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Narrowband Blue and Red LED
Supplements Impact Key Flavor
Volatiles in Hydroponically Grown
Basil Across Growing Seasons

Hunter A. Hammock*, Dean A. Kopsell and Carl E. Sams*

Department of Plant Sciences, The University of Tennessee, Knoxville, Knoxville, TN, United States

The use of light-emitting diodes (LEDs) in commercial greenhouse production is
rapidly increasing because of technological advancements, increased spectral control,
and improved energy efficiency. Research is needed to determine the value and
efficacy of LEDs in comparison to traditional lighting systems. The objective of this
study was to establish the impact of narrowband blue (B) and red (R) LED lighting
ratios on flavor volatiles in hydroponic basil (Ocimum basilicum var. “Genovese”) in
comparison to a non-supplemented natural light (NL) control and traditional high-
pressure sodium (HPS) lighting. “Genovese” basil was chosen because of its high
market value and demand among professional chefs. Emphasis was placed on
investigating concentrations of important flavor volatiles in response to specific ratios
of narrowband B/R LED supplemental lighting (SL) and growing season. A total of
eight treatments were used: one non-supplemented NL control, one HPS treatment,
and six LED treatments (peaked at 447 nm/627 nm, 20 nm) with progressive B/R
ratios (10B/90R, 20B/80R, 30B/70R, 40B/60R, 50B/50R, and 60B/40R). Each SL
treatment provided 8.64 mol - m2 - d=' (100 umol - m™2 - s~', 24 h - d= ). The
daily light integral (DLI) of the NL control averaged 9.5 mol - m=2 . d~'! during the
growth period (ranging from 4 to 18 mol - m=2 . d~"). Relative humidity averaged
50%, with day/night temperatures averaging 27.4°C/21.8°C, respectively. Basil plants
were harvested 45 days after seeding, and volatile organic compound profiles were
obtained by gas chromatography—-mass spectrometry. Total terpenoid concentrations
were dramatically increased during winter months under LED treatments, but still
showed significant impacts during seasons with sufficient DLI and spectral quality.
Many key flavor volatile concentrations varied significantly among lighting treatments
and growing season. However, the concentrations of some compounds, such as methyl
eugenol, were three to four times higher in the control and decreased significantly for
basil grown under SL treatments. Maximum concentrations for each compound varied
among lighting treatments, but most monoterpenes and diterpenes evaluated were
highest under 20B/80R to 50B/50R. This study shows that supplemental narrowband
light treatments from LED sources may be used to manipulate secondary metabolic
resource allocation. The application of narrowband LED SL has great potential for
improving overall flavor quality of basil and other high-value specialty herbs.

Keywords: controlled environment, narrowband LEDs, flavor volatiles, Ocimum basilicum, secondary
metabolism, supplemental lighting
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INTRODUCTION

Plants have the ability to sense and respond to specific
narrowband wavelengths within the ambient spectrum,
ranging from ultraviolet-C (UV-C) (200-280 nm) to far-
red (720-780 nm) regions (Galvao and Fankhauser, 2015;
Carvalho et al, 2016). They use specialized pigment-
proteins called photoreceptors, which react to changes in
light intensity and spectra. This promotes physiological and
biochemical changes that allow the plant to better adapt to
the surrounding environment, further enhancing chances
of survival/reproduction (Galvao and Fankhauser, 2015).
Responses from abiotic stressors (i.e., changes in light intensity
and spectra) prompt a diverse range of photomorphogenic
responses across many plant species (Massa et al., 2008;
Carvalho et al., 2016; Montgomery, 2016). Stimulation
of phytochromes, cryptochromes, and phototropins has
been shown to up- and down-regulate metabolic pathways
that directly influence plant growth, development, and
secondary metabolism (Briggs and Huala, 1999; Christie,
2007; Galvao and Fankhauser, 2015).

The solar radiation spectrum that has the most direct impact
on plant growth and development includes three parts: UV
light, visible (VS) light, and infrared (IR) light (McCree, 1973).
Photosynthetically active radiation wavelengths (300-700 nm)
are mostly absorbed by leaf tissues, and the majority of light
absorption by chlorophyll pigments and quantum yield of
photosynthesis occur primarily in the blue (B) and red (R)
regions of the VS light spectrum (Morrow, 2008; Pimputkar
et al., 2009; Kopsell et al., 2014). UV-C radiation includes 200-
280 nm and is harmful to plants; however, UV-C is mostly
blocked by the atmosphere, and most radiation of this type does
not reach the earth’s surface. Lighting sources that produce high-
level UV-C radiation may be harmful to plants/animals and
should generally be avoided in horticulture applications. UV-B
radiation includes 280-315 nm and is only harmful to plants
under intense applications. UV-B exposure has the potential to
increase secondary metabolite production, in addition to pigment
bleaching and degradation of flavor volatiles/carotenoids/other
secondary metabolites at intense levels. UV-A radiation includes
315-380 nm and has controversial impacts on plant morphology
and secondary metabolite production. The range of 380-400 nm
contains the transition from UV-A to the VS light spectrum.
Chlorophyll and carotenoid pigments begin to absorb light
within this range.

Wavelengths ranging from 400 to 520 nm contain violet,
blue, and green light. Chlorophyll pigments obtain peak
energy absorption at these wavelengths and strongly influence
vegetative growth and development. Cryptochromes and
phototropins are both B light receptors (Briggs and Christie,
2002). Cryptochromes act as signaling mechanisms that
regulate circadian rhythms and prompt many physiological
and morphological changes; phototropins control chloroplast
movements to maximize absorption of specific wavelengths
(Christie, 2007; Chaves et al., 2011; Kopsell et al., 2014).
Changes in specific B wavelengths that target phototropins
or cryptochromes have the ability to impact primary and

secondary metabolism, volatile production, carotenoid and
chlorophyll pigment bioaccumulation, circadian rhythms,
stomatal opening/closing, intermodal length, leaf area and
thickness, and intracellular structure configurations/positioning
(Lichtenthaler, 1987; Frank and Cogdell, 1996; Briggs and
Huala, 1999; Briggs and Christie, 2002; Christie, 2007; Abney
et al, 2013; Kopsell and Sams, 2013; Metallo et al., 2018;
Bantis et al., 2020; Samuoliene et al., 2020). Intensity changes
to specific B wavelengths that target phytochromes have
also been shown to impact germination rates, vegetative and
reproductive growth/development, leaf size/thickness, phenolic
and antioxidant pathways, etc. (Li and Kubota, 2009; Olle and
Virsile, 2013; Landi et al., 2020). Exposure to UV light and
specific B wavelengths have been shown to result in higher
concentrations of favorable flavor volatiles in many high-value
crops such as mint (Mentha piperita) (Lucchesi et al., 2004;
Hikosaka et al., 2010; Treadwell et al., 2011), thyme (Thymus
vulgaris) (Lee et al., 2005), strawberries (Fragaria x ananassa)
(Colquhoun et al., 2013), chives (Allium fistulosum) (Abney
et al., 2013), lettuce (Lactuca sativa L.) (Baumbauer et al., 2019;
Chen et al.,, 2019; Kong et al., 2019; Yan et al., 2019; Zhang et al.,
2019; Samuoliene et al., 2020), and basil (Ocimum basilicum)
(Loughrin and Kasperbauer, 2003; Kopsell et al., 2005; Lee et al.,
2005; Deschamps and Simon, 2006; Chalchat and Ozcan, 2008;
Hussain et al., 2008; Klimankova et al., 2008; Bantis et al., 2016;
Carvalho et al., 2016).

The range of 520-610 nm contains green, yellow, and
orange wavelengths, which has limited influence on vegetative
growth and development. Some studies have found that
special wavebands within this range have specific impacts on
plant development and secondary metabolite production, but
additional research should be conducted to determine practical
uses for specific wavebands within this range.

The range of 610-720 nm contains R wavelengths, and high
levels of absorption occur at this range. These wavelengths
strongly influence vegetative growth, photosynthesis, and
reproductive growth. Phytochromes are mostly R light
photoreceptors that control physiological responses via R
and far-red wavelengths (Chaves et al., 2011). R light closely
aligns with the maximum absorption for chlorophyll and
matches the absorption peaks of various phytochemicals
and secondary pigments (Goins et al, 1997; Pimputkar
et al, 2009). Literature suggests that the interaction between
cryptochromes/phytochromes/other accessory pigments and
various wavelengths is not fully understood and should
be researched further (Tennessen et al, 1994; Goins et al,
1997; Briggs and Huala, 1999; Morrow, 2008; Pimputkar
et al., 2009; Chaves et al., 2011; Fraikin et al., 2013). Other
unidentified photoreceptors may be influenced by the addition
of these wavelengths.

The range of 720-1,000 nm contain far-red and IR
wavelengths that directly impact germination and flowering.
Wavelengths greater than 1,000 nm contain IR radiation, which
is primarily converted into heat energy. These wavebands are
not particularly useful to plants for primary or secondary
metabolism and are not used for photosynthesis (McCree, 1973;
Barta et al., 1992; Goins et al., 1997; Briggs and Huala, 1999;
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Lucchesi et al., 2004; Morrow, 2008; Abney et al., 2013; Tuan
et al,, 2013; Kopsell et al., 2014).

Secondary metabolites contain a wide range of chemical
compound classes that serve many functions in plants, most of
which involve adaptation to environmental stress (Bourgaud
et al, 2001). In plant tissues, the synthesis of secondary
metabolites is significantly impacted by environmental
conditions in addition to many physiological, biochemical,
and genetic factors (Bourgaud et al., 2001; Lefsrud et al., 2008).
Light intensity and spectral quality are two of the most influential
factors on secondary metabolism (Kopsell et al., 2005; Kopsell
et al., 2014), and changes in light intensity and spectral quality
directly impact plant physiology and biochemistry (Colquhoun
etal,, 2013; Bian et al., 2015; Landi et al., 2020).

Volatile organic compounds (VOCs) are defined as carbon-
containing molecules that have high vapor pressure at ordinary
room temperatures. Low boiling points, chemical structure, and
other physical properties determine the high vapor pressures of
volatile compounds (Taylor, 1996). These compounds include
both naturally occurring and manmade compounds. A large
number of scents, flavors, odors, and aromas are VOCs. The
majority of VOCs found in nature are produced by plants, with
isoprene being the base unit (i.e., isoprenoids). These compounds
play an important role in plant signaling, defense, pollinator
attraction, etc. (Kesselmeier and Staudt, 1999). Stabilization,
volatilization, and plant-controlled emission of these compounds
are directly impacted by genetics, as well as many abiotic and
biotic factors such as temperature, sunlight, turgor pressure,
stomatal opening, humidity, pest and pathogen pressures,
etc. (Kesselmeier and Staudt, 1999; Kliménkovd et al., 2008).
Emission occurs almost exclusively at the leaf’s surface through
open stomata, but certain defense compounds may be released
if physical damage occurs (Yousif et al., 1999). Aromatic and
flavor compounds usually have low molecular weights (<300 Da),
which directly contributes to their volatility along with chemical
structure and high vapor pressures. Flavors affect both taste and
smell, whereas fragrances (aroma) affect only smell (Fahlbusch
etal., 2003). The terms flavor and aroma tend to denote naturally
occurring compounds, whereas fragrance typically refers to
synthetic compounds (Fahlbusch et al., 2003). Some studies
have been performed on basil flavor volatiles, and substantial
volatile profiles have been established using a variety of analytical
techniques (Charles and Simon, 1990; Barbieri et al., 2004;
Kopsell et al., 2005; Deschamps and Simon, 2006; Raimondi et al.,
2006; Politeo et al., 2007; Chalchat and Ozcan, 2008; Hussain
et al., 2008; Klimankova et al., 2008; Olfati et al., 2012; Tarchoune
et al., 2013; Bantis et al., 2016).

Basil is a highly valued, annual culinary and medicinal herb
that has a complex aroma profile preferred by top restaurants
and professional chefs. Basil is rich in antioxidants and phenolic
compounds that have been shown to possess human health
benefits (Kopsell et al., 2005; Kopsell and Sams, 2013; Kim
et al., 2016). The Genovese cultivar is considered valuable
because of its popularity and highly desirable flavor/aroma
profiles, with extensive use in culinary dishes and manufacturing
productions (i.e., essential oils, soaps, etc.). In comparison
to other herbs, basil contains a wide variety of compounds

that are nutritionally significant to humans, including terpenes,
flavonoids, carotenoids, volatile compounds, etc. (Bourgaud et al.,
2001; Hussain et al., 2008). In previous surveys, basil has been
reported as having one of the highest antioxidant concentrations
compared to other popular herbs and spices (Kopsell et al,
2005; Lee et al., 2005; Politeo et al., 2007), increasing potential
health benefits for consumers. To date, only a few studies have
been conducted using a supplemental dichromatic light-emitting
diode (LED) lighting source to influence basil sensory quality and
VOC flavor profiles across seasons.

The advancement of LED technology provides researchers
the opportunity to investigate how narrowband wavelengths
fundamentally impact plant metabolism and development
(Darko et al., 2014). Purposefully manipulating spectral quality
in order to promote increases in secondary metabolic production
has been shown to increase the nutritional value of specialty
herb crops and benefit overall consumer health (Lefsrud
et al., 2006; Kopsell et al., 2015; Bantis et al., 2016; Kopsell
et al., 2017). Both B and R wavelengths evaluated in this
study were chosen because they closely match absorption
spectrums of chlorophyll and carotenoid compounds; they
have direct impacts on photosynthesis and promote significant
increases in overall biomass accumulation across a variety of
plant species. In addition, secondary metabolic pathways may
be influenced by the supplementation of specific B and R
wavelengths (Colquhoun et al., 2013; Carvalho et al.,, 2016).
These various metabolic pathways are interconnected with
primary metabolism, which has the potential to impart a
variety of antagonistic and synergistic effects on metabolic
products that have sensory/nutritional value for humans
(Kesselmeier and Staudt, 1999; Lee et al, 2005; Deschamps
and Simon, 2006). A recent report indicates that basil plants
grown under various narrowband wavelengths had significant
concentration changes in specific volatile classes and that
LED narrowband lighting may manipulate specific secondary
metabolic pathways of basil under certain conditions (Carvalho
et al, 2016). Another study indicated that B and R light
significantly increased a variety of volatile fatty acid derivatives,
volatile phenylpropanoids/benzenoids, and volatile terpenes in
preharvest/postharvest tea leaves, including key flavor volatiles
such as linalool, eugenol, 2-phenylethanol, etc. (Fu et al., 2015), all
of which share similar pathways across species and prove relevant
for the flavor and aroma of basil.

A wide range of narrowband wavelengths should be further
investigated to determine potential impacts across many plant
species, in addition to full-spectrum light sources. This will
provide necessary information to develop effective “light recipes”
that can be added for optimal growth across a variety of
plant species in unfavorable growing seasons. Conflicting
results have been found in relation to the suggested ratios,
intensities, and daily light integral (DLI) of narrowband
blue/red wavelengths for optimal plant growth and secondary
metabolite production, indicating a need to further investigate
the interaction between supplemental lighting (SL) and plant
physiology and morphology.

The primary objective of this study was to determine the
impact of progressive B/R supplemental narrowband wavelength
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ratios on the production of key flavor volatiles and sensory quality
of basil under greenhouse conditions. Emphasis was placed on
determining the optimal ratio of B/R wavelengths for VOC
bioaccumulation and how changes in spectral quality/DLI impact
secondary metabolic resource partitioning. Because primary
and secondary metabolism are directly linked to the intensity
and spectral quality of available natural light (NL), seasonal
differences are expected for primary and secondary metabolism
(Banthorpe et al., 1972; Kang et al., 2009; Wink, 2010; Sugimoto
etal., 2012; Olle and Virsile, 2013; Carvalho et al., 2016); however,
few studies have determined the relationship between specific B/R
wavelengths, key flavor volatiles in basil, and impact of changing
DLI/spectral quality across growing seasons in addition to
narrowband SL treatments (Wink, 2010; Buchanan et al., 2015).

MATERIALS AND METHODS

Cultural Techniques and Environmental
Growing Conditions

This project was conducted at The University of Tennessee
Institute of Agriculture in Knoxville, TN (35°56'44.5"N,
83°56'17.3”W). Growing dates for six separate experimental
cycles occurred from August 2015 to June 2016 and have been
labeled as growing seasons. “Genovese” basil seeds (Johnny’s
Select Seeds, Winslow, ME, United States) were germinated in
peat moss based cubes (2 x 2 x 6 cm) (Park’s Bio Dome
Sponges, Hodges, SC, United States) at 28.3°C and 95% RH.
The “Genovese” variety of sweet basil was specifically chosen
because of its unique flavor profile, high market demand, and
preference among professional chefs. After 2 weeks, seedlings
were transplanted into 8 x 8 x 9-cm plastic pots using 1 part
peat moss (Black Gold Canadian Sphagnum Peat Moss, Agawam,
MA, United States) to 3 parts perlite (Krum Horticultural Perlite,
Hodgkins, IL, United States) potting mix. Relative humidity
during the growth period averaged 55%. Across all six growing

seasons, day temperatures averaged 27.4°C, whereas night
temperatures averaged 21.8°C. Daily and nightly temperature
averages were taken across 1 full year (August 2015 to August
2016) to determine capacity of greenhouse heating/cooling
systems and averaged 29.4°C/23.8°C, respectively. The DLI of
the NL control averaged 9.5 mol - m~2 - d~! across all growing
cycles (ranging from 4 to 18 mol - m~2 - d™!). Specific growing
parameters for each growing season may be found in Table 1.

Changes to key flavor volatiles were evaluated in response to
specific ratios of narrowband B/R (peaked at 447 nm/627 nm,
420 nm) LED light. Light emission spectra from natural sunlight
(Figure 1A) and all SL treatments (Figure 1B) were taken across
growing seasons with an Apogee PS-200 Spectroradiometer
(Apogee, Logan, UT, United States). The NL control was used
to establish baseline growth and development parameters under
non-supplemented conditions as well as determine changes
to plant physiology in response to variations in spectral
quality/intensity across growing seasons. Table 1 shows average
DLIs across growing season as well as the average NL intensity
of B/R narrowband wavelengths that were evaluated in this
experiment (447 nm/627 nm). A total of seven SL treatments
were applied immediately after seedling transplant: one HPS
treatment and six LED treatments with progressive B/R ratios
[10B/90R, 20B/80R, 30B/70R, 40B/60R, 50B/50R, and 60B/40R
(Orbital Technologies, Madison, WI, United States)]. Each SL
treatment provided 8.64 mol - m™2 - d™! across all growing
seasons (100 wmol - m~2-s~1,24h - d~1).

Basil plants were grown in ebb and flow hydroponic systems
and subirrigated for 5 min each day with a full-strength,
modified Hoagland’s solution. Nutrient solution elemental
concentrations were as follows (ppm): N (207.54), P (50.87),
K (298.23), Ca (180.15), Mg (77.10), S (136.45), Fe (3.95),
Mn (0.90), Zn (0.40), Mo (0.09), Cu (0.90), and B (0.90).
The fertility regimen was kept constant across the duration of
all seasons. Total growth time lasted approximately 45 days
across all six experimental cycles. Like many commercial

TABLE 1 | Important environmental parameters across growing cycles.

September November January March April June
Growing season 8/14/15-9/29/15 10/14/156-11/19/15 12/16/15-01/29/16 2/10/16-3/15/16 3/11/16-4/28/16 5/16/16-6/23/16
Average day temp (°C) 27.33 26.84 25.83 25.85 26.95 27.84
Average night temp (°C) 23.61 20.62 19.11 21.01 21.94 22.56
Average relative 55% 55% 50% 55% 55% 60%
humidity
Average NL Daily Light 9.81 3.26 4.65 8.62 11.99 14.55
integral (DLI)
(mol-m=2.d~")
Average day length (h) 12.98 10.35 9.93 11.65 13.20 14.27
Average natural blue 13.8 12.2 10.3 121 13.3 14.5
447 nm (£10 nm)
intensity at noon
(wmol - m=2 .57 1)
Average natural red 14.8 13.2 10.8 13.5 14.4 15.6

627 nm (=10 nm)
intensity at noon
(wmol - m=2 . s71)

All crops grown under greenhouse condiitions at The University of Tennessee Institute of Agriculture in Knoxville, TN, United States (35°56'44.5"N, 83°56'17.3"W).
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FIGURE 1 | (A) Natural light spectra in greenhouse averaged across all six
growing seasons, ranging from 300 to 875 nm. Values were taken at solar
noon with three replicates for full sun and overcast for each experimental run.
The daily light integral (DLI) of the NL control averaged 9.5 mol - m—2 . d~'
across all growing cycles (ranging from 4 to 18 mol - m=2 . d~'). (B) Emission
spectra of LED and HPS treatments from 300 to 750 nm. All supplemental
lighting (SL) treatments provided exactly 8.64 mol - m=2 . d~"

(100 wmol - m=2 - s=1, 24 h - d=1). Al lighting treatments were measured with
a PS-200 Apogee Spectroradiometer to confirm intensity of specific treatment
wavelengths throughout all growing seasons. Readings were taken at
midnight in order to exclude underlying natural solar spectra. LED treatments
provided narrowband progressive blue (B)/red (R) lighting ratios (10B/90R,
20B/80R, 30B/70R, 40B/60R, 50B/50R, 60B/40R, expressed as % artificial
light intensity), while the high pressure sodium (HPS) treatment provided
broadband light.

basil-growing operations, harvest occurred as the first signs
of change from vegetative to reproductive growth were
observed (i.e., 8-10 nodes). Figure 2 provides a visual
representation of morphological and developmental changes
imparted by SL treatments.

Gas Chromatography-Mass
Spectrometry Headspace Volatile

Analysis
Three grams of fresh leaf tissue (two basil plants per sample rep,
1.5 g of representative material from each plant, nodes 4 and 8)

were placed in 20-mL borosilicate glass vials then immediately
sealed and placed onto a Network Headspace Sampler (Agilent
G1888, Santa Clara, CA, United States). Six sample reps were
used per treatment. Samples were heated to 80°C for 10 min
and then pressurized with helium (Air Gas, analytical purity)
to 95.21 kPa for 1 min. The tube was then vented for 1 min
into the headspace transfer line (110°C) and injected (port at
250°C) into the gas chromatography (GC) (Agilent Technologies
6890N Network GC System). The volatiles were separated by
an HP-5MS capillary column [(5%-phenyl)-methylpolysiloxane,
length: 30 m, internal diameter: 0.250 mm, film thickness: 1 pum,
Agilent Technologies)] using analytical purity helium carrier gas
at 95.21 kPa with constant column pressure. At the start of data
acquisition, temperature was held at 40°C for 5 min, ramped up
from 40 to 250°C (5°C per min), and then held constant for
the duration of the run. Total run time was 70 min, including
post-run and cool-down phases. After sample separation and
column elution, the analytes were passed through a mass selective
detector (Agilent Technologies 5973 Network Mass Selective
Detector) at 250°C and collected over the course of the sample
run. The transfer line, ion source, and quadrupole temperatures
were 250, 230, and 170°C, respectively. The full scan mass range
was set to 40-550 m/z (threshold: 150).

Agilent ChemStation was used for data collection and
processing. More than 200 separate compounds were identified
throughout this experiment, but emphasis was placed on key
flavor compounds (i.e., shown in the literature to be important for
human sensory perception) that have been calibrated to our GC-
mass spectrometry (MS) and HP-5MS column using analytical
standards (Sigma-Aldrich, St. Louis, MO, United States) to
determine leaf tissue concentrations of key VOCs on a fresh plant
weight basis. The MS spectra from analytical standards and fresh
samples were compared to NIST, ADMIS, and our custom basil
reference library created from calibrated analytical standards
to confirm peak identity and retention times. MassHunter
Workstation Software Version B.06.00 (Agilent Technologies,
Inc., 2012) was used to automatically integrate peaks. Relative
peak areas were automatically adjusted based on analytical
standards and multiple library references.

Statistical Analyses

A randomized complete block design was used for this
experiment. All data sets were analyzed by generalized linear
model and mixed-model analysis of variance procedures using
the statistical software SAS (version 9.4, SAS Institute, Cary,
NC, United States). Design and Analysis macro (DandA.sas),
created by Dr. Arnold Saxton, was utilized in addition to Tukey
adjustment, regression analysis, and univariate/normalization
procedures to provide additional statistical insights on the
complete data set. Treatments were separated by least significant
difference (LSD) at a = 0.05. Because of the overwhelming
number of compounds analyzed, only statically significant
separations were reported from this study. Key volatiles were
analyzed and presented on a fresh mass (FM) basis in comparison
to micromolar calibration curves created from analytical
standards. All volatile concentrations units are reported in
micromolarity of analyte concentration per g of fresh leaf tissue
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-

10B/90R  20B/80R

FIGURE 2 | Visual representation of LED lighting impacts on morphology of hydroponically grown “Genovese” basil (Ocimum basilicum var. “Genovese”). Photo
taken immediately before June season harvest and shows comparison of variations in height, canopy size, leaf area, and pigmentation after being exposed to
supplemental blue (B)/red (R) LED ratios, natural light (NL) control (Nat), and broad-spectrum HPS supplemental lighting (SL). A non-supplemented NL control was
used to account for daily light integral (DLI) and spectral quality variations across seasons. All treatments (except control) were provided 100 wmol - m=2 . s~ of

supplemental light from transplant to harvest.

(WM. g~ ! FM) to most accurately represent VOC emissions from
the collected headspace sample above fresh plant tissues under
specific reproducible analytical conditions.

RESULTS

(R)-(+)-limonene concentrations were significantly different
across season (P < 0.0001; F = 115.43), treatment (P < 0.0001;
F = 14.90), and season X treatment interaction (P = 0.0050;
F = 1.76). (S)-(—)-limonene concentrations were significantly
impacted by season (P < 0.0001; F = 52.86), treatment
(P < 0.0001; F = 14.03), and season X treatment interaction
(P < 0.0001; F = 2.32). The optimal LED treatment for
increasing both limonene compound concentrations was
40B/60R (Figure 3A). In general, (S)-(—)-limonene and (R)-
(+)-limonene concentrations differed by a factor of 7-10
times across treatments, with (R)-(+)-limonene being the
more intense flavor volatile in terms of analytical response
(Figure 3A). Concentration ratios of (S)-(—)-limonene and
(R)-(+)-limonene were not significantly different across all
lighting treatments, which demonstrates that varying B/R light
treatments do not modify the ratio of (S)-(—)-limonene and
(R)-(+)-limonene produced, but rather the quantity. (S)-(—)-
limonene concentrations were highest during the winter growing
seasons (January-March) (Figure 3B). Average natural DLIs
were much lower during this time in comparison to other
growing seasons, which shows that the supplemental B/R
wavelengths have greater impact on secondary metabolism when
DLI is lower for this specific compound. November had the
lowest concentration of overall terpenoid compounds across
all seasons. (R)-(+)-limonene did not follow the same trend
across growing seasons as its enantiomer (Figure 3B); ratios

of R/S limonene varied across all growing seasons and did not
follow any definitive patterns. September showed the highest
concentrations of (R)-(+)-limonene, a six times increase over
June, which was the lowest concentration observed across all
growing seasons.

a-Pinene concentrations were significantly impacted by
season (P < 0.0001; F = 56.98), treatment (P < 0.0001;
F = 9.46), and season X treatment interaction (P < 0.0010;
F =1.96). All LED treatments were significantly higher than the
NL control. HPS treatment concentration was not significantly
different than the control and did not separate from some of
the LED treatments (Figure 4A). The highest concentrations
were found in early fall, whereas the lowest concentrations
were found in late spring, both significantly different than any
other growing season (Figure 4B). p-Pinene concentrations
were significantly impacted by season (P < 0.0001; F = 42.03),
treatment (P < 0.0001; F = 10.25), and season x treatment
interaction (P = 0.0017; F = 1.90). All LED treatments were
significantly higher than the NL control. HPS treatment was
not significantly different than the control and did not separate
from some of the LED treatments. The LED treatments show a
regression trend, with 40B/60R being the optimal B/R ratio for
pinene bioaccumulation (Figure 4A). The highest concentrations
were found in early fall, whereas the lowest concentrations were
found in early winter and late spring; late spring had significantly
lower concentrations, almost five times difference than the
best season (September) (Figure 4B). Concentration totals of
limonene and pinene compounds followed similar patterns to
one another across season.

Methyl eugenol (ME) showed significant impacts across
season (P < 0.0001; F = 23.48), treatment (P < 0.0001; F = 14.14),
and season x treatment interaction (P < 0.0001; F = 2.37). ME
showed an inverse relationship to LED lighting treatments and
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FIGURE 3 | Influence of (A) greenhouse lighting treatments and (B) growing
season on (R)-(+)-imonene and (S)-(—)- Limonene concentrations (WM - g~
FM) of hydroponically grown “Genovese” basil (Ocimum basilicum var.
“Genovese”). Six LED treatments with progressive blue (B)/red (R) ratios
(10B/90R, 20B/80R, 30B/70R, 40B/60R, 50B/50R, 60B/40R, expressed as
% artificial light intensity), and the high-pressure sodium (HPS) treatment
provided supplemental light at 8.64 mol - m=2 . d~' (100 wmol - m=2 . s~ 1,
24 h - d~1). The daily light integral (DLI) of the NL control averaged

9.5 mol - m~2 . d~ during the growth period (ranging from 4 to

18 mol - m~2 . d=). Supplemental lighting was then compared to the natural
light (NL) control. Values were analyzed using Tukey protected LSD, and those
followed by the same letter are not significantly different (a = 0.05).

NL control in comparison to other key flavor volatiles evaluated
in this study (Figure 5A). Many of the compounds evaluated
(i.e., isoprenoids) show a regression relationship between the
LED lighting treatments peaking around 40B/60R and the NL
control showing the lowest concentrations. The opposite was true
for ME, as the NL control showed the highest concentrations in
comparison to any other treatment, whereas the 40B/60R had
the lowest concentrations. March and April had the statistically
lower concentrations of ME as compared to the four other
seasons (Figure 5B).
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FIGURE 4 | Influence of (A) greenhouse lighting treatments and (B) growing
season on a-pinene and B-pinene concentrations (WM - g*1 FM) of
hydroponically grown “Genovese” basil (Ocimum basilicum var. “Genovese”).
Six LED treatments with progressive blue (B)/red (R) ratios (10B/90R,
20B/80R, 30B/70R, 40B/60R, 50B/50R, 60B/40R, expressed as % artificial
light intensity), and the high-pressure sodium (HPS) treatment provided
supplemental light at 8.64 mol - m=2 - d~1 (100 pmol - m=2 . s~ 1,

24 h - d~1). The daily light integral (DLI) of the NL control averaged

9.5 mol - m~2 - d~ during the growth period (ranging from 4 to

18 mol - m~2 . d~ ). Supplemental lighting was then compared to the natural
light (NL) control. Values were analyzed using Tukey protected LSD, and those
followed by the same letter are not significantly different (a = 0.05).

Eucalyptol concentrations were impacted by season
(P < 0.0001; F = 47.47), treatment (P < 0.0001; F = 16.20),
and season X treatment interaction (P = 0.0007; F = 2.00).

All LED treatment concentrations were higher than the NL
control. HPS treatment showed some separation for optimal
LED treatments, but did not separate from other LED treatments.
40B/60R produced the highest eucalyptol concentrations, with
nearly 1-mM emission per gram of fresh leaf tissue. The HPS
treatment separated from the NL control (Figure 6A). Early fall
concentrations were higher than winter and spring seasons and
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FIGURE 5 | Influence of (A) greenhouse lighting treatments and (B) growing
season on Methyl Eugenol concentrations (LM - g~ FM) of hydroponically
grown “Genovese” basil (Ocimum basilicum var. “Genovese”). Six LED
treatments with progressive blue (B)/red (R) ratios (10B/90R, 20B/80R,
30B/70R, 40B/60R, 50B/50R, 60B/40R, expressed as % artificial light
intensity), and the high-pressure sodium (HPS) treatment provided
supplemental light at 8.64 mol - m=2 - d~1 (100 pmol - m=2 . s~ 1,

24 h - d~1). The daily light integral (DLI) of the NL control averaged

9.5 mol - m~2 . d~ during the growth period (ranging from 4 to

18 mol - m~2 . d~ ). Supplemental lighting was then compared to the natural
light (NL) control. Values were analyzed using Tukey protected LSD, and those
followed by the same letter are not significantly different (a = 0.05).

generally followed the pattern observed by other monoterpenes
evaluated in this experiment (Figure 6B).

Linalool concentrations were significantly impacted by season
(P < 0.0001; F = 28.24), treatment (P < 0.0001; F = 16.52),
and season x treatment interaction (P = 0.0398; F = 1.48).
Concentrations peaked around 40B/60R, and this lighting
treatment did not separate from other LED lighting treatments.
All LED treatments were significantly higher than NL control
(Figure 6A). September, March, and April had statistically higher
concentrations than the other three seasons (Figure 6B).

a-Humulene concentrations were significantly impacted by
season (P < 0.0001; F = 34.34), treatment (P < 0.0001;
F = 12.29), and season X treatment interaction (P < 0.0001;
F = 3.20). All LED treatments were significantly higher than
the NL control and HPS treatment; however, none of the LED
treatments separated from one another, and the control/HPS
treatment did not separate (Figure 7A). Volatile emission from
LED treatments was approximately 10 puM . g~! FM higher
than control and HPS. Linalool and a-humulene concentrations
showed significance across growing seasons, with the highest
concentrations in September, March, and April (Figures 6B,
7B). The lowest concentrations for both isoprenoid compounds
were found in June.
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FIGURE 6 | Influence of (A) greenhouse lighting treatments and (B) growing
season on eucalyptol and linalool concentrations (WM - g~' FM) of
hydroponically grown “Genovese” basil (Ocimum basilicum var. “Genovese”).
Six LED treatments with progressive blue (B)/red (R) ratios (10B/90R,
20B/80R, 30B/70R, 40B/60R, 50B/50R, 60B/40R, expressed as % artificial
light intensity), and the high-pressure sodium (HPS) treatment provided
supplemental light at 8.64 mol - m~2 . d~1 (100 pmol - m=2 . s~ 1,

24 h - d~1). The daily light integral (DLI) of the NL control averaged

9.5 mol - m~2 . d~ during the growth period (ranging from 4 to

18 mol - m~2 . d~). Supplemental lighting was then compared to the natural
light (NL) control. Values were analyzed using Tukey protected LSD, and those
followed by the same letter are not significantly different (a = 0.05).

1,3,6-Octatriene,3,7- dimethy-,(E) showed significant season
(P < 0.0001; F = 40.80) and treatment (P < 0.0001; F = 5.99)
differences. The (Z) conformation did not show any significant
changes across lighting treatments and was not presented in this
study. The (E) conformation did show significant differences
between the 40B/60R treatment and the HPS treatment/NL
control (Figure 7A). Approximately 1.8 times concentration
increase was observed for the (E) conformation between the best
LED treatment (40B/60R) and the NL control. The concentration
of the 40B/60R treatment was higher than the HPS treatment;
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FIGURE 7 | Influence of (A) greenhouse lighting treatments and (B) growing
season on moderate concentration VOCs (WM - g~' FM) of hydroponically
grown “Genovese” basil (Ocimum basilicum var. “Genovese”). Six LED
treatments with progressive blue (B)/red (R) ratios (10B/90R, 20B/80R,
30B/70R, 40B/60R, 50B/50R, 60B/40R, expressed as % artificial light
intensity), and the high-pressure sodium (HPS) treatment provided
supplemental light at 8.64 mol - m=2 - d~1 (100 pmol - m=2 . s~ 1,

24 h - d~1). The daily light integral (DLI) of the NL control averaged

9.5 mol - m~2 . d~ during the growth period (ranging from 4 to

18 mol - m~2 . d~ ). Supplemental lighting was then compared to the natural
light (NL) control. Values were analyzed using Tukey protected LSD, and those
followed by the same letter are not significantly different (a = 0.05).

the HPS treatment did not separate from most of the other
LED treatments but did separate from the NL control. The (E)
conformation of 1,3,6-octatriene showed seasonal concentration
changes, but the (Z) conformation did not show any significant
concentration changes across season. September had the highest
concentrations, six times higher than the June growing season,
which had the lowest concentration of any growing season
observed (Figure 7B).

Estragole concentrations were significantly impacted by
season (P < 0.0001; F = 36.57) and season X treatment
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FIGURE 8 | Influence of greenhouse lighting treatments on hexanal
concentrations (WM - g~! FM) of hydroponically grown “Genovese” basil
(Ocimum basilicum var. “Genovese”). Six LED treatments with progressive
blue (B)/red (R) ratios (10B/90R, 20B/80R, 30B/70R, 40B/60R, 50B/50R,
60B/40R, expressed as % artificial light intensity), and the high-pressure
sodium (HPS) treatment provided supplemental light at 8.64 mol - m=2 . d~'
(100 umol - m=2 . s~1, 24 h . d~1). The dalily light integral (DLI) of the NL
control averaged 9.5 mol - m~2 . d~ during the growth period (ranging from
41018 mol - m~2 . d~"). Supplemental lighting was then compared to the
natural light (NL) control. Values were analyzed using Tukey protected LSD,
and those followed by the same letter are not significantly different (o« = 0.05).

interaction (P = 0.0017; F = 1.89) but did not show significant
impacts across treatments (P = 0.1127; F = 1.64). Midwinter
and early fall had the highest levels of estragole, whereas late
spring/early summer showed significantly lower levels than all the
other seasons (Figure 7B).

Hexanal concentrations were significantly impacted by season
(P < 0.0001; F = 76.86), treatment (P < 0.0001; F = 4.12),
and season X treatment interaction (P = 0.0002; F = 2.14).
Some LED treatments showed separation from the control,
but concentrations were relatively low across all treatments as
compared to many of the other key flavor volatiles (Figure 8).

Total concentrations of key flavor volatiles analyzed in this
experiment were significantly impacted by lighting treatment
(P < 0.0001; F = 81.21). Total concentrations of VOCs ranged
from approximately 4,200-5,800 uM . g~! FM (Figure 9). The
highest total concentration of VOCs was under the 40B/60R
and 10B/90R treatments. The HPS treatment was significantly
lower than all LED treatments. The lowest concentration was
under the NL control.

DISCUSSION

As expected, there were significant differences to VOC profiles
across lighting treatments as well as growing season. Even though
greenhouses protect from winter weather and poor climate
conditions, outside environmental conditions have significant
influence on crop production quality and yields. Some factors
that may impact volatile concentrations across growing seasons
include reduced NL intensity, inferior spectral quality, increased
cloud cover, day/night temperature reductions and fluctuations
(including difference in day/night temperature, DIF), and
changes in relative humidity. SL significantly increased collective
terpenoid concentrations during winter months. SL treatments
caused significant changes to many VOC concentrations even
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% artificial light intensity), and the high-pressure sodium (HPS) treatment provided supplemental light at 8.64 mol - m=2 . d=' (100 wmol - m=2 . s, 24 h - d~1).
The dally light integral (DLI) of the NL control averaged 9.5 mol - m~2 . d~" during the growth period (ranging from 4 to 18 mol - m~2 - d~"). Supplemental lighting
was then compared to the natural light (NL) control. Values were analyzed using Tukey protected LSD, and those followed by the same letter are not significantly
different (o« = 0.05).

during seasons with much higher DLI (close to full saturation
for basil) and more favorable NL spectral quality. Key flavor
volatiles in basil within specific classes (terpenoids vs. phenols)
of secondary metabolites had opposing changes in concentration
across growing seasons and followed some general trends that
coincide with many studies that investigate the impact of abiotic
factors (i.e., DLI and spectral quality) on crop production and
physiology (McCree, 1973; Smith, 1982; Lange et al., 2000; Briggs
and Christie, 2002; Loughrin and Kasperbauer, 2003; Leonard
et al., 2010; Gouvea et al., 2012; Olle and Virsile, 2013; Ouzounis
et al., 2015b; Kopsell et al., 2017).

Many of the compounds explored in this study include
abundant isoprenoids and phenylpropanoids found in edible
tissues from basil that profoundly impact human sensory
experience (i.e., flavor and aroma). (S)-(—)-limonene and (R)-
(4)-limonene are two important flavor compounds that have
significant influence on the sensory perception of basil. (S)-
(—)-limonene is said to have an orange like aroma, whereas
(R)-(+)-limonene has a stronger lemon/citrus aroma (Larsen
et al., 2016). Both monoterpenes possess similar bioactivities
(i.e., detection threshold and intensity of sensory response). The

combination of these two limonene compounds, in addition to
other volatile compounds, contributes to overall citrus flavor.
Changes in the relative concentrations of these flavor volatiles
determine the “type” of citrus flavor that is perceived by humans
as well as the intensity. Both (S)-(—)-limonene and (R)-(+)-
limonene concentrations were impacted by lighting treatment
and season. This suggests that spectral quality and DLI have
a direct impact on secondary pathways upstream from the
R/S conformation point and produce higher volumes of both
compounds (i.e., increased production of isoprene subunits
required for monoterpene production).

November had the highest concentrations of total limonene
compounds across all seasons, which may be explained by
higher NL intensity during the first stage of development and
lower NL intensity as the growing season progressed into late
fall. Day/night temperature averages were maintained with a
few degrees throughout the growing season. While greenhouses
reduce temperature variation across growing seasons, it is nearly
impossible for any type of environmental control system to
completely eliminate variations in humidity and temperature
across all growing seasons. Minute temperature variations are
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expected across growing seasons, but do not provide basis for the
stark contrast between generalized LED treatment concentrations
and HPS treatment concentrations. It is also possible that
secondary metabolic carryover effects were experienced from the
seedling stage into later growth periods. Multiple studies have
found that specific wavelength, light intensities, and temperature
variations at the seedling stage can impact secondary metabolism
and resource partitioning for specific classes of terpenoids at later
stages of development (Massa et al., 2008; Randall and Lopez,
2014; Bantis et al., 2016, 2020; Carvalho et al., 2016; Jishi et al.,
2016; Matsuda et al., 2016).

Total concentrations of both compounds did not follow
any physiological-based pattern across growing seasons. This
is somewhat unexpected as both limonene compounds are so
closely related in terms of chemical structure, biosynthesis,
bioactivity in humans, and importance in flavor for basil/other
herbaceous and citrus crops. This phenomenon of seasonal
variation is mostly a result of the interaction between DLI
and spectral quality (ie., the ratio of supplemental/NL at
different times of the year), which in turn controls a specific
mechanism or pathway up-/down-regulation at the point in the
metabolic pathway that determines the R/S conformation. Passive
volatilization or other physical chemistry-based phenomena
alone cannot explain the differences in limonene compound
concentrations across treatments and seasons, as emission would
theoretically be similar for both; unless a specific mechanism or
active process is responsible for biosynthesizing and/or emitting
one volatile over the other as a result of environmental changes.
Leaf temperatures were recorded and maintained with 2°C across
all treatments and growing seasons, which further reduces the
likelihood that passive volatilization is responsible.

a-Pinene and P-pinene are two other monoterpenes that
have significant influence on the flavor and aroma of basil,
both of which are impacted by the total concentration of
all pinene compounds present as well as the concentration
ratio of different pinene isomers in relation to one another.
Pinene compounds are primarily found in pine resin, and they
are one of the most abundant terpenoids in nature (Noma
et al., 2010). These compounds have high biological activities
in mammals (both beneficial medical properties, as well as
moderate toxicity levels) and strongly repel insects. a-Pinene
and P-pinene concentrations were impacted by treatment and
season. Concentration totals of limonene and pinene compounds
followed similar patterns to one another across season, both
of which belong to the same chemical class (monoterpenes)
and are made in the same pathway deriving from isoprene
subunits. Independent of lighting treatment, slightly higher levels
of PB-pinene were observed in comparison to a-pinene (ie.,
ratio of a/). These ratios remained consistent across lighting
treatments but were significantly different across season, further
suggesting that changes in both DLI and spectral quality influence
secondary metabolism, and these variables have interacting
effects on VOC production.

Methyl eugenol (ME) is a phenolic compound that possesses
a strong, spicy, herbaceous aroma, which greatly contributes to
the flavor and aroma of basil. This compound also has valuable
medicinal properties and many human health benefits (Lee et al.,

2005). It can be described as having a clove-like flavor and is used
extensively in the pharmaceutical and cosmetic industries. This
compound has been labeled as an antioxidant, antimutagenic,
antigenotoxic, and anti-inflammatory and even has the potential
to reduce the recurrence of certain cancers (Carvalho et al., 2016).
While ME shows a clear pattern across treatments, it does not
show a pattern with increasing DLI across seasons, suggesting
that spectral quality has greater influence on ME concentrations
when compared to DLI (Figures 5A,B). March and April growing
seasons showed the lowest ME concentrations. All other growing
seasons (September, November, January, June) showed elevated
concentrations and did not statistically separate (Figure 5B).
This was unexpected as there is less ambient NL and inferior
spectral quality at the start of the November and January growing
seasons as compared to the March and April season. Further,
June had the highest DLI, but ME concentrations were not
significantly different from the other optimal seasons. ME may be
released through passive volatilization in higher quantities due to
changes in light intensity and spectral quality because of its high
boiling point and vapor pressure. ME is derived from a separate
secondary metabolic pathway (may be derived from a variety of
pathways, but dominant biosynthesis occurs from the precursor
amino acid L-tyrosine and is converted into a variety of eugenol
conformations through multistep biosynthesis) as compared to
the other terpene-based compounds created from the isoprenoid
pathway. This suggests that spectral quality has a direct impact on
the resource partitioning in this secondary pathway, specifically
tyrosine and other enzymes that are used to synthesize eugenol
and other phenolic compounds. These results are consistent
with similar studies that investigated the impact of LED lighting
on flavor volatiles and resource partitioning of other secondary
metabolites (Loughrin and Kasperbauer, 2003; Colquhoun
et al, 2013; Samuoliené et al., 2013; Carvalho et al., 2016).
Overall concentrations of terpene-based compounds showed
concentration increases with the addition of B wavelengths
(peaking around 40B/60R and diminishing greatly after that),
while ME generally showed concentration decreases with the
addition of supplementary B light, which is consistent with results
from a similar study (Carvalho et al, 2016). The unexpected
changes across seasons may also be a result of varying broad-
spectrum light quality and wavelengths not supplemented in
the B/R regiment (i.e., variations of other B/R, yellows, greens,
oranges, etc.) during certain times of the year. While basil
does not exhibit photoperiodic responses toward reproductive
growth, many plants have a variety of metabolic processes that
are regulated by the interaction of light intensity, duration, and
spectral quality, all of which may have an impact on sensory
perception (i.e., flavor and aroma) (Banthorpe et al, 1972;
Buchanan et al., 2015; Ouzounis et al., 2015a). It is also possible
that the B/R treatments had a much more pronounced impact
on monoterpene synthesis during winter/early spring months
from reduced day-length and light intensity/spectral quality,
which diverted resources away from the pathway that synthesizes
eugenol compounds. Eugenol, isoeugenol, ME, and several other
isomeric compounds should be further investigated to determine
the impact of wavelength and intensity on the ratios of these
specific compounds and/or overall concentrations of this class
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of metabolic products in comparison to other classes, as they
all have impacts on flavor and aroma in basil. The benefits
(i.e., increase of other terpenoids that are important to flavor)
that result from the addition of supplementary wavelengths may
outweigh the net loss of ME and other phenolic compounds that
are also important to flavor. It is important to note that ME
can be somewhat toxic and unpalatable at levels found even in
naturally occurring sources; reducing the amount of ME or other
somewhat toxic/unpalatable compounds may give growers the
opportunity to create designer flavors while optimizing the health
benefits of their crop (Reverchon, 1997; Fahlbusch et al., 2003).
The biological activities, sensory impacts, and overall health
benefits of each key flavor/aroma compound should be further
investigated to determine which compounds are most important
for basil quality and human sensory perception; in turn, this
information may be used to determine the optimal spectrum and
intensity of SL treatments to improve flavor and aroma profiles of
basil and other high-value greenhouse crops.

Eucalyptol, or 1,8-cineole, is another monoterpene that is
closely related in both chemical/physical properties and structure
to pinene, limonene, and other secondary metabolites produced
from isoprene subunits (Buchanan et al.,, 2015). Eucalyptol is
the primary VOC that influences flavor in a variety of basil
cultivars. In general, this compound followed the same pattern
as other monoterpenes evaluated in this experiment. Eucalyptol
is the most abundant flavor volatile found in basil leaf tissues,
accounting for greater than 50% of GC-MS response area in a
variety of studies (Loughrin and Kasperbauer, 2003; Lee et al.,
2005; Klimankova et al., 2008; Claudia et al., 2013; Tarchoune
et al., 2013; Bantis et al., 2016; Carvalho et al., 2016). It
has a spicy, energizing, camphoraceous aroma with a cooling
mint-like taste. Biological activity related to this compound
is extremely high, in addition to moderate toxicity levels at
relatively low concentrations. For these reasons, this compound is
used in extremely low concentrations when manufacturing food
products and cosmetics.

The aroma of linalool can be described as sweet and floral,
similar to fruity-pebbles cereal. It has been shown to possess
antioxidant and anti-inflammatory properties in addition to
numerous other health benefits (Randall and Lopez, 2014;
Carvalho et al,, 2016). Linalool is a critical component in
the overall flavor of basil and many other herbaceous crops.
Linalool concentrations were significant impacted by treatment
and growing season. Patterns with linalool concentration changes
were consistent with other terpenoids in this, as well as
other studies involving basil, mint, and other high-value crops
(Lee et al., 2005; Galeotti et al., 2008; Colquhoun et al,
2013; Carvalho et al., 2016). a-Humulene is one of the
primary chemical constituents that results in the flavor and
aroma of flowering cones of the hops plant and many other
herbaceous crops. This compound and its reaction products
are essential for brewing processes and are responsible for
the hoppy flavor and aroma in beer and other fermented
products. This sesquiterpene can be found in many other plants
in the Lamiaceae family and has relative impacts on flavor
and aroma in many basil cultivars/varieties (Lee et al., 2005).
Linalool and a-humulene concentrations showed significance
across growing seasons, with the highest concentrations in

September, March, and April. The lowest concentrations for
both isoprenoid compounds were found in June. As they are
both created with fundamental isoprene units and found in
the same pathway. Concentration levels between the two were
found approximately 10:1 linalool:a-humulene and remained
constant across all seasons, with less than 5% variance across
all seasonal concentration ratios. This is expected, as linalool
is a monoterpene and a-humulene is a sesquiterpene, both
of which are synthesized primarily in the same metabolic
pathway. It was also unexpected that eucalyptol and linalool
did not show similar patterns across seasons, suggesting
an interaction between varying DLIs and spectral qualities
impacting monoterpene synthesis.

1,3,6-Octatriene,3,7- dimethy-,(Z) and 1,3,6-octatriene,3,7-
dimethy-,(E) were measured across lighting treatments, both of
which exhibit an herbaceous and terpene-based aroma. Limited
information was available regarding sensory perception of these
compounds, concentrations within basil, the impact of LED
lighting treatments on these compounds, or any combination
of these areas of study. Only the (E) conformation showed
significant differences across treatment and season. Phenyl-2-
ethanol has a pleasant floral odor and is used extensively in
the food and beverage industries. Early fall concentrations were
higher than any other season, whereas late spring/early summer
were the lowest. Hexanal is considered an aliphatic aldehyde
and is used extensively in the food industry to produce fruity
flavors. It has a fruity herbaceous odor that also resembles fresh
cut grass. Hexanal concentrations were significantly impacted by
treatment and season. Some LED treatments showed separation
from the control, but concentrations were relatively low across
all treatments. Despite having relatively low concentrations as
compared to other flavor volatiles in basil, they have a great
importance in flavor perception because of their high biological
activities in humans.

These results are consistent with our ongoing conclusion
that the combination of both spectral quality and DLI
influences secondary metabolism at various points in
isoprenoid and phenylpropanoid pathways. Various studies
that have investigated narrowband wavelengths in relation
to pinene isomers, monoterpene hydrocarbon compounds,
and broad secondary metabolic resource partitioning (ie.,
phenylpropanoids, sesquiterpenoids, other isoprenoids, etc.)
are congruent with the findings of this study (Loughrin and
Kasperbauer, 2001; Loughrin and Kasperbauer, 2003; Deschamps
and Simon, 2006; Klimdnkova et al., 2008; Colina-Coca et al.,
2013; Colquhoun et al.,, 2013; Olle and Virsile, 2013; Samuoliené
et al., 2013; Tarchoune et al., 2013; Darko et al., 2014; Ouzounis
et al,, 2014; Selli et al., 2014; Du et al,, 2015; Fu et al., 2015;
Carvalho et al., 2016).

CONCLUSION

No matter the intended use, sweet basil is highly appreciated
for its aroma and flavor. High yields and overall quality are
critical foundations of successful commercial growing operations.
A variety of quality parameters have been established for the
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flavor and aroma of many high-value herbaceous crops. The
delicate flavor and aroma of basil are a result of the specific
and complex ratios of chemical compounds produced through
primary and secondary metabolic processes directly related
to environmental conditions and genetic makeup (Lachowicz
et al., 1996; Samuoliené et al., 2009; Ouzounis et al., 2014).
The impacts of environmental stressors, growing season, and
cultivar chemotype are reflected in VOC profiles, which is a
direct result of changes to secondary metabolism. The results
of this experiment demonstrate that manipulating spectral
quality with narrowband supplements can be used to alter
secondary metabolic resource allocation (i.e., flavor profile),
regardless of season.

Overall, eucalyptol, (R)-(+)-limonene, linalool, and ME
showed the highest calibrated concentration abundance in
basil for this experiment, approximately 1-3 mM - g~! FM
headspace emission across a variety of seasons and treatments.
All other flavor volatiles were found in lower concentrations,
within the range of 1.0-0.01 mM - g~! EM headspace emission.
(R)-(+)-limonene, a-pinene, p-pinene, eucalyptol, and phenyl-
2-ethanol showed similar concentration patterns across growing
seasons (Figures 3B, 4B, 6B, 7B). September showed the highest
concentrations of these compounds, whereas November and
June showed the lowest concentrations. While the specific
concentrations of these individual compounds found in plant
tissue varied greatly, they all followed similar concentration ratios
as growing seasons progressed (in contrast to phenylpropanoids).

REFERENCES

Abney, K. R., Kopsell, D. A., Sams, C. E., Zivanovic, S., and Kopsell, D. E. (2013).
UV-B radiation impacts shoot tissue pigment composition in Allium fistulosum
L. cultigens. Sci. World J. 2013:513867. doi: 10.1155/2013/513867

Banthorpe, D. V., Charlwood, B. V., and Francis, M. J. (1972). The biosynthesis of
monoterpenes. Chem. Rev. 72, 115-155. doi: 10.1021/cr60276a002

Bantis, F., Koukounaras, A., Siomos, A. S., Fotelli, M. N., and Kintzonidis, D.
(2020). Bichromatic red and blue LEDs during healing enhance the vegetative
growth and quality of grafted watermelon seedlings. Sci. Hortic. 261:109000.
doi: 10.1016/j.scienta.2019.109000

Bantis, F., Ouzounis, T., and Radoglou, K. (2016). Artificial LED lighting enhances
growth characteristics and total phenolic content of Ocimum basilicum, but
variably affects transplant success. Sci. Hortic. 198, 277-283. doi: 10.1016/j.
scienta.2015.11.014

Barbieri, S., Elustondo, M., and Urbicain, M. (2004). Retention of aroma
compounds in basil dried with low pressure superheated steam. J. Food Eng.
65, 109-115. doi: 10.1016/j.foodeng.2004.01.003

Barta, D. J., Tibbitts, T. W., Bula, R. J., and Morrow, R. C. (1992). Evaluation of
light emitting diode characteristics for a space-based plant irradiation source.
Adpv. Space Res. 12, 141-149. doi: 10.1016/0273-1177(92)90020- x

Baumbauer, D. A., Schmidt, C. B., and Burgess, M. H. (2019). Leaf lettuce yield is
more sensitive to low daily light integral than kale and Spinach. HortScience 54,
2159-2162. doi: 10.21273/hortscil4288-19

Bian, Z. H., Yang, Q. C., and Liu, W. K. (2015). Effects of light quality on
the accumulation of phytochemicals in vegetables produced in controlled
environments: a review. J. Sci. Food Agric. 95, 869-877. doi: 10.1002/jsfa.6789

Bourgaud, F., Gravot, A., Milesi, S., and Gontier, E. (2001). Production of plant
secondary metabolites: a historical perspective. Plant Sci. 161, 839-851. doi:
10.1016/50168-9452(01)00490-3

Briggs, W. R., and Christie, J. M. (2002). Phototropins 1 and 2: versatile plant
blue-light receptors. Trends Plant Sci. 7, 204-210. doi: 10.1016/s1360- 1385(02)
02245-8

The ratios of two important flavor compounds, o-pinene
and P-pinene, were similar across lighting treatments but
varied across growing seasons, which demonstrates the
complex interactions between spectral quality/DLI and the
impact they have on secondary metabolism. The use of B/R
supplements in addition to natural spectral quality and DLI
has the ability to influence flavor volatile profiles and alter
secondary metabolic resource partitioning in hydroponically
grown sweet basil.

DATA AVAILABILITY STATEMENT

The raw data supporting the conclusions of this article will be
made available by the authors, without undue reservation.

AUTHOR CONTRIBUTIONS

HH developed the hypothesis, experimental design, data
collection, lab analysis, statistical analysis, and prepared
and edited the original manuscript. DK provided input on
hypothesis and experimental design, review and editing of the
manuscript. CS developed the hypothesis, experimental design,
data evaluation, statistical analysis, and review and editing of
the manuscript. All the authors contributed to the article and
approved the submitted version.

Briggs, W. R, and Huala, E. (1999). Blue-light photoreceptors in higher
plants. Annu. Rev. Cell Dev. Biol. 15, 33-62. doi: 10.1146/annurev.cellbio.
15.1.33

Buchanan, B., Gruissem, W., and Jones, R. (2015). Biochemistry and Molecular
Biology of Plants, 2nd Edn. Hoboken, NJ: Wiley Blackwell.

Carvalho, S. D., Schwieterman, M. L., Abrahan, C. E., Colquhoun, T. A., and Folta,
K. M. (2016). Light quality dependent changes in morphology, antioxidant
capacity, and volatile production in sweet Basil (Ocimum basilicum). Front.
Plant Sci. 7:1328. doi: 10.3389/fpls.2016.01328

Chalchat, J. C., and Ozcan, M. M. (2008). Comparative essential oil composition
of flowers, leavesand stems of basil (Ocimum basilicum L.) used as herb. Food
Chem. 110, 501-503. doi: 10.1016/j.foodchem.2008.02.018

Charles, D. J., and Simon, J. E. (1990). Comparison of extraction methods for the
rapid-determination of essential oil content and composition of Basil. J. Am.
Soc. Hortic. Sci. 115, 458-462. doi: 10.21273/jashs.115.3.458

Chaves, I, Pokorny, R., Byrdin, M., Hoang, N., Ritz, T., Brettel, K., et al.
(2011). The cryptochromes: blue light photoreceptors in plants and animals.
Annu. Rev. Plant Biol. 62, 335-364. doi: 10.1146/annurev-arplant-042110-10
3759

Chen, Y., Li, T, Yang, Q., Zhang, Y., Zou, J., Bian, Z., et al. (2019). UVA radiation
is beneficial for yield and quality of indoor cultivated lettuce. Front. Plant Sci.
10:1563. doi: 10.3389/fpls.2019.01563

Christie, J. M. (2007). Phototropin blue-light receptors. Annu. Rev. Plant Biol. 58,
21-45. doi: 10.1146/annurev.arplant.58.032806.103951

Claudia, K., Maggini, R., and Pardossi, A. (2013). Influence of nitrogen nutrition on
growth and accumulation of rosmarinic acid in sweet basil (Ocimum basilicum
L.) grown in hydroponic culture. Aust. J. Crop Sci. 7, 321-327.

Colina-Coca, C., Gonzalez-Pena, D., Vega, E., de Ancos, B., and Sanchez-Moreno,
C. (2013). Novel approach for the determination of volatile compounds in
processed onion by headspace gas chromatography-mass spectrometry (HS
GC-MS). Talanta 103, 137-144. doi: 10.1016/j.talanta.2012.10.022

Colquhoun, T. A., Schwieterman, M. L., Gilbert, J. L., Jaworski, E. A., Langer, K. M.,
Jones, C. R, et al. (2013). Light modulation of volatile organic compounds

Frontiers in Plant Science | www.frontiersin.org

February 2021 | Volume 12 | Article 623314


https://doi.org/10.1155/2013/513867
https://doi.org/10.1021/cr60276a002
https://doi.org/10.1016/j.scienta.2019.109000
https://doi.org/10.1016/j.scienta.2015.11.014
https://doi.org/10.1016/j.scienta.2015.11.014
https://doi.org/10.1016/j.foodeng.2004.01.003
https://doi.org/10.1016/0273-1177(92)90020-x
https://doi.org/10.21273/hortsci14288-19
https://doi.org/10.1002/jsfa.6789
https://doi.org/10.1016/s0168-9452(01)00490-3
https://doi.org/10.1016/s0168-9452(01)00490-3
https://doi.org/10.1016/s1360-1385(02)02245-8
https://doi.org/10.1016/s1360-1385(02)02245-8
https://doi.org/10.1146/annurev.cellbio.15.1.33
https://doi.org/10.1146/annurev.cellbio.15.1.33
https://doi.org/10.3389/fpls.2016.01328
https://doi.org/10.1016/j.foodchem.2008.02.018
https://doi.org/10.21273/jashs.115.3.458
https://doi.org/10.1146/annurev-arplant-042110-103759
https://doi.org/10.1146/annurev-arplant-042110-103759
https://doi.org/10.3389/fpls.2019.01563
https://doi.org/10.1146/annurev.arplant.58.032806.103951
https://doi.org/10.1016/j.talanta.2012.10.022
https://www.frontiersin.org/journals/plant-science
https://www.frontiersin.org/
https://www.frontiersin.org/journals/plant-science#articles

Hammock et al.

LED Supplements Impact Flavor Volatiles

from petunia flowers and select fruits. Postharvest Biol. Technol. 86, 37-44.
doi: 10.1016/j.postharvbio.2013.06.013

Darko, E., Heydarizadeh, P., Schoefs, B., and Sabzalian, M. R. (2014).
Photosynthesis under artificial light: the shift in primary and secondary
metabolism. Philos. Trans. R. Soc. B Biol. Sci. 369:20130243. doi: 10.1098/rstb.
2013.0243

Deschamps, C., and Simon, J. E. (2006). Terpenoid essential oil metabolism in Basil
(Ocimum basilicumL.) following elicitation. JEOR 18, 618-621. doi: 10.1080/
10412905.2006.9699183

Du, X,, Song, M., Baldwin, E., and Rouseff, R. (2015). Identification of sulphur
volatiles and GC-olfactometry aroma profiling in two fresh tomato cultivars.
Food Chem. 171, 306-314. doi: 10.1016/j.foodchem.2014.09.013

Fahlbusch, K.-G., Hammerschmidt, F.-J., Panten, J., Pickenhagen, W,
Schatkowski, D., Bauer, K., et al. (2003). “Flavors and fragrances,” in Ullmann’s
Encyclopedia of Industrial Chemistry, (Weinheim: Wiley-VCH Verlag GmbH),
341-358. doi: 10.1002/14356007.a11_141

Fraikin, G. Y., Strakhovskaya, M. G., and Rubin, A. B. (2013). Biological
photoreceptors of light-dependent regulatory processes. Biochemistry 78, 1238
1253. doi: 10.1134/S0006297913110047

Frank, H. A., and Cogdell, R. J. (1996). Carotenoids in photosynthesis. Photochem.
Photobiol. 63, 257-264. doi: 10.1111/j.1751-1097.1996.tb03022.x

Fu, X., Chen, Y., Mei, X,, Katsuno, T., Kobayashi, E., Dong, F., et al. (2015).
Regulation of formation of volatile compounds of tea (Camellia sinensis) leaves
by single light wavelength. Sci. Rep. 5:16858. doi: 10.1038/srep16858

Galeotti, F., Barile, E., Curir, P., Dolci, M., and Lanzotti, V. (2008). Flavonoids from
carnation (Dianthus caryophyllus) and their antifungal activity. Phytochem. Lett.
1, 44-48. doi: 10.1016/j.phytol.2007.10.001

Galvao, V. C., and Fankhauser, C. (2015). Sensing the light environment in plants:
photoreceptors and early signaling steps. Curr. Opin. Neurobiol. 34, 46-53.
doi: 10.1016/j.conb.2015.01.013

Goins, G. D., Yorio, N. C, Sanwo, M. M., and Brown, C. S. (1997).
Photomorphogenesis, photosynthesis, and seed yield of wheat plants grown
under red light-emitting diodes (LEDs) with and without supplemental blue
lighting. J. Exp. Bot. 48, 1407-1413. doi: 10.1093/jxb/48.7.1407

Gouvea, D. R, Gobbo-Neto, L., Sakamoto, H. T., Lopes, N. P., Lopes,
J. L. C., Meloni, F., et al. (2012). Seasonal variation of the major secondary
metabolites present in the extract of eremanthus mattogrossensis less
(Asteraceae: Vernonieae) leaves. Quimica Nova 35, 2139-2145. doi: 10.1590/
50100-40422012001100007

Hikosaka, S., Ito, K., and Goto, E. (2010). Effects of ultraviolet light on growth,
essential oil concentration, and total antioxidant capacity of Japanese mint.
Environ. Control Biol. 48, 185-190. doi: 10.2525/ecb.48.185

Hussain, A. I, Anwar, F., Hussain Sherazi, S. T., and Przybylski, R. (2008).
Chemical composition, antioxidant and antimicrobial activities of basil
(Ocimum basilicum) essential oils depends on seasonal variations. Food Chem.
108, 986-995. doi: 10.1016/j.foodchem.2007.12.010

Jishi, T., Kimura, K., Matsuda, R, and Fujiwara, K. (2016). Effects of
temporally shifted irradiation of blue and red LED light on cos lettuce
growth and morphology. Sci. Hortic. 198, 227-232. doi: 10.1016/j.scienta.2015.
12.005

Kang, Y., Khan, S., and Ma, X. (2009). Climate change impacts on crop yield, crop
water productivity and food security — A review. Prog. Nat. Sci. 19, 1665-1674.
doi: 10.1016/j.pnsc.2009.08.001

Kesselmeier, J., and Staudt, M. (1999). Biogenic volatile organic compounds
(VOC): an overview on emission, physiology and ecology. J. Atmos. Chem. 33,
23-88. doi: 10.1023/a:1006127516791

Kim, M. J., Moon, Y., Kopsell, D. A., Park, S., Tou, J. C., and Waterland, N. L.
(2016). Nutritional value of crisphead ‘Iceberg’ and romaine lettuces (Lactuca
sativa L.). ]. Agric. Sci. 8, 1-10. doi: 10.5539/jas.v8nl1pl

Klimankové, E., Holadovd, K., Haj$lové, J., Cajka, T., Poustka, J., and Koudela,
M. (2008). Aroma profiles of five basil (Ocimum basilicum L.) cultivars grown
under conventional and organic conditions. Food Chem. 107, 464-472. doi:
10.1016/j.foodchem.2007.07.062

Kong, Y., Schiestel, K., and Zheng, Y. (2019). Pure blue light effects on growth and
morphology are slightly changed by adding low-level UVA or far-red light: a
comparison with red light in four microgreen species. Environ. Exp. Bot. 157,
58-68. doi: 10.1016/j.envexpbot.2018.09.024

Kopsell, D. A., Kopsell, D. E.,, and Curran-Celentano, J. (2005). Carotenoid
and chlorophyll pigments in sweet basil grown in the field and greenhouse.
HortScience 40, 1230-1233. doi: 10.21273/hortsci.40.5.1230

Kopsell, D. A., and Sams, C. E. (2013). Increases in shoot tissue pigments,
glucosinolates, and mineral elements in sprouting broccoli after exposure to
short-duration blue light from light emitting diodes. J. Am. Soc. Hortic. Sci. 138,
31-37. doi: 10.21273/jashs.138.1.31

Kopsell, D. A., Sams, C. E., Barickman, T. C., and Morrow, R. C. (2014).
Sprouting broccoli accumulate higher concentrations of nutritionally
important metabolites under narrow-band light-emitting diode lighting.
J. Am. Soc. Hortic. Sci. 139, 469-477. doi: 10.21273/jashs.139.4.469

Kopsell, D. A, Sams, C. E., and Morrow, R. C. (2015). Blue wavelengths from
LED lighting increase nutritionally important metabolites in specialty crops.
HortScience 50, 1285-1288. doi: 10.21273/hortsci.50.9.1285

Kopsell, D. A., Sams, C. E., and Morrow, R. C. (2017). Interaction of light quality
and fertility on biomass, shoot pigmentation and xanthophyll cycle flux in
Chinese kale. J Sci Food Agric 97, 911-917. doi: 10.1002/jsfa.7814

Lachowicz, K. J., Jones, G. P., Briggs, D. R., Bienvenu, F. E., Palmer, M. V.,
Ting, S. S. T, et al. (1996). Characteristics of essential oil from Basil (Ocimum
basilicumL.) grown in Australia. J. Agric. Food Chem. 44, 877-881. doi: 10.1021/
jf9405214

Landi, M., Zivcak, M., Sytar, O., Brestic, M., and Allakhverdiev, S. I. (2020).
Plasticity of photosynthetic processes and the accumulation of secondary
metabolites in plants in response to monochromatic light environments: a
review. Biochim. Biophys. Acta Bioenerg. 1861:148131. doi: 10.1016/j.bbabio.
2019.148131

Lange, B. M., Rujan, T., Martin, W., and Croteau, R. (2000). Isoprenoid
biosynthesis: the evolution of two ancient and distinct pathways across
genomes. Proc. Natl. Acad. Sci. U.S.A. 97, 13172-13177. doi: 10.1073/pnas.
240454797

Larsen, S. T., Hougaard, K. S., Hammer, M., Alarie, Y., Wolkoff, P., Clausen, P. A.,
et al. (2016). Effects of R-(+)-and S-(-)-limonene on the respiratory tract in
mice. Hum. Exp. Toxicol. 19, 457-466. doi: 10.1191/096032700682694233

Lee, S.J., Umano, K., Shibamoto, T., and Lee, K. G. (2005). Identification of volatile
components in basil (Ocimum basilicum L.) and thyme leaves (Thymus vulgaris
L.) and their antioxidant properties. Food Chem. 91, 131-137. doi: 10.1016/j.
foodchem.2004.05.056

Lefsrud, M. G., Kopsell, D. A., Kopsell, D. E., and Randle, W. M. (2006).
Kale carotenoids are unaffected by, whereas biomass production, elemental
concentrations, and selenium accumulation respond to, changes in selenium
fertility. J. Agric. Food Chem. 54, 1764-1771. doi: 10.1021/jf052478y

Lefsrud, M. G., Kopsell, D. A, and Sams, C. E. (2008). Irradiance from
distinct wavelength light-emitting diodes affect secondary metabolites in kale.
HortScience 43, 2243-2244. doi: 10.21273/hortsci.43.7.2243

Leonard, E., Ajikumar, P. K., Thayer, K., Xiao, W. H., Mo, J. D., Tidor, B.,
et al. (2010). Combining metabolic and protein engineering of a terpenoid
biosynthetic pathway for overproduction and selectivity control. Proc. Natl.
Acad. Sci. U.S.A. 107, 13654-13659. doi: 10.1073/pnas.1006138107

Li, Q., and Kubota, C. (2009). Effects of supplemental light quality on growth
and phytochemicals of baby leaf lettuce. Environ. Exp. Bot. 67, 59-64. doi:
10.1016/j.envexpbot.2009.06.011

Lichtenthaler, H. K. (1987). [34] chlorophylls and carotenoids: pigments of
photosynthetic biomembranes. Methods Enzymol. 148:350-382. doi: 10.1016/
0076-6879(87)48036- 1

Loughrin, J. H., and Kasperbauer, M. J. (2001). Light reflected from colored
mulches affects aroma and phenol content of sweet Basil (Ocimum basilicum
L.) leaves. J. Agric. Food Chem. 49, 1331-1335. doi: 10.1021/jf0012648

Loughrin, J. H., and Kasperbauer, M. J. (2003). Aroma content of fresh basil
(Ocimum basilicum L.) leaves is affected by light reflected from colored
mulches. J. Agric. Food Chem. 51, 2272-2276. doi: 10.1021/jf021076¢

Lucchesi, M. E., Chemat, F., and Smadja, J. (2004). Solvent-free microwave
extraction of essential oil from aromatic herbs: comparison with conventional
hydro-distillation. J. Chromatogr. A 1043, 323-327. doi: 10.1016/j.chroma.2004.
05.083

Massa, G. D., Kim, H.-H., Wheeler, R. M., and Mitchell, C. A. (2008). Plant
Productivity in Response to LED Lighting. HortScience 43, 1951-1956. doi:
10.21273/hortsci.43.7.1951

Frontiers in Plant Science | www.frontiersin.org

February 2021 | Volume 12 | Article 623314


https://doi.org/10.1016/j.postharvbio.2013.06.013
https://doi.org/10.1098/rstb.2013.0243
https://doi.org/10.1098/rstb.2013.0243
https://doi.org/10.1080/10412905.2006.9699183
https://doi.org/10.1080/10412905.2006.9699183
https://doi.org/10.1016/j.foodchem.2014.09.013
https://doi.org/10.1002/14356007.a11_141
https://doi.org/10.1134/S0006297913110047
https://doi.org/10.1111/j.1751-1097.1996.tb03022.x
https://doi.org/10.1038/srep16858
https://doi.org/10.1016/j.phytol.2007.10.001
https://doi.org/10.1016/j.conb.2015.01.013
https://doi.org/10.1093/jxb/48.7.1407
https://doi.org/10.1590/s0100-40422012001100007
https://doi.org/10.1590/s0100-40422012001100007
https://doi.org/10.2525/ecb.48.185
https://doi.org/10.1016/j.foodchem.2007.12.010
https://doi.org/10.1016/j.scienta.2015.12.005
https://doi.org/10.1016/j.scienta.2015.12.005
https://doi.org/10.1016/j.pnsc.2009.08.001
https://doi.org/10.1023/a:1006127516791
https://doi.org/10.5539/jas.v8n11p1
https://doi.org/10.1016/j.foodchem.2007.07.062
https://doi.org/10.1016/j.foodchem.2007.07.062
https://doi.org/10.1016/j.envexpbot.2018.09.024
https://doi.org/10.21273/hortsci.40.5.1230
https://doi.org/10.21273/jashs.138.1.31
https://doi.org/10.21273/jashs.139.4.469
https://doi.org/10.21273/hortsci.50.9.1285
https://doi.org/10.1002/jsfa.7814
https://doi.org/10.1021/jf9405214
https://doi.org/10.1021/jf9405214
https://doi.org/10.1016/j.bbabio.2019.148131
https://doi.org/10.1016/j.bbabio.2019.148131
https://doi.org/10.1073/pnas.240454797
https://doi.org/10.1073/pnas.240454797
https://doi.org/10.1191/096032700682694233
https://doi.org/10.1016/j.foodchem.2004.05.056
https://doi.org/10.1016/j.foodchem.2004.05.056
https://doi.org/10.1021/jf052478y
https://doi.org/10.21273/hortsci.43.7.2243
https://doi.org/10.1073/pnas.1006138107
https://doi.org/10.1016/j.envexpbot.2009.06.011
https://doi.org/10.1016/j.envexpbot.2009.06.011
https://doi.org/10.1016/0076-6879(87)48036-1
https://doi.org/10.1016/0076-6879(87)48036-1
https://doi.org/10.1021/jf0012648
https://doi.org/10.1021/jf021076c
https://doi.org/10.1016/j.chroma.2004.05.083
https://doi.org/10.1016/j.chroma.2004.05.083
https://doi.org/10.21273/hortsci.43.7.1951
https://doi.org/10.21273/hortsci.43.7.1951
https://www.frontiersin.org/journals/plant-science
https://www.frontiersin.org/
https://www.frontiersin.org/journals/plant-science#articles

Hammock et al.

LED Supplements Impact Flavor Volatiles

Matsuda, R., Yamano, T., Murakami, K., and Fujiwara, K. (2016). Effects of spectral
distribution and photosynthetic photon flux density for overnight LED light
irradiation on tomato seedling growth and leaf injury. Sci. Hortic. 198, 363-369.
doi: 10.1016/j.scienta.2015.11.045

McCree, K. J. (1973). The measurement of photosynthetically active radiation. Sol.
Energy 15, 83-87. doi: 10.1016/0038-092x(73)90010-8

Metallo, R. M., Kopsell, D. A., Sams, C. E., and Bumgarner, N. R. (2018). Influence
of blue/red vs. white LED light treatments on biomass, shoot morphology, and
quality parameters of hydroponically grown kale. Sci. Hortic. 235, 189-197.
doi: 10.1016/j.scienta.2018.02.061

Montgomery, B. L. (2016). Mechanisms
photomorphogenesis during chromatic acclimation in cyanobacteria. J. Exp.
Bot. 67, 4079-4090. doi: 10.1093/jxb/erw206

Morrow, R. C. (2008). LED lighting in horticulture. HortScience 43, 1947-1950.
doi: 10.21273/hortsci.43.7.1947

Noma, Y., Hashimoto, T., Uehara, S., and Asakawa, Y. (2010). Microbial
transformation of isopinocampheol and caryophyllene oxide. Flavour Fragr. J.
25, 161-170. doi: 10.1002/1fj.1988

Olfati, J. A., Khasmakhi-Sabet, S. A., and Shabani, H. (2012). Nutrient solutions on
yield and quality of basil and cress. Int. J. Veg. Sci. 18, 298-304. doi: 10.1080/
19315260.2011.642475

Olle, M., and Virsile, A. (2013). The effects of light-emitting diode lighting on
greenhouse plant growth and quality. Agr. Food Sci. 22, 223-234. doi: 10.23986/
afsci.7897

Ouzounis, T., Fretté, X., Rosengvist, E., and Ottosen, C.-O. (2014). Spectral
effects of supplementary lighting on the secondary metabolites in roses,
chrysanthemums, and campanulas. J. Plant Physiol. 171, 1491-1499. doi: 10.
1016/j.jplph.2014.06.012

Ouzounis, T., Razi Parjikolaei, B., Frette, X., Rosenqvist, E., and Ottosen, C. O.
(2015a). Predawn and high intensity application of supplemental blue light
decreases the quantum yield of PSII and enhances the amount of phenolic
acids, flavonoids, and pigments in Lactuca sativa. Front. Plant Sci. 6:19. doi:
10.3389/fpls.2015.00019

Ouzounis, T., Rosenqvist, E., and Ottosen, C.-O. (2015b). spectral effects of
artificial light on plant physiology and secondary metabolism: a review.
HortScience 50, 1128-1135. doi: 10.21273/hortsci.50.8.1128

Pimputkar, S., Speck, J. S., DenBaars, S. P., and Nakamura, S. (2009). Prospects for
LED lighting. Nat. Photonics 3, 179-181. doi: 10.1038/nphoton.2009.32

Politeo, O., Jukic, M., and Milos, M. (2007). Chemical composition and antioxidant
capacity of free volatile aglycones from basil (Ocimum basilicum L.) compared
with its essential oil. Food Chem. 101, 379-385. doi: 10.1016/j.foodchem.2006.
01.045

Raimondi, G., Orsini, F., Maggio, A., De Pascale, S., and Barbieri, G. (2006). Yield
and quality of hydroponically grown sweet basil cultivars. Acta Hortic. 723,
353-359. doi: 10.17660/ActaHortic.2006.723.48

Randall, W. C., and Lopez, R. G. (2014). Comparison of supplemental lighting from
high-pressure sodium lamps and light-emitting diodes during bedding plant
seedling production. HortScience 49, 589-595. doi: 10.21273/hortsci.49.5.589

Reverchon, E. (1997). Supercritical fluid extraction and fractionation of essential
oils and related products. J. Supercrit. Fluid 10, 1-37. doi: 10.1016/S0896-
8446(97)00014-4

Samuoliené, G., Brazaitytée, A., Sirtautas, R., Virdile, A., Sakalauskaite, J.,
Sakalauskieng, S., et al. (2013). LED illumination affects bioactive compounds
in romaine baby leaf lettuce. J. Sci. Food Agric. 93, 3286-3291. doi: 10.1002/jsfa.
6173

Samuoliené, G., Urbonaviciaté, A., Brazaityté, A., Jankauskieng, J., Duchovskis,
P., Bliznikas, Z., et al. (2009). The benefits of red LEDs: improved nutritional

and fitness implications of

quality due to accelerated senescence in lettuce. Sci. Work Lith. Inst. Hortic. Lith.
Univ. Agric. 28, 111-120.

Samuoliene, G., Virsile, A., Haimi, P., and Miliauskiene, J. (2020). Photoresponse
to different lighting strategies during red leaf lettuce growth. J. Photochem.
Photobiol. B 202:111726. doi: 10.1016/j.jphotobiol.2019.111726

Selli, S., Kelebek, H., Ayseli, M. T., and Tokbas, H. (2014). Characterization of the
most aroma-active compounds in cherry tomato by application of the aroma
extract dilution analysis. Food Chem. 165, 540-546. doi: 10.1016/j.foodchem.
2014.05.147

Smith, H. (1982). Light quality, photoperception, and plant strategy. Annu. Rev.
Plant Physiol. Plant Mol. Biol. 33, 481-518. doi: 10.1146/annurev.pp.33.060182.
002405

Sugimoto, M., Kawakami, M., Robert, M., Soga, T., and Tomita, M. (2012).
Bioinformatics tools for mass spectroscopy-based metabolomic data processing
and analysis. Curr. Bioinform. 7, 96-108. doi: 10.2174/157489312799304431

Tarchoune, 1., Baatour, O., Harrathi, J., Cioni, P. L., Lachaal, M., Flamini, G.,
et al. (2013). Essential oil and volatile emissions of basil (Ocimum basilicum)
leaves exposed to NaCl or Na2SO4 salinity. J. Plant Nutr. Soil Sci. 176, 748-755.
doi: 10.1002/jpIn.201200278

Taylor, A. J. (1996). Volatile flavor release from foods during eating. Crit. Rev. Food
Sci. Nutr. 36, 765-784. doi: 10.1080/10408399609527749

Tennessen, D. ], Singsaas, E. L., and Sharkey, T. D. (1994). Light-emitting diodes
as a light source for photosynthesis research. Photosynth. Res. 39, 85-92. doi:
10.1007/BF00027146

Treadwell, D. D., Hochmuth, G. J., Hochmuth, R. C,, Simonne, E. H., Sargent, S. A.,
Davis, L. L., et al. (2011). Organic fertilization programs for greenhouse fresh-
cut Basil and spearmint in a soilless media trough system. HortTechnology 21,
162-169. doi: 10.21273/horttech.21.2.162

Tuan, P. A, Thwe, A. A.,, Kim, Y. B, Kim, J. K, Kim, S. J., Lee, S., et al.
(2013). Effects of white, blue, and red light-emitting diodes on carotenoid
biosynthetic gene expression levels and carotenoid accumulation in sprouts
of tartary buckwheat (Fagopyrum tataricum Gaertn.). J. Agric. Food Chem. 61,
12356-12361. doi: 10.1021/jf4039937

Wink, M. (2010). Biochemistry of Plant Secondary Metabolism, Vol. 40. Hoboken,
NJ: Wiley.

Yan, Z., He, D., Niu, G., and Zhai, H. (2019). Evaluation of growth and quality of
hydroponic lettuce at harvest as affected by the light intensity, photoperiod and
light quality at seedling stage. Sci. Hortic. 248, 138-144. doi: 10.1016/j.scienta.
2019.01.002

Yousif, A. N., Scaman, C. H., Durance, T. D., and Girard, B. (1999). Flavor
volatiles and physical properties of vacuum-microwave- and air-dried sweet
basil (Ocimum basilicam L.). J. Agric. Food Chem. 47,4777-4781. doi: 10.1021/
j£990484m

Zhang, M., Whitman, C. M., and Runkle, E. S. (2019). Manipulating growth, color,
and taste attributes of fresh cut lettuce by greenhouse supplemental lighting. Sci.
Hortic. 252, 274-282. doi: 10.1016/j.scienta.2019.03.051

Conflict of Interest: The authors declare that the research was conducted in the
absence of any commercial or financial relationships that could be construed as a
potential conflict of interest.

Copyright © 2021 Hammock, Kopsell and Sams. This is an open-access article
distributed under the terms of the Creative Commons Attribution License (CC BY).
The use, distribution or reproduction in other forums is permitted, provided the
original author(s) and the copyright owner(s) are credited and that the original
publication in this journal is cited, in accordance with accepted academic practice. No
use, distribution or reproduction is permitted which does not comply with these terms.

Frontiers in Plant Science | www.frontiersin.org

February 2021 | Volume 12 | Article 623314


https://doi.org/10.1016/j.scienta.2015.11.045
https://doi.org/10.1016/0038-092x(73)90010-8
https://doi.org/10.1016/j.scienta.2018.02.061
https://doi.org/10.1093/jxb/erw206
https://doi.org/10.21273/hortsci.43.7.1947
https://doi.org/10.1002/ffj.1988
https://doi.org/10.1080/19315260.2011.642475
https://doi.org/10.1080/19315260.2011.642475
https://doi.org/10.23986/afsci.7897
https://doi.org/10.23986/afsci.7897
https://doi.org/10.1016/j.jplph.2014.06.012
https://doi.org/10.1016/j.jplph.2014.06.012
https://doi.org/10.3389/fpls.2015.00019
https://doi.org/10.3389/fpls.2015.00019
https://doi.org/10.21273/hortsci.50.8.1128
https://doi.org/10.1038/nphoton.2009.32
https://doi.org/10.1016/j.foodchem.2006.01.045
https://doi.org/10.1016/j.foodchem.2006.01.045
https://doi.org/10.17660/ActaHortic.2006.723.48
https://doi.org/10.21273/hortsci.49.5.589
https://doi.org/10.1016/S0896-8446(97)00014-4
https://doi.org/10.1016/S0896-8446(97)00014-4
https://doi.org/10.1002/jsfa.6173
https://doi.org/10.1002/jsfa.6173
https://doi.org/10.1016/j.jphotobiol.2019.111726
https://doi.org/10.1016/j.foodchem.2014.05.147
https://doi.org/10.1016/j.foodchem.2014.05.147
https://doi.org/10.1146/annurev.pp.33.060182.002405
https://doi.org/10.1146/annurev.pp.33.060182.002405
https://doi.org/10.2174/157489312799304431
https://doi.org/10.1002/jpln.201200278
https://doi.org/10.1080/10408399609527749
https://doi.org/10.1007/BF00027146
https://doi.org/10.1007/BF00027146
https://doi.org/10.21273/horttech.21.2.162
https://doi.org/10.1021/jf4039937
https://doi.org/10.1016/j.scienta.2019.01.002
https://doi.org/10.1016/j.scienta.2019.01.002
https://doi.org/10.1021/jf990484m
https://doi.org/10.1021/jf990484m
https://doi.org/10.1016/j.scienta.2019.03.051
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
https://www.frontiersin.org/journals/plant-science
https://www.frontiersin.org/
https://www.frontiersin.org/journals/plant-science#articles

	Narrowband Blue and Red LED Supplements Impact Key Flavor Volatiles in Hydroponically Grown Basil Across Growing Seasons
	Introduction
	Materials and Methods
	Cultural Techniques and Environmental Growing Conditions
	Gas Chromatography–Mass Spectrometry Headspace Volatile Analysis
	Statistical Analyses

	Results
	Discussion
	Conclusion
	Data Availability Statement
	Author Contributions
	References


