeted metabolomic analysis by 
NMR on plants at 14 d after the beginning of the treat-
ment. A total of 246 signals were detected by 1H NMR in the 
whole-leaf extracts of control and UV-treated plants. Principal 
component analysis of the detected signals resulted in a model 
with four principal components explaining 85% of the vari-
ance (model statistics: R2X=0.85 and Q2=0.474), and indicated 
no significant separation between the metabolomic profiles of 
the control and UV-treated plants (Supplementary Fig. S2).

UV-mediated enhancement of plant resistance to 
thrips depends on irradiance intensity

In the time-course experiments we observed increases in plant 
resistance to thrips only at 10 d and 14 d, and therefore we 
investigated whether resistance was affected by the different 
intensities of UV irradiance received by the plants at early and 
late time points as a result of them growing towards the UV 
source. Two different UV intensities but with the same exposure 
time (30 min d−1) were applied to the def-1 and od-2 mutants, 
their wild-type Castlemart, and to Moneymaker. Under con-
trol conditions, od-2 and def-1 showed higher susceptibility to 
thrips than the wild-type Castlemart (Fig.  4). Moneymaker 
also showed higher susceptibility to thrips when compared to 
Castlemart. However, under low- or high-UV conditions, sig-
nificant reductions in silver damage symptoms were observed 
in Moneymaker and od-2, but not in Castlemart or def-1. The 
effects of high-UV irradiance on resistance to thrips were con-
firmed in a replicated experiment (Supplementary Fig. S3).

Fig. 1. Thrips-associated damage (‘silver damage’ symptoms) in tomato 
‘Moneymaker’ plants irradiated with supplemental UV for (A) 0, 30, 60, 
120, or 180 min d−1, or (B) 0, 15, 30, or 45 min d−1 for a period of 14 d 
and subsequently used for non-choice whole-plant thrips bioassays. Silver 
damage was evaluated at 7 d after thrips infestation. Data are means 
(+SEM) of n = 4–5 individual plants in (A) and n = 6–7 individual plants 
in (B). Different letters indicate significant differences among groups as 
determined by GLM followed by Fisher’s LSD test (P≤0.05).

D
ow

nloaded from
 https://academ

ic.oup.com
/jxb/article-abstract/70/1/315/5124545 by U

B Leipzig user on 11 April 2019

http://academic.oup.com/jxb/article-lookup/doi/10.1093/jxb/ery347#supplementary-data
http://academic.oup.com/jxb/article-lookup/doi/10.1093/jxb/ery347#supplementary-data


320 | Escobar-Bravo et al.

The effects of high-UV irradiance on levels of OPDA, 
JA-Ile, and SA differ between tomato genotypes

High-UV significantly decreased OPDA levels in Moneymaker, 
def-1, and od-2 plants when compared with controls 28 d after 
the beginning of treatment (Fig.  5A); however, the opposite 
effect was observed for Castlemart, with a small but significant 
increase being detected. Levels of JA were not affected by UV 
in any of the genotypes (Fig. 5B), but the JA-Ile concentra-
tion was significantly increased in Moneymaker plants treated 
with high UV (Fig.  5C). High-UV conditions significantly 
increased SA concentrations in Moneymaker, Castlemart, and 
def-1 plants, but not in od-2 (Fig. 5D).

UV did not significantly affect IAA and ABA levels when 
compared between control and treated plants (Fig. 5E, F), but 
lower IAA levels were observed in od-2 when compared to the 
wild-type Castlemart.

High-UV irradiance induces the expression of 
JA-responsive genes in Moneymaker and od-2, but 
not in Castlemart and def-1

TD-2 and JIP-21 expression were significantly increased in 
high UV-treated Moneymaker and od-2 plants at 28 d after 
the beginning of treatment (Fig. 6A, B). In contrast, no signifi-
cant differences were observed in Castlemart and def-1. PR-P6 
had significantly increased expression in Moneymaker plants 
treated with high-UV, but no significant differences were 
detected in the other genotypes (Fig. 6C).

Low- and high-UV irradiance have positive effects 
on leaf production and stem length, but do not affect 
type-VI trichome density

High-UV irradiance intensity increased the number of leaves 
in all the genotypes, but low-UV only increased the number in 
Castlemart and od-2 (Fig. 7A). Both low- and high-UV irradi-
ance increased the stem length in all four genotypes, with the 
exception of Moneymaker plants where no effect was seen for 
low-UV (Fig. 7B). High-UV significantly increased the density 
of type-VI trichomes on the adaxial leaf surface of Moneymaker 
plants, but no other effects of UV were observed within the 
genotypes (Fig. 7C). Moneymaker leaves had significantly lower 
trichome densities when compared to Castlemart, def-1, and od-2.

Discussion

In this study, we demonstrate that UV-mediated enhancement 
of tomato resistance to F. occidentalis depends on the UV expos-
ure time and irradiance intensity, and that the induction of 
resistance is not explained by UV-associated changes in the leaf 
metabolome or trichome-mediated defenses, but it might be 
explained by reinforcement of JA-associated defenses.

We first determined that exposure to 30 min d−1 of supple-
mental UV had the strongest positive effect on plant resistance 
to thrips, and this effect decreased with longer exposure times 
(Fig. 1). These results suggest the existence of specific defense-
related photomorphogenic responses to different UV exposure 
times. Numerous studies have described the beneficial effects of 

Fig. 2. (A) Schematic representation of the time-course experiments to 
examine responses of tomato ‘Moneymaker’ plants to supplemental UV 
light. Plants were exposed to 30 min d−1 of supplemental UV and tested 
for resistance to thrips at 1–14 d after the beginning of treatment. (B) 
Silver damage symptoms determined in plants subjected to non-choice 
whole-plant thrips bioassays at different time-points. Plant damage was 
evaluated at 7 d after thrips infestation. Data are means (±SEM) of n=5 
individual plants and were analysed by Student’s t-test: *P≤0.05. (C) 
Preference of thrips tested by two-choice leaf-disc bioassays at different 
time-points after the beginning of treatment. Data are the percentage of 
thrips (+SEM, n=5 individual plants) settled on leaf discs taken from control 
and UV-treated plants. Averaged preference data recorded at 0.5, 1, 2, 
3, and 4 h after thrips release are shown. Data were analysed by paired 
t-tests: *P≤0.05.
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solar or supplemental UV-B on plant resistance to herbivorous 
arthropods (Caputo et al., 2006; Foggo et al., 2007; Mewis et al., 
2012; Đinh et al., 2013; Mazza et al., 2013; Zavala et al., 2015; 
Dillon et  al., 2018; Qi et  al., 2018), including thrips (Mazza 
et  al., 1999; Demkura et  al., 2010). However, to the best of 
our knowledge, there have been no previous reports that show 
how different UV exposure times affect plant defenses against 
herbivory. Plant chemical responses to different UV-B expos-
ure times and intensities have been described; for example, de 
la Rosa et al. (2001) reported modifications in the induction 
of phenolic compounds in seedlings of silver birch (Betula pen-
dula) when exposed to different supplemental UV-B irradi-
ation times (ranging from 36–300 min d−1).

Our results from time-course experiments also showed that 
the effects of supplemental UV (30 min d−1) on plant defenses 
against thrips were evident only at 10 d and 14 d after the 

beginning of the treatment (Fig. 2). Our targeted metabolite 
analyses of leaves and trichome-related tissues revealed no sig-
nificant changes after UV exposure at these time points (Fig. 3). 
This was surprising, as one of the most described UV-mediated 
changes in plant metabolism is an increased accumulation of 
phenolic acids and flavonoids, such as quercetin derivatives (de 
la Rosa et al., 2001; Hectors et al., 2014; Barnes et al., 2016), 
which is explained by their role in plant photoprotection (Agati 
et al., 2013). It should be noted that although both UV-B and 
-A may contribute to the accumulation of UV-absorbing com-
pounds, UV-B plays a major role in the accumulation of fla-
vonoids and phenolic acids (Morales et al., 2010, 2011, 2013). 
In tomato, UV-B induces production of UV-absorbing com-
pounds in the leaves, but these compounds have not been 
identified (Barnes et  al., 2016). Production of quercetine and 
kaempferol derivatives is increased by solar UV-B in Arabidopsis 

Fig. 3. (A) Rutin and (B) chlorogenic acid levels (mean±SEM, n=6–10 individual plants) in control and UV-treated tomato ‘Moneymaker’ plants 
determined at 1–14 d after the start of the treatment. Pooled data from two independent experiments is shown. Type-VI glandular trichome density 
(mean±SEM, n=5 individual plants) on (C) adaxial and (D) abaxial surfaces of leaflets collected from the third/fourth youngest leaf of control and 
UV-treated plants determined at 1–14 d after the start of the treatment. (E) Total terpene content (mean±SEM, n=3–5 individual plants) in trichome-
derived leaf exudates of control and UV-treated plants obtained from the third/fourth youngest leaf determined at 1–14 d after the start of the treatment. 
Data were analysed by Student’s t-test: *P≤0.05.
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(Demkura and Ballaré, 2012; Morales et al., 2013) and also in 
Nicotiana attenuata, together with chorogenic acid (Demkura 
et al., 2010; Đinh et al., 2013). Hence we expected that these 
phenolic compounds would be responsive to UV in tomato 
as well. Supplemental UV promotes the production of flavo-
noids within 1–5 d in Arabidopsis, with levels remaining ele-
vated 13 d after the start of the treatment (Hectors et al., 2014), 
and induction of phenylpropanoid pathway-related genes can 
be detected 12 h after exposure to solar UV (Morales et  al., 
2013). Thus, our sampling regime should have been able to 
detect similar temporal changes in phenolic concentrations of 
UV-treated tomato leaves. The lack of induction of chlorogenic 
acid and the quercetin-derivative rutin (Fig. 3A, B), the main 
phenolic components in tomato leaves (Larbat et  al., 2014), 
might be explained by species-specific responses to UV, or by 
the differing UV doses or PAR levels used in our experiments 
(Götz et  al., 2010). A  decrease in UV-mediated induction of 
UV-absorbing compounds has been described under low-PAR 
conditions (Cen and Bornman, 1990; Gotz et al., 2010; Klem 
et  al., 2012). More recently, Coffey et  al., (2017) and Coffey 
and Jansen (2018) have reported an absence of induction of 
UV-absorbing compounds in Arabidopsis plants grown out-
doors under different UV filters. Interestingly, these experiments 
were performed across different seasons in a temperate climatic 
area, i.e. characterized by a lack of extreme temperatures and 
low hours of direct sunshine, resulting in low daily light inte-
grals, as it was also the case under our experimental conditions. 
In addition, Hectors et al. (2007) found no significant changes 
in UV-absorbing compounds in Arabidopsis plants subjected to 
UV-B irradiances between 0–0.1 mW cm−2. We applied UV 
doses within that range (i.e. 0–0.02 mW cm−2; Supplementary 
Table S1), which might explain our results. It is also possible that 
UV-A might have ameliorated the effects of UV-B exposure 
(Wilson et al., 2001). Our non-targeted metabolomics analysis 

by NMR further demonstrated that supplemental UV did not 
significantly alter the leaf chemical profile of plants at 14 d after 
the beginning of treatment (Supplementary Fig. S2). However, 
UV-B might have affected the abundance of other compounds, 

Fig. 5. Effects of UV on concentrations of (A) 12-oxo-phytodienoic acid 
(OPDA), (B) jasmonic acid (JA), (C) jasmonic acid-isoleucine (JA-Ile), (D) 
salicylic acid (SA), (E) indole-3-acetic acid (IAA), and (F) abscisic acid (ABA) 
as determined in control and high UV-treated (applied for 30 min d−1) 
tomato genotypes ‘Moneymaker’, Castlemart, defenceless-1 (def-1), and 
odorless-2 (od-2) at 28 d after the beginning of treatment. The analysis 
was performed on leaflets collected from the third/fourth youngest leaf. 
Data are means (+SEM) of n=3–5 individual plants and different letters 
indicate significant differences among groups as determined by GLM 
followed by Fisher’s LSD test (P≤0.05). The overall effects of genotype (G), 
UV, and their interaction are indicated on each graph.

Fig. 4. Thrips-associated damage (‘silver damage’ symptoms) for different 
tomato genotypes in response to UV treatment. Damage was evaluated 
in ‘Moneymaker’, ‘Castlemart’, defenceless-1 (def-1) and odorless-2 
(od-2) plants that were subjected to control, low-, or high-UV irradiance 
treatments (applied for 30 min d−1) for 28 d and subsequently used for 
non-choice whole-plant thrips bioassays. Silver damage was evaluated 
at 7 d after thrips infestation. Data are means (+SEM) of n=5 individual 
plants. Different letters indicate significant differences among groups as 
determined by GLM followed by Fisher’s LSD test (P≤0.05). The overall 
effects of genotype (G), UV, and their interaction are indicated.
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not included in our targeted chemical analysis, at earlier time 
points. It was also notable that the density of type-VI trichomes 
and production of the main volatile allelochemicals associ-
ated with them, terpenes, were not affected by supplemental 
UV (Fig. 3C, D, E). Taken together, these results suggest that 
UV-mediated induction of tomato defenses against thrips is not 
associated with changes in constitutive (pre-herbivory) levels of 
leaf-associated phenolics or with trichome-related traits.

The fact that the UV-mediated enhancement of tomato 
defenses against thrips was only evident at late time points (10 
d and 14 d, Fig. 2) might be explained either by a required 
minimum number of doses (i.e. days) to elicit the responses 
or by the different UV irradiance intensities to which the 
plants were exposed as they grew towards the light source. 
This prompted us to test whether two UV irradiance intensi-
ties with the same daily exposure times could trigger different 

defense responses. And indeed, our results showed that under 
high-UV conditions Moneymaker plants experienced a greater 
reduction in silver damage symptoms than under low-UV 
(Fig. 4). In a wider comparison of different tomato genotypes, 
Moneymaker and the trichome-defective mutant od-2 both 
displayed increased resistance to thrips under high- and low-
UV, whilst the jasmonate deficient mutant def-1 and the wild-
type of the mutants, Castlemart, did not. This experimental 
set-up tested whether the effect of UV on the plants responses 
was mediated by the activation of JA defenses or the presence/
absence of functional type-VI leaf trichomes. It was notable 
that Castlemart plants displayed higher thrips resistance levels 
when compared to both def-1 and od-2, and to Moneymaker. 
These results confirmed previous reports on the role of JA 
defenses against thrips in tomato (Li et al., 2002; Escobar-Bravo 

Fig. 6. Effects of UV on relative transcript levels of the JA-responsive 
genes (A) threonine deaminase-2 (TD-2) and (B) jasmonate inducible 
protein-21 (JIP-21), and (C) the SA-responsive gene the pathogenesis 
related-protein 6 (PR-P6) as measured in control (no UV) and high 
UV-treated tomato genotypes ‘Moneymaker’, ‘Castlemart’, defenceless-1 
(def-1), and odorless (od-2) at 28 d after the beginning of treatment 
(applied for 30 min d−1). The analysis was performed on leaflets collected 
from the third/fourth youngest leaf. Data are means (+ SEM) of relative 
expression of each treatment group (n=5 individual plants, two technical 
replicates). Different letters indicate significant differences among groups 
as determined by GLM followed by Fisher’s LSD test (P≤0.05). The overall 
effects of genotype (G), UV, and their interaction are indicated on each 
graph.

Fig. 7. Effects of low- and high-UV irradiance on (A) number of leaves, 
(B) stem length, and (C) density of type-VI glandular trichomes in the 
tomato genotypes ‘Moneymaker’, ‘Castlemart’, defenceless-1 (def-1), 
and odorless-2 (od-2) at 28 d after the beginning of treatment (applied for 
30 min d−1). Data are means (+SEM) of n=5 individual plants and different 
letters indicate significant differences among groups as determined 
by GLM followed by Fisher’s LSD test (P≤0.05). The overall effects of 
genotype (G), UV, and their interaction are indicated on each graph.
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et al., 2017a), and suggest possible diminished constitutive and/
or inducible defenses against thrips in Moneymaker.

We further found that reductions in silver damage symptoms in 
high UV-treated Moneymaker and od-2 plants was accompanied 
by an overall increase in JA-Ile levels (Fig. 5C), as well as by induc-
tion of JA-responsive genes (Fig. 6A,B). UV-B has been reported 
to increase constitutive levels of JA-Ile in Arabidopsis, tobacco 
(Nicotiana tabaccum), rice (Oriza sativa), and maize (Zea mays), and 
also to increase the levels of JA-Ile and defense-related secondary 
metabolites after simulated herbivory in these species, resulting 
in enhanced resistance to lepidopteran insects (Qi et al., 2018). It 
is known that the JA signaling pathway plays a fundamental role 
in tomato defenses against thrips (Li et al., 2002; Escobar-Bravo 
et al., 2017a) and therefore UV-mediated reinforcement of these 
defenses might explain the increased resistance that we observed. 
In particular, increased activity of proteinase inhibitors, which 
are JA-responsive defense proteins involved in plant resistance 
to arthropod herbivores (Farmer et al., 1992), might have nega-
tively affected thrips feeding and performance (Outchkourov 
et  al., 2004). UV-mediated increases in jasmonate levels might 
also have strengthen inducible defense responses in tomato after 
thrips infestation, i.e. through priming mechanisms (Martinez-
Medina et al., 2016), but this needs further investigation.

Our analyses also showed increased levels of SA under 
high-UV conditions in Moneymaker, Castlemart, and def-1 
plants, but not in od-2 (Fig. 5D);. however, expression of the 
SA-responsive gene PR-P6 was only significantly induced in 
Moneymaker (Fig. 6C). Induction of SA and pathogen-related 
(PR) proteins have been reported in response to increas-
ing UV-B exposure times in Arabidopsis (Surplus et al., 1998; 
Mackerness et al., 1999), and UV-B induces SA accumulation 
in barley (Bandurska and Cieślak, 2013), wheat (Kovács et al., 
2014), and tobacco leaves (Fujibe et  al., 2000). The increases 
in SA and PR-proteins in Arabidopsis have been explained 
by the generation of ROS (Surplus et  al., 1998; Mackerness 
et  al., 2001), but whether a similar explanation might apply 
to tomato under our experimental conditions is unknown. 
Furthermore, we did not test whether the increased SA levels 
were a UV-associated stress response accompanied by increases 
in UV-absorbing compounds. In Arabidopsis under natural sun-
light, UV-associated photomorphogenic responses controlled by 
the UVR8 receptor share many similarities with those related 
to defense and stress-related signaling, including accumulation 
of JA and induction of SA-related genes (Morales et al., 2013). 
Interestingly, induction of SA signaling has been associated with 
increased plant susceptibility to thrips, due to its antagonistic 
effect on JA-induced defenses (Leon-Reyes et  al., 2009; Abe 
et al., 2012). In our study, however, UV-mediated induction of 
both the JA- and SA-signaling pathways resulted in increased 
tomato resistance to thrips. This absence of JA–SA antagon-
istic effects might be explained by the relative plant levels of 
both hormones, as different JA:SA ratios can result in neutral, 
antagonistic, or synergistic effects (Mur et al., 2006). Whether 
the induction of SA might alter tomato resistance against bio-
trophic pathogens that are susceptible to the activation of this 
signaling pathway (Pieterse et al., 2012) needs further research.

The phytohormones auxin and ABA can modulate the SA–
JA backbone of the plant immunity signaling network (Pieterse 

et al., 2012), and their concentrations might be affected by UV. 
Both increased ABA and reduced auxin accumulation have 
been observed to occur upon exposure to moderate to high 
UV-B levels in different species, mostly associated with UV 
stress-related responses (Hayes et al., 2014; Vanhaelewyn et al., 
2016). Here, we found that ABA and auxin levels were not 
altered by high-UV conditions at 28 d after the beginning of 
the treatment (Fig. 5E, F). This suggests that our UV condi-
tions did not induce stress-related responses in tomato plants, 
and that UV-mediated enhancement of tomato resistance to 
thrips might not be mediated by changes in the constitutive 
levels of these hormones. However, UV significantly affected 
some plant growth parameters, namely the number of leaves 
and stem length (Fig. 7A, B). Auxins regulate plant growth and 
development, including stem and petiole elongation (Deng 
et al., 2012; Naseem et al., 2015). Fluctuations in auxin levels 
prior to our sampling time might explain the increased stem 
length in UV-treated plants.

Moneymaker and the od-2 mutant experienced responses 
to UV that were not observed in Castlemart, such as increased 
resistance to thrips (Fig.  4) and enhanced expression of 
JA-responsive genes (Fig.  6A, B). Deficiencies in different 
aspects of trichome-related traits might have potentiated their 
sensitivity/responses to UV. Plant leaf hairs can protect under-
lying photosynthetic tissues against UV radiation by reflecting 
both it and longer-wavelength radiation, and their absence or 
removal increases plant sensitivity to UV (Karabourniotis et al., 
1992, 1993, 1995; Holmes and Keiller, 2002; Manetas, 2003; 
Yan et al., 2012). The density of type-VI trichomes was lower 
in Moneymaker than in Castlemart (Fig.  7C), which might 
result in reduced production of trichome-associated allelo-
chemicals, which are positively correlated with trichome dens-
ity (Escobar-Bravo et al., 2017a). In od-2, the trichome density 
was not reduced in comparison to the Castlemart wild-type, 
but a strong reduction in the type-VI trichome-derived alle-
lochemicals terpenes and flavonoids has been reported for this 
genotype (Kang et  al., 2010a). Although the specific role of 
type-VI trichome-derived flavonoids in tomato photopro-
tection has not been studied, a reduced accumulation of this 
compound in Moneymaker and od-2 might have increased the 
penetration of UV radiation into the underlying plant tissues.

Taken together, our results show that both short daily 
exposure times and specific intensities of UV radiation can 
increase tomato resistance to thrips herbivory, probably via the 
reinforcement of JA defenses. They might also counterbalance 
the reported negative effects of UV-B on plant growth that 
produce dwarf phenotypes (Ballaré et al., 2011), although this 
requires additional research. Our results have important impli-
cations for agriculture, as the use of supplemental UV radi-
ation can enhance crop protection against pests and thus might 
reduce the need for pesticides.

Supplementary data

Supplementary data are available at JXB online.
Fig.  S1. Spectral irradiance of the UV lamps used in the 

experiments.
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Fig.  S2. Principal component analysis of the metabolic 
responses of control and UV-treated Moneymaker tomato 
plants at 14 d after the start of treatment.

Fig. S3. Effects of high-UV irradiance on the resistance to 
thrips of different tomato genotypes.

Table  S1. Measurements of UV irradiance at the plant 
canopy level.

Table  S2. Transitions or specific pairs of m/z values asso-
ciated with the precursors and fragment ions of the analytes 
measured by LC/MS.

Table S3. List of primers used for qRT-PCR analysis.

Data deposition

The raw data for Figs  1–7 and Supplementary Figs  S2 and 
S3 are available at Dryad Data Repository: http://dx.doi.
org/10.5061/dryad.55n17h8 (Escobar-Bravo et al., 2019).

Acknowledgements
This work was supported by the STW Perspective program ‘Green 
Defense against Pests’ (GAP) (Ref. 13553). We thank the compa-
nies involved in the GAP project: Rijk Zwaan, Dümmen Orange, 
Deliflor, Dekker Chrysanten, and Incotec for financial support. KG and 
NMvD gratefully acknowledge the support of the German Center for 
Integrative Biodiversity Research (iDiv) Halle-Jena-Leipzig funded by 
the German Research Foundation (FZT 118).

References
Abe H, Tomitaka Y, Shimoda T, Seo S, Sakurai T, Kugimiya S, Tsuda 
S, Kobayashi M. 2012. Antagonistic plant defense system regulated by 
phytohormones assists interactions among vector insect, thrips and a 
tospovirus. Plant & Cell Physiology 53, 204–212.

Adamse P, Britz SJ, Caldwell CR. 1994. Amelioration of UV‐B damage 
under high irradiance. II: role of blue light photoreceptors. Photochemistry 
and Photobiology 60, 110–115.

Agati G, Brunetti C, Di Ferdinando M, Ferrini F, Pollastri S, Tattini 
M. 2013. Functional roles of flavonoids in photoprotection: new evidence, 
lessons from the past. Plant Physiology and Biochemistry 72, 35–45.

Agati G, Tattini M. 2010. Multiple functional roles of flavonoids in 
photoprotection. New Phytologist 186, 786–793.

Alba JM, Schimmel BC, Glas JJ, Ataide LM, Pappas ML, Villarroel 
CA, Schuurink RC, Sabelis MW, Kant MR. 2015. Spider mites suppress 
tomato defenses downstream of jasmonate and salicylate independently of 
hormonal crosstalk. New Phytologist 205, 828–840.

Ballaré CL. 2014. Light regulation of plant defense. Annual Review of Plant 
Biology 65, 335–363.

Ballaré CL, Caldwell MM, Flint SD, Robinson SA, Bornman JF. 2011. 
Effects of solar ultraviolet radiation on terrestrial ecosystems. Patterns, 
mechanisms, and interactions with climate change. Photochemical & 
Photobiological Sciences 10, 226–241.

Bandurska H, Cieślak M. 2013. The interactive effect of water deficit and 
UV-B radiation on salicylic acid accumulation in barley roots and leaves. 
Environmental and Experimental Botany 94, 9–18.

Barnes JD, Percy KE, Paul ND, Jones P, McLaughlin CK, Mullineaux 
PM, Creissen G, Wellburn AR. 1996. The influence of UV-B radiation on 
the physicochemical nature of tobacco (Nicotiana tabacum L.) leaf surfaces. 
Journal of Experimental Botany 47, 99–109.

Barnes PW, Tobler MA, Keefover-Ring K, Flint SD, Barkley AE, Ryel 
RJ, Lindroth RL. 2016. Rapid modulation of ultraviolet shielding in plants is 
influenced by solar ultraviolet radiation and linked to alterations in flavonoids. 
Plant, Cell & Environment 39, 222–230.

Berli FJ, Moreno D, Piccoli P, Hespanhol-Viana L, Silva MF, Bressan-
Smith R, Cavagnaro JB, Bottini R. 2010. Abscisic acid is involved in the 
response of grape (Vitis vinifera L.) cv. Malbec leaf tissues to ultraviolet-B 
radiation by enhancing ultraviolet-absorbing compounds, antioxidant 
enzymes and membrane sterols. Plant, Cell & Environment 33, 1–10.

Brown BA, Jenkins GI. 2008. UV-B signaling pathways with different 
fluence-rate response profiles are distinguished in mature Arabidopsis leaf 
tissue by requirement for UVR8, HY5, and HYH. Plant Physiology 146, 
576–588.

Caputo C, Rutitzky M, Ballaré CL. 2006. Solar ultraviolet-B radiation 
alters the attractiveness of Arabidopsis plants to diamondback moths 
(Plutella xylostella L.): impacts on oviposition and involvement of the 
jasmonic acid pathway. Oecologia 149, 81–90.

Cen YP, Bornman JF. 1990. The response of bean plants to UV-B 
radiation under different irradiances of background visible light. Journal of 
Experimental Botany 41, 1489–1495.

Coffey A, Jansen MA. 2018. Effects of natural solar UV-B radiation on 
three Arabidopsis accessions are strongly affected by seasonal weather 
conditions. Plant Physiology and Biochemistry. In press. doi:10.1016/j.
plaphy.2018.06.016.

Coffey A, Prinsen E, Jansen MAK, Conway J. 2017. The UVB 
photoreceptor UVR8 mediates accumulation of UV-absorbing pigments, 
but not changes in plant morphology, under outdoor conditions. Plant, Cell 
& Environment 40, 2250–2260.

de la Rosa T, Julkunen‐Tiitto R, Lehto T, Aphalo P. 2001. Secondary 
metabolites and nutrient concentrations in silver birch seedlings under five 
levels of daily UV‐B exposure and two relative nutrient addition rates. New 
Phytologist 150, 121–131.

Demkura PV, Abdala G, Baldwin IT, Ballaré CL. 2010. Jasmonate-
dependent and -independent pathways mediate specific effects of solar 
ultraviolet B radiation on leaf phenolics and antiherbivore defense. Plant 
Physiology 152, 1084–1095.

Demkura PV, Ballaré CL. 2012. UVR8 mediates UV-B-induced 
Arabidopsis defense responses against Botrytis cinerea by controlling 
sinapate accumulation. Molecular Plant 5, 642–652.

Deng W, Yang Y, Ren Z, Audran-Delalande C, Mila I, Wang X, Song H, 
Hu Y, Bouzayen M, Li Z. 2012. The tomato SlIAA15 is involved in trichome 
formation and axillary shoot development. New Phytologist 194, 379–390.

Dillon FM, Tejedor MD, Ilina N, Chludil HD, Mithöfer A, Pagano EA, 
Zavala JA. 2018. Solar UV-B radiation and ethylene play a key role in 
modulating effective defenses against Anticarsia gemmatalis larvae in field-
grown soybean. Plant, Cell & Environment 41, 383–394.

Ðinh ST, Gális I, Baldwin IT. 2013. UVB radiation and 
17-hydroxygeranyllinalool diterpene glycosides provide durable resistance 
against mirid (Tupiocoris notatus) attack in field-grown Nicotiana attenuata 
plants. Plant, Cell & Environment 36, 590–606.

Escobar-Bravo R, Chen G, Kim HK, Grosser K, van Dam NM, Leiss 
KA,Klinkhamer PGL. 2019. Data from: Ultraviolet radiation exposure 
time and intensity modulate tomato resistance to herbivory through 
activation of jasmonic acid signaling. Dryad Digital Repository. doi:10.5061/
dryad.55n17h8.

Escobar-Bravo R, Klinkhamer PGL, Leiss KA. 2017a. Induction of 
jasmonic acid-associated defenses by thrips alters host suitability for 
conspecifics and correlates with increased trichome densities in tomato. 
Plant & Cell Physiology 58, 622–634.

Escobar-Bravo R, Klinkhamer PG, Leiss KA. 2017b. Interactive effects 
of UV-B light with abiotic factors on plant growth and chemistry, and their 
consequences for defense against arthropod herbivores. Frontiers in Plant 
Science 8, 278.

Farmer EE, Johnson RR, Ryan CA. 1992. Regulation of expression of 
proteinase inhibitor genes by methyl jasmonate and jasmonic acid. Plant 
Physiology 98, 995–1002.

Foggo A, Higgins S, Wargent JJ, Coleman RA. 2007. Tri-trophic 
consequences of UV-B exposure: plants, herbivores and parasitoids. 
Oecologia 154, 505–512.

Frohnmeyer H, Staiger D. 2003. Ultraviolet-B radiation-mediated 
responses in plants. Balancing damage and protection. Plant Physiology 
133, 1420–1428.

Fujibe T, Watanabe K, Nakajima N, Ohashi Y, Mitsuhara I, Yamamoto 
KT, Takeuchi Y. 2000. Accumulation of pathogenesis-related proteins 

D
ow

nloaded from
 https://academ

ic.oup.com
/jxb/article-abstract/70/1/315/5124545 by U

B Leipzig user on 11 April 2019

http://dx.doi.org/10.5061/dryad.55n17h8
http://dx.doi.org/10.5061/dryad.55n17h8


326 | Escobar-Bravo et al.

in tobacco leaves irradiated with UV-B. Journal of Plant Research 113, 
387–394.

Glas JJ, Schimmel BC, Alba JM, Escobar-Bravo R, Schuurink RC, 
Kant MR. 2012. Plant glandular trichomes as targets for breeding or 
engineering of resistance to herbivores. International Journal of Molecular 
Sciences 13, 17077–17103.

Götz M, Albert A, Stich S, Heller W, Scherb H, Krins A, Langebartels 
C, Seidlitz HK, Ernst D. 2010. PAR modulation of the UV-dependent levels 
of flavonoid metabolites in Arabidopsis thaliana (L.) Heynh. leaf rosettes: 
cumulative effects after a whole vegetative growth period. Protoplasma 243, 
95–103.

Hayes S, Velanis CN, Jenkins GI, Franklin KA. 2014. UV-B detected 
by the UVR8 photoreceptor antagonizes auxin signaling and plant shade 
avoidance. Proceedings of the National Academy of Sciences, USA 111, 
11894–11899.

Hectors K, Prinsen E, De Coen W, Jansen MA, Guisez Y. 2007. 
Arabidopsis thaliana plants acclimated to low dose rates of ultraviolet B 
radiation show specific changes in morphology and gene expression in the 
absence of stress symptoms. New Phytologist 175, 255–270.

Hectors K, Van Oevelen S, Geuns J, Guisez Y, Jansen MA, Prinsen 
E. 2014. Dynamic changes in plant secondary metabolites during 
UV acclimation in Arabidopsis thaliana. Physiologia Plantarum 152, 
219–230.

Hectors K, van Oevelen S, Guisez Y, Prinsen E, Jansen MA. 2012. The 
phytohormone auxin is a component of the regulatory system that controls 
UV-mediated accumulation of flavonoids and UV-induced morphogenesis. 
Physiologia Plantarum 145, 594–603.

Hideg E, Jansen MA, Strid A. 2013. UV-B exposure, ROS, and stress: 
inseparable companions or loosely linked associates? Trends in Plant 
Science 18, 107–115.

Holmes M, Keiller D. 2002. Effects of pubescence and waxes on the 
reflectance of leaves in the ultraviolet and photosynthetic wavebands: a 
comparison of a range of species. Plant, Cell & Environment 25, 85–93.

Howe GA, Jander G. 2008. Plant immunity to insect herbivores. Annual 
Review of Plant Biology 59, 41–66.

Howe GA, Lightner J, Browse J, Ryan CA. 1996. An octadecanoid 
pathway mutant (JL5) of tomato is compromised in signaling for defense 
against insect attack. The Plant Cell 8, 2067–2077.

Jenkins GI. 2009. Signal transduction in responses to UV-B radiation. 
Annual Review of Plant Biology 60, 407–431.

Joshi P, Ramaswamy N, Iyer R, Nair J, Pradhan M, Gartia S, Biswal 
B, Biswal U. 2007. Partial protection of photosynthetic apparatus from 
UV-B-induced damage by UV-A radiation. Environmental and Experimental 
Botany 59, 166–172.

Kang JH, Liu G, Shi F, Jones AD, Beaudry RM, Howe GA. 2010a. The 
tomato odorless-2 mutant is defective in trichome-based production of 
diverse specialized metabolites and broad-spectrum resistance to insect 
herbivores. Plant Physiology 154, 262–272.

Kang JH, Shi F, Jones AD, Marks MD, Howe GA. 2010b. Distortion of 
trichome morphology by the hairless mutation of tomato affects leaf surface 
chemistry. Journal of Experimental Botany 61, 1053–1064.

Karabourniotis G, Kotsabassidis D, Manetas Y. 1995. Trichome density 
and its protective potential against ultraviolet-B radiation damage during leaf 
development. Canadian Journal of Botany 73, 376–383.

Karabourniotis G, Kyparissis A, Manetas Y. 1993. Leaf hairs of Olea 
europeae protect underlying tissues against ultraviolet-B radiation damage. 
Environmental and Experimental Botany 33, 341–345.

Karabourniotis G, Papadopoulos K, Papamarkou M, Manetas Y. 
1992. Ultraviolet‐B radiation absorbing capacity of leaf hairs. Physiologia 
Plantarum 86, 414–418.

Klem K, Ač A, Holub P, Kováč D, Špunda V, Robson TM, Urban O. 
2012. Interactive effects of PAR and UV radiation on the physiology, 
morphology and leaf optical properties of two barley varieties. Environmental 
and Experimental Botany 75, 52–64.

Kovács V, Gondor OK, Szalai G, Majláth I, Janda T, Pál M. 2014. UV-B 
radiation modifies the acclimation processes to drought or cadmium in 
wheat. Environmental and Experimental Botany 100, 122–131.

Kuhlmann F, Müller C. 2010. UV-B impact on aphid performance 
mediated by plant quality and plant changes induced by aphids. Plant 
Biology 12, 676–684.

Larbat R, Paris C, Le Bot J, Adamowicz S. 2014. Phenolic characterization 
and variability in leaves, stems and roots of Micro-Tom and patio tomatoes, 
in response to nitrogen limitation. Plant Science 224, 62–73.

Leiss KA, Choi YH, Abdel-Farid IB, Verpoorte R, Klinkhamer PG. 
2009. NMR metabolomics of thrips (Frankliniella occidentalis) resistance in 
Senecio hybrids. Journal of Chemical Ecology 35, 219–229.

Leon-Reyes A, Spoel SH, De Lange ES, Abe H, Kobayashi M, Tsuda 
S, Millenaar FF, Welschen RA, Ritsema T, Pieterse CM. 2009. Ethylene 
modulates the role of NONEXPRESSOR OF PATHOGENESIS-RELATED 
GENES1 in cross talk between salicylate and jasmonate signaling. Plant 
Physiology 149, 1797–1809.

Li C, Williams MM, Loh YT, Lee GI, Howe GA. 2002. Resistance of 
cultivated tomato to cell content-feeding herbivores is regulated by the 
octadecanoid-signaling pathway. Plant Physiology 130, 494–503.

Lightner J, Pearce G, Ryan CA, Browse J. 1993. Isolation of signaling 
mutants of tomato (Lycopersicon esculentum). Molecular & General 
Genetics 241, 595–601.

López-Gresa MP, Lisón P, Kim HK, Choi YH, Verpoorte R, Rodrigo I, 
Conejero V, Bellés JM. 2012. Metabolic fingerprinting of tomato mosaic 
virus infected Solanum lycopersicum. Journal of Plant Physiology 169, 
1586–1596.

Machado RA, Ferrieri AP, Robert CA, Glauser G, Kallenbach M, 
Baldwin IT, Erb M. 2013. Leaf‐herbivore attack reduces carbon reserves 
and regrowth from the roots via jasmonate and auxin signaling. New 
Phytologist 200, 1234–1246.

Mackerness SA-H, John CF, Jordan B, Thomas B. 2001. Early signaling 
components in ultraviolet-B responses: distinct roles for different reactive 
oxygen species and nitric oxide. FEBS Letters 489, 237–242.

Mackerness SA-H, Surplus S, Blake P, John C, Buchanan‐Wollaston 
V, Jordan B, Thomas B. 1999. Ultraviolet‐B‐induced stress and changes 
in gene expression in Arabidopsis thaliana: role of signalling pathways 
controlled by jasmonic acid, ethylene and reactive oxygen species. Plant, 
Cell & Environment 22, 1413–1423.

Manetas Y. 2003. The importance of being hairy: the adverse effects of hair 
removal on stem photosynthesis of Verbascum speciosum are due to solar 
UV‐B radiation. New Phytologist 158, 503–508.

Mariz-Ponte N, Mendes RJ, Sario S, Ferreira de Oliveira JMP, Melo P, 
Santos C. 2018. Tomato plants use non-enzymatic antioxidant pathways 
to cope with moderate UV-A/B irradiation: a contribution to the use of 
UV-A/B in horticulture. Journal of Plant Physiology 221, 32–42.

Martinez-Medina A, Flors V, Heil M, Mauch-Mani B, Pieterse CMJ, 
Pozo MJ, Ton J, van Dam NM, Conrath U. 2016. Recognizing plant 
defense priming. Trends in Plant Science 21, 818–822.

Mazza CA, Giménez PI, Kantolic AG, Ballaré CL. 2013. Beneficial 
effects of solar UV-B radiation on soybean yield mediated by reduced insect 
herbivory under field conditions. Physiologia Plantarum 147, 307–315.

Mazza CA, Zavala J, Scopel AL, Ballaré CL. 1999. Perception of 
solar UVB radiation by phytophagous insects: behavioral responses and 
ecosystem implications. Proceedings of the National Academy of Sciences, 
USA 96, 980–985.

Mewis I, Schreiner M, Nguyen CN, Krumbein A, Ulrichs C, Lohse 
M, Zrenner R. 2012. UV-B irradiation changes specifically the secondary 
metabolite profile in broccoli sprouts: induced signaling overlaps with defense 
response to biotic stressors. Plant & Cell Physiology 53, 1546–1560.

Morales LO, Brosché M, Vainonen J, Jenkins GI, Wargent JJ, Sipari 
N, Strid Å, Lindfors AV, Tegelberg R, Aphalo PJ. 2013. Multiple roles for 
UV RESISTANCE LOCUS8 in regulating gene expression and metabolite 
accumulation in Arabidopsis under solar ultraviolet radiation. Plant 
Physiology 161, 744–759.

Morales LO, Tegelberg R, Brosché M, Keinänen M, Lindfors A, Aphalo 
PJ. 2010. Effects of solar UV-A and UV-B radiation on gene expression 
and phenolic accumulation in Betula pendula leaves. Tree Physiology 30, 
923–934.

Morales LO, Tegelberg R, Brosché M, Lindfors A, Siipola S, Aphalo 
PJ. 2011. Temporal variation in epidermal flavonoids due to altered solar UV 
radiation is moderated by the leaf position in Betula pendula. Physiologia 
Plantarum 143, 261–270.

Mur LA, Kenton P, Atzorn R, Miersch O, Wasternack C. 2006. The 
outcomes of concentration-specific interactions between salicylate and 
jasmonate signaling include synergy, antagonism, and oxidative stress 
leading to cell death. Plant Physiology 140, 249–262.

D
ow

nloaded from
 https://academ

ic.oup.com
/jxb/article-abstract/70/1/315/5124545 by U

B Leipzig user on 11 April 2019



Ultraviolet radiation modulates tomato defenses against herbivory | 327

Naseem M, Kaltdorf M, Dandekar T. 2015. The nexus between growth 
and defence signalling: auxin and cytokinin modulate plant immune 
response pathways. Journal of Experimental Botany 66, 4885–4896.

Outchkourov NS, de Kogel WJ, Wiegers GL, Abrahamson M, 
Jongsma MA. 2004. Engineered multidomain cysteine protease inhibitors 
yield resistance against western flower thrips (Frankliniella occidentalis) in 
greenhouse trials. Plant Biotechnology Journal 2, 449–458.

Paul ND, Gwynn-Jones D. 2003. Ecological roles of solar UV radiation: 
towards an integrated approach. Trends in Ecology & Evolution 18, 48–55.

Pieterse CM, Van der Does D, Zamioudis C, Leon-Reyes A, Van Wees 
SC. 2012. Hormonal modulation of plant immunity. Annual Review of Cell 
and Developmental Biology 28, 489–521.

Qi J, Zhang M, Lu C, Hettenhausen C, Tan Q, Cao G, Zhu X, Wu G, Wu 
J. 2018. Ultraviolet-B enhances the resistance of multiple plant species to 
lepidopteran insect herbivory through the jasmonic acid pathway. Scientific 
Reports 8, 277.

Rizzini L, Favory JJ, Cloix C, et  al. 2011. Perception of UV-B by the 
Arabidopsis UVR8 protein. Science 332, 103–106.

Robson TM, Klem K, Urban O, Jansen MA. 2015. Re-interpreting plant 
morphological responses to UV-B radiation. Plant, Cell & Environment 38, 
856–866.

Rousseaux MC, Julkunen-Tiitto R, Searles PS, Scopel AL, Aphalo 
PJ, Ballaré CL. 2004. Solar UV-B radiation affects leaf quality and insect 
herbivory in the southern beech tree Nothofagus antarctica. Oecologia 138, 
505–512.

Sallaud C, Giacalone C, Töpfer R, Goepfert S, Bakaher N, Rösti S, 
Tissier A. 2012. Characterization of two genes for the biosynthesis of 
the labdane diterpene Z-abienol in tobacco (Nicotiana tabacum) glandular 
trichomes. The Plant Journal 72, 1–17.

Schäfer M, Brütting C, Baldwin IT, Kallenbach M. 2016. High-
throughput quantification of more than 100 primary- and secondary-
metabolites, and phytohormones by a single solid-phase extraction based 
sample preparation with analysis by UHPLC-HESI-MS/MS. Plant Methods 
12, 30.

Schilmiller AL, Schauvinhold I, Larson M, Xu R, Charbonneau AL, 
Schmidt A, Wilkerson C, Last RL, Pichersky E. 2009. Monoterpenes in 
the glandular trichomes of tomato are synthesized from a neryl diphosphate 
precursor rather than geranyl diphosphate. Proceedings of the National 
Academy of Sciences, USA 106, 10865–10870.

Steenbergen M, Abd-El-Haliem A, Bleeker P, et  al. 2018. Thrips 
advisor: exploiting thrips-induced defences to combat pests on crops. 
Journal of Experimental Botany 69, 1837–1848.

Štroch M, Materová Z, Vrábl D, Karlický V, Šigut L, Nezval J, 
Špunda V. 2015. Protective effect of UV-A radiation during acclimation 
of the photosynthetic apparatus to UV-B treatment. Plant Physiology and 
Biochemistry 96, 90–96.

Surplus S, Jordan B, Murphy A, Carr J, Thomas B, Mackerness 
SH. 1998. Ultraviolet‐B‐induced responses in Arabidopsis thaliana: role of 
salicylic acid and reactive oxygen species in the regulation of transcripts 
encoding photosynthetic and acidic pathogenesis‐related proteins. Plant, 
Cell & Environment 21, 685–694.

Tsormpatsidis E, Henbest RGC, Davis FJ, Battey NH, Hadley P, 
Wagstaffe A. 2008. UV irradiance as a major influence on growth, 
development and secondary products of commercial importance in Lollo 
Rosso lettuce ‘Revolution’ grown under polyethylene films. Environmental 
and Experimental Botany 63, 232–239.

Ulm R, Baumann A, Oravecz A, Máté Z, Ádám É, Oakeley EJ, Schäfer 
E, Nagy F. 2004. Genome-wide analysis of gene expression reveals function 
of the bZIP transcription factor HY5 in the UV-B response of Arabidopsis. 
Proceedings of the National Academy of Sciences, USA 101, 1397–1402.

Vanhaelewyn L, Prinsen E, Van Der Straeten D, Vandenbussche 
F. 2016. Hormone-controlled UV-B responses in plants. Journal of 
Experimental Botany 67, 4469–4482.

Vänninen I, Pinto D, Nissinen A, Johansen N, Shipp L. 2010. In the 
light of new greenhouse technologies: 1. Plant‐mediated effects of artificial 
lighting on arthropods and tritrophic interactions. Annals of Applied Biology 
157, 393–414.

Verwoerd TC, Dekker BM, Hoekema A. 1989. A small-scale procedure 
for the rapid isolation of plant RNAs. Nucleic Acids Research 17, 2362.

Wargent JJ, Jordan BR. 2013. From ozone depletion to agriculture: 
understanding the role of UV radiation in sustainable crop production. New 
Phytologist 197, 1058–1076.

Wilson KE, Thompson JE, Huner NP, Greenberg BM. 2001. Effects 
of ultraviolet-A exposure on ultraviolet-B-induced accumulation of specific 
flavonoids in Brassica napus. Photochemistry and Photobiology 73, 
678–684.

Yan A, Pan J, An L, Gan Y, Feng H. 2012. The responses of trichome 
mutants to enhanced ultraviolet-B radiation in Arabidopsis thaliana. Journal 
of Photochemistry and Photobiology B: Biology 113, 29–35.

Zavala JA, Mazza CA, Dillon FM, Chludil HD, Ballaré CL. 2015. 
Soybean resistance to stink bugs (Nezara viridula and Piezodorus guildinii) 
increases with exposure to solar UV-B radiation and correlates with 
isoflavonoid content in pods under field conditions. Plant, Cell & Environment 
38, 920–928.

D
ow

nloaded from
 https://academ

ic.oup.com
/jxb/article-abstract/70/1/315/5124545 by U

B Leipzig user on 11 April 2019




