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Abstract 

Background  This study explores the impact of various light spectra on the photosynthetic performance of straw-
berry plants subjected to salinity, alkalinity, and combined salinity/alkalinity stress. We employed supplemental light-
ing through Light-emitting Diodes (LEDs) with specific wavelengths: monochromatic blue (460 nm), monochromatic 
red (660 nm), dichromatic blue/red (1:3 ratio), and white/yellow (400–700 nm), all at an intensity of 200 µmol m-2 S-1. 
Additionally, a control group (ambient light) without LED treatment was included in the study. The tested experimen-
tal variants were: optimal growth conditions (control), alkalinity (40 mM NaHCO3), salinity (80 mM NaCl), and a combi-
nation of salinity/alkalinity.

Results  The results revealed a notable decrease in photosynthetic efficiency under both salinity and alkalinity 
stresses, especially when these stresses were combined, in comparison to the no-stress condition. However, the appli-
cation of supplemental lighting, particularly with the red and blue/red spectra, mitigated the adverse effects of stress. 
The imposed stress conditions had a detrimental impact on both gas exchange parameters and photosynthetic 
efficiency of the plants. In contrast, treatments involving blue, red, and blue/red light exhibited a beneficial effect 
on photosynthetic efficiency compared to other lighting conditions. Further analysis of JIP-test parameters confirmed 
that these specific light treatments significantly ameliorated the stress impacts.

Conclusions  In summary, the utilization of blue, red, and blue/red light spectra has the potential to enhance plant 
resilience in the face of salinity and alkalinity stresses. This discovery presents a promising strategy for cultivating 
plants in anticipation of future challenging environmental conditions.
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Background
Salinity/alkalinity stress is a major abiotic stress factor 
that can hinder the natural growth and development of 
plants, leading to significant damage to agricultural pro-
duction and land productivity. Saline soils are predomi-
nantly composed of mixed salts such as NaCl, Na2SO4, 
Na2CO3, and NaHCO3. Neutral salts like NaCl and 
Na2SO4 cause salinity stress, with a pH value ranging 
from 7 to 8. Alkaline stress, on the other hand, is caused 
by alkaline salts like NaHCO3 and Na2CO3, which have a 
high pH value exceeding 8.5. Some soils may also expe-
rience mixed stress. Salinity/alkalinity stress not only 
damages the plant cell structure, cell osmotic pressure 
stability, and nutrition mechanism but also results in 
an ecological environment with limited plant species, 
low biodiversity, and rough soil conditions [1–3]. Mixed 
salinity and alkalinity stress often occurs naturally, and 
the effect of mixed salinity and alkalinity stress is very 
different from individual salt or alkali stresses due to 
the significant interaction between ion toxicity, osmotic 
effects, and high pH. Osmotic effects and ionic toxicity 
effects depend on salt concentration, while pH effects 
depend on buffer capacity [4]. This means that the higher 
the concentration of salt and alkalinity, the greater the 
buffer capacity. Therefore, it is more difficult for plants to 
adapt. This interaction can lead to severe plant damage. 
Similar effects of mixed salt and alkali stress have been 
reported in sunflower [5].

Photosynthesis in plants is a complex process that 
involves the absorption of light and its conversion into 
chemical energy. Chlorophyll fluorescence is a simple and 
effective way to measure how plants respond to stressful 
conditions [6]. This technique enables the assessment of 
a plant’s status in unfavorable environmental situations 
by analyzing fluorescence data. The parameters meas-
ured are closely linked to the performance of the photo-
system II. When a green plant is exposed to stress, which 
affects photosynthetic metabolism directly or indirectly, 
the function of chlorophyll fluorescence changes. Since 
the variable fluorescence of chlorophyll strongly reacts 
to changes in the activity of photosystem II, fluores-
cence quenching analysis provides information on energy 
absorption, utilization, and dissipation, as well as electron 
transport in photosystem II [7]. Fluorescence reflectance 
represents the photochemical efficiency of the photosyn-
thetic apparatus and offers useful data on the functional 
and structural characteristics of the mechanisms engaged 
in photosynthetic electron transport [8].

The architecture of the leaves is determined by the 
size and shape of the cells, as well as the number of 
cells per unit area. This optimal structure allows light 
to pass through and facilitates the emission of carbon 
dioxide from the leaf space to the chloroplasts, where 

photosynthetic reactions take place. Chlorophyll and 
carotenoids are photosynthetic pigments responsi-
ble for light absorption and photochemical reactions in 
chloroplasts [9]. When growing plants in greenhouses, 
additional light is often needed to supplement natural 
sunlight, which is generally less intense in winter than in 
summer. Additionally, the length of the day is shorter in 
winter. High-pressure sodium lamps were traditionally 
used in greenhouses to enable winter production, but 
LEDs have replaced them due to producing less heat and 
being more energy-efficient [10, 11]. Moreover, the wave-
lengths of LEDs can be adjusted according to the grow-
ing needs of each crop. LEDs offer greenhouse growers 
sustainable and widespread production opportunities, 
including off-season production [12, 13]. Several studies 
have shown that a combination of red, blue, and white 
LEDs can increase photosynthetic pigments as well as 
the net rate of photosynthesis in cherry tomatoes [14], 
leaf area [15], and the size of strawberry fruit [16]. It has 
been shown that light spectrums, especially red and blue/
red light, have caused a significant increase in the level 
of phenol and antioxidants in Thymus vulgaris L [17]. 
This shows that the light spectra can also play a role in 
increasing the tolerance of plants to stresses by increas-
ing the antioxidant properties.

The term “light quality” refers to the combination of 
light spectra that impact the growth and development 
of plants, with effective wavelengths crucial for photo-
synthesis [18]. Photosynthesis serves as the foundation 
for plant growth, influencing factors such as leaf growth, 
photosynthetic carbon absorption, and regulation of sto-
matal movement, chloroplast structure, and accumula-
tion of photosynthetic pigments. Different light spectra 
exert varying effects on plants, depending on the plant 
type, organ, and tissue. For instance, blue and red light 
can induce stomatal opening, while green light may cause 
stomatal closure. Blue light aids in chloroplast growth, 
whereas a combination of red, blue, and green lights can 
increase leaf area. Red light, in particular, enhances the 
accumulation of photosynthetic products. Higher plants 
and green algae predominantly perform photosynthe-
sis in the orange and red-light spectrum, with blue and 
violet light resulting in lower amounts of photosynthesis, 
and green light the least. Ultraviolet light can reduce the 
electron transport activity of photosystem II [19].

Plants possess unique photoreceptors that absorb 
specific wavelengths of incoming light. These include 
phytochromes that absorb red and far-red light, cryp-
tochromes, and phototropins [20]. These photorecep-
tors coordinate growth and photosynthetic functions 
in response to changes in the environment. Addition-
ally, red- and far-red light-sensitive phytochromes and 
blue-light-sensitive cryptochromes play crucial roles in 
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modulating photomorphogenesis by coordinating large-
scale changes in gene expression [21].

In greenhouses, especially during winter and rainy days 
in summer, natural light may be insufficient for optimal 
plant growth and development, resulting in extended cul-
tivation periods and delays in fruit production. Hence, 
the use of additional artificial light spectra can provide 
a solution to this problem. Therefore, examining the 
impact of supplementary light quality on plant growth 
can be a practical approach to enhance plant productivity 
[22]. LED lamps, being low-power-consuming, compact, 
easy to transport, and long-lasting, are ideal for horticul-
tural lighting in both small- and large-scale operations 
[23].

It has been suggested that different photoreceptors 
play a role in the interrelationship between light signal-
ing pathways and stress response, regulating responses to 
both biotic and abiotic stresses. To survive and prepare 
for future stress, plants have evolved a complex relation-
ship between light signaling and various stress response 
pathways [24]. Another study demonstrated that four 
wavelengths of blue, red, green, and white LEDs signifi-
cantly affect the plant’s antioxidant defense system, indi-
cating the potential of light spectrum manipulation as a 
strategy under stress conditions [25].

In our previous experiments, the separate effects of 
salinity and alkalinity stress were investigated. However, 
since both stresses may coexist naturally in the soil, this 
experiment aimed to explore the effect of salinity/alkalin-
ity stress on the Sabrina variety, a commercial strawberry 
variety. Specifically, we sought to determine whether dif-
ferent complementary light spectra could enhance the 

tolerance of strawberry plants under salinity/alkalinity 
stress conditions. In addition to studying the separate 
effects of salinity and alkalinity stresses, we investigated 
their combined effects. Furthermore, we examined how 
complementary light spectra affect parameters such as 
plant gas exchange and the electron transport chain of 
the photosynthetic apparatus in strawberry plants under 
stress conditions. We hypothesized that the use of addi-
tional lighting would positively impact the functioning 
of the photosynthetic apparatus of strawberry plants, 
thereby reducing the adverse effects of salinity/alkalinity 
stress. Figure  1 illustrates the schematic diagram of the 
experimental design and the technique of chlorophyll flu-
orescence used to evaluate the photosynthetic apparatus.

Materials and methods
Plant material, planting conditions, and light treatments
The experiment was conducted at Vali-e-Asr University 
of Rafsanjan, Iran, in a research greenhouse located at 
Latitude 30° 21’ 17.6004’’ N and Longitude 56° 0’ 9.738’’ E, 
at an elevation of 1545.924. Strawberry bare root plants 
(Fragaria × ananassa Duch, cv. Sabrina) were obtained 
from a nursery in Kurdistan, Iran. The plants were 
grown in a 4-liter pot containing a mixture of cocopeat 
and perlite in a 70:30 ratio. Each pot had two plants, and 
three pots were used as experimental units. The plants 
were cultivated in a greenhouse with a temperature of 
25/15 ± 2 ºC (day/night), a photoperiod of 11.13 h (light/
dark), and relative humidity of 50 ± 10%. During the 
growth period, the plants were fertigated with the Mor-
gan nutrient solution [26], which had an Electrical Con-
ductivity (EC) of 1.4 dS .m-1 and a pH of 6.5.

Fig. 1   Schematic figure of the experimental design and the effectiveness of the chlorophyll fluorescence technique in evaluating 
the photosynthetic apparatus
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The plants were grown under LED lights of different 
spectral ranges provided by Parto Roshd Novin Com-
pany, Iran growlight. The spectral ranges included mono-
chromatic blue (with a peak at 460 nm), monochromatic 
red (with a peak at 660 nm), dichromatic blue/red (at a 
ratio of 1:3), white (covering the range of 400 to 700 nm) 
as well as a control group with no LED treatment (Fig. 2). 
The light intensity was set at 200 µmol m−2 s−1 for an 
11-hour light period. The plants were exposed to four 
different stress levels, including control, salinity (80 mM 
NaCl), alkalinity (40 mM NaHCO3), and salinity/alka-
linity (S/A). The salinity and alkalinity treatments were 
applied twenty days after planting, and each pot received 
100 ml of NaHCO3 and NaCl to ensure uniform stress 
levels for the plants. To determine the salinity and alka-
linity concentrations, we started the treatment of salinity 
and alkalinity from lower concentrations and gradually 
increased it until we observed the effects of stress in 
plants at a concentration of 40 mM NaHCO3 and 80 mM 
NaCl and we chose these concentrations to investigate 

the effects of complementary light spectrums on reduc-
ing the effects of these stresses. The stresses were contin-
ued until the end of the experiment and data collection. 
The length of the experiment period was 80 days, and 
the application of stress treatments started on the 20th 
day and continued for 60 days (until the end of the test). 
Photosynthetic parameters were measured 40 days after 
stress treatments were applied when the plant was suffi-
ciently mature and had enough mature leaves.

Photosynthetic pigments and carotenoids
To determine the total chlorophyll (TChl), chlorophyll a 
(Chl a), and chlorophyll b (Chl b), as well as carotenoid 
(Car) contents, three fully extended leaves were collected 
from each pot. 0.25 g of fresh leaves were ground with 10 
ml of 80% aqueous acetone in a cold mortar. The result-
ing extract was filtered and centrifuged, and the absorb-
ance was measured at 470, 646, and 663 nm using a 
spectrophotometer-U-2000 (Hitachi Instruments, Tokyo, 

Fig. 2   Spectral composition of different spectral LEDs A monochromatic blue; B monochromatic red; C dichromatic blue/red (1:3); D dichromatic 
white used during the experiment
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Japan). The TChl, Chl a, Chl b, and carotenoid were cal-
culated and expressed as mg.g-1FM [27].

Leaf gas exchange measurements
The parameters of gas exchange in plants were measured 
using a portable photosynthesis system (ADC BioScien-
tific Ltd, LCpro-SD, Hoddesdon, UK) 60 days after plant-
ing. Measurements were made on a sunny day between 
10:00 AM and 2:00 PM. The leaves were placed in the 
cuvette for 3 min, and then the measurement was done. 
The parameters measured include net CO2 assimilation 
rate (PN, µmol CO2 m-2.s-1), stomatal conductance (gs, 
mol H2O m-2.s-1), transpiration (E, mmol H2O m-2.s-1), 
Sub-stomatal CO2 concentration (Ci, µmol CO2 mol-1), 
instantaneous carboxylation efficiency (A/Ci), water use 
efficiency (WUE, µmol CO2 .mol−1 H2O), and intrin-
sic water use efficiency (WUEi, µmol CO2 .mol−1 H2O). 
The measurements were taken on fully expanded leaves 
at around 10:00 AM and 2:00 PM. The air temperature 
and light intensity in cuvette during measurements were 
ambient. The CO2 concentration was 400 ppm and molar 
flow of air was 200 mol s-1 [28].

Chlorophyll fluorescence measurements
To measure the photosynthetic efficiency, a portable fluo-
rometer PEA (Hansatech Inc. Co., UK) was used to eval-
uate chlorophyll fluorescence 60 days after planting. Fully 
mature leaves of each pot were adapted to a dark time for 
15 min by fixing special tags on each leaf before meas-
urement. Then, the sensor cup was mounted on the leaf 
for calculation. The chlorophyll a fluorescence transient 
was caused by a saturating photon flux density of 3.500 
µmol (photon) m−2 s−1. This was given by three light-
emitting diodes (peak 650 nm) to produce fluorescence 
curves ranging from F0 to Fm. For all treatments, the fluo-
rescence curves were measured at different times, i.e., Ft 
(fluorescence at time “t” after the onset of actinic illumi-
nation), F0 (minimum fluorescence intensity), Fj (fluores-
cence intensity at the J-step), FI (fluorescence intensity 
at the I-step), and Fp (maximum fluorescence intensity 
at peak P of OJIP). The PSII parameters obtained from 
the OJIP transient were evaluated using the Strasser 
et al. (2010) methods. To investigate the effects of stress 
and complementary light spectra on the fast fluores-
cence curve, a relative variable fluorescence curve was 
drawn. The Vt value, calculated as (Ft – F0) / (Fm – F0), 
was used. Changes in OJIP fluorescence were determined 
by subtracting the fluorescence (O-P) values recorded 
in stressed plants from those recorded in plants control 
[7]. Parameters for chlorophyll fluorescence are listed in 
Additional file 1.

Experimental design and data analysis
The experiment was factorial in the form of a completely 
randomized basic design with two factors included five 
different light spectrum levels (blue, red, blue/red, white 
and no LED treatment) and four different stress levels, 
including control, salinity, alkalinity, and salinity/alka-
linity (S/A) in three replications and three single plants 
per pot. The data collected was analyzed using SAS soft-
ware version 9.4. Parameters were statistically analyzed 
by the two-way ANOVA model, where the first factor 
was the level of light spectrum and the second was the 
stress. When the variance analysis (ANOVA) indicated 
significant treatment effects, significant mean varia-
tions (P < 0.01) were calculated using the LSD Multiple 
Range Test. Biophysical parameters were measured using 
PEA Plus software version 1.12 (http://​www.​hansa​tech-​
instr​uments.​com). Pearson’s correlation coefficient was 
used to determine the relationship between the studied 
parameters. Origin Pro software version 2023b was used 
to draw correlation diagrams (https://​www.​origi​nlab.​
com/​2023). The biplots were made using Excel software 
version 2016. XLSTAT software version 2015.5.01.22537 
was used for principal components analysis.

Results
Photosynthetic pigments
 The results showed that in the control conditions, sup-
plementary light treatments had no significant effect on 
total chlorophyll. In all stress conditions, supplemen-
tal light treatments significantly increased total chloro-
phyll compared to the ambient light treatment, so that 
the lowest total chlorophyll in all stress conditions was 
recorded in the ambient light treatment (Fig. 3A). In con-
trol, salinity, and alkalinity treatments, supplementary 
light treatments did not show significant difference on 
chlorophyll a levels. However, under alkalinity conditions 
and combined salinity/alkalinity stress, light treatments 
significantly increased chlorophyll a levels compared 
to the ambient light (Fig.  3B). The light treatments had 
no significant difference with each other on chlorophyll 
b. In the conditions of salinity and alkalinity stress, sup-
plementary light treatments caused a significant increase 
in chlorophyll b compared to the ambient light. The 
lowest amount of chlorophyll b was recorded under the 
conditions of salinity/alkalinity stress and ambient light 
(Fig.  3C). Supplemental light treatments significantly 
increased carotenoid levels in strawberry plants under 
salinity and alkalinity stress conditions compared to the 
ambient light. Under salinity/alkalinity stress conditions, 
red, blue/red, and white supplementary light treatments 
significantly increased carotenoid levels compared to the 
other light treatments (Fig. 3D).

http://www.hansatech-instruments.com
http://www.hansatech-instruments.com
https://www.originlab.com/2023
https://www.originlab.com/2023
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Leaf gas exchange analyses
 The results showed that the stress condition reduces the 
net CO2 assimilation rate (PN). Red and blue/red spec-
trum significantly increased PN in plants grown under 
salinity, alkalinity, and salinity/alkalinity stress condi-
tions compared to other light treatments (Fig.  4A). The 
stress conditions also caused a decrease in the transpira-
tion rate (E) and stomatal conductance (gs) when com-
pared to the plants without any stress treatment.It was 
observed that under salt stress, red complementary light 
spectrum significantly increased gs in strawberry plants. 
In the case of alkalinity stress condition, it was observed 
that the blue, red, and blue/red light spectrum caused a 
significant increase in gs. When plants were subjected 
to salinity/alkalinity stress, the complementary blue and 
red light spectrum, along with their combination, had a 
significant effect on the E and gs compared to the other 
light treatments (Fig. 4B, C). Supplemental blue, red, and 
their combination light treatments significantly reduced 
substomatal CO2 concentration (Ci) under salinity, alka-
linity, and salinity/alkalinity stress conditions compared 
to the ambient light treatment (Fig.  4D). It was also 
observed that complementary red light under salinity 
stress conditions and red and blue/red light under alka-
linity and salinity/alkalinity stress conditions significantly 
increased instantaneous carboxylation efficiency (PN/Ci) 
when compared to other complementary light spectrums 
(Fig.  4E). In the control condition, the complementary 
light treatments did not have a significant difference with 

each other on the WUE parameter. Complementary red 
and blue/red light treatments under salinity and alkalinity 
stress conditions significantly increased WUE in straw-
berry plants (Fig. 4F). Under alkalinity stress conditions, 
red and blue/red complementary light spectrum treat-
ments significantly increased the WUEi compared to the 
other light spectrums. It was observed that plants grown 
under salinity and salinity/alkaline stress conditions, red, 
blue/red, and white complementary light significantly 
increased WUEi compared to the other complementary 
light spectrums and did not different significantly from 
each other (Fig. 4G).

Prompt chlorophyll a fluorescence
The study found that using supplementary light in dif-
ferent stress conditions resulted in changes in the chlo-
rophyll fluorescence induction curve, compared to the 
conditions without supplementary light. The results 
showed that the induction curve of chlorophyll fluo-
rescence decreased significantly under stress condi-
tions compared to control conditions. In the absence of 
stress conditions, blue light was the most effective at P 
step. Additionally, red and blue/red light were able to 
reduce the F0 point more than other light treatments 
(Fig. 5A). Red light had the most significant impact on 
increasing the Fm point under salinity stress conditions, 
while white light had a lower F0 point than other light 
treatments (Fig.  5B). In alkalinity stress conditions, 

Fig. 3   Changes in A total chlorophyll; B chlorophyll a; C chlorophyll b; D carotenoids under complementary light spectrums and stress condition 
in strawberry cv. Sabrina. Bars with different letters show significant differences at P ≤ 0.05 (LSD). Vertical bars indicate the standard errors of three 
replicates



Page 7 of 19Malekzadeh et al. BMC Plant Biology          (2024) 24:252 	

blue/red supplementary light increased the induction 
curve of chlorophyll fluorescence in J, I, and P points 
(Fig.  5C). Under salinity/alkalinity stress conditions, 
red light increased the chlorophyll fluorescence curve 
at all points, while ambient light and white supplemen-
tary light treatments were less effective than other light 
treatments. The ambient light treatment had a lower 
level of Fm point in all stress treatments (Fig. 5D).

Chlorophyll fluorescence parameters and induction curves
The study found that different supplementary light treat-
ments in various stress conditions significantly influ-
enced the fast fluorescence of strawberry plants in J 
(VJ) and I (VI) stages. The results suggest that different 
complementary light spectra in varying conditions of 
salinity, alkalinity, and their combination have signifi-
cant effects on different phases of the curve. The posi-
tive effect in plants under without-stress conditions and 

Fig. 4  Changes in A net CO2 assimilation rate (PN); B transpiration rate (E); C stomatal conductance (gs); D Sub-stomatal CO2 concentration 
(Ci); E instantaneous carboxylation efficiency (PN/Ci); F: water use efficiency (WUE); G intrinsic water use efficiency (WUEi) under the effect 
of complementary light spectrums and stress condition in strawberry cv. Sabrina. Bars with different letters show significant differences at P ≤ 0.05 
(LSD). Vertical bars indicate the standard errors of three replicates
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other stress conditions at points J and I was caused by the 
effect of complementary blue, red, and their combination 
(Fig. 6A-D).

To accurately evaluate the effects of stress and comple-
mentary light spectra on fluorescence changes, differen-
tial curves were drawn for the L and K bands occurring 
between the O and J points. The curves for these bands 
were calculated by subtracting the fast fluorescence value 
recorded in plants control from those recorded in plants 
under stress and complementary light spectrum. The 
results showed that under without and salinity-stressed 
conditions, all supplementary light treatments caused 
a decrease in L and K bands compared to ambient light 
treatment. The blue supplementary light treatment had 
the greatest impact on reducing the L and K bands under 
normal conditions (Fig. 7A, B). Incontrast white supple-
mentary light treatment had the greatest impact under 
salt stress treatment (Fig.  7C, D). In alkalinity stress 
conditions, the red and white supplementary light treat-
ments resulted in lower L and K bands than ambient 
light treatment. In addition, the complementary blue and 
blue/red light treatments increased these bands com-
pared to ambient light treatment (Fig. 7E, F). In salinity/

alkalinity stress conditions, the blue/red supplemental 
light treatment decreased the L band compared to other 
light treatments, and all supplemental light treatments 
increased the K band compared to ambient light treat-
ment (Fig. 7G, H).

A comprehensive analysis of different light spectra and 
stress-induced changes in the OJIP curve was conducted 
by plotting the differential curves separately for the H and 
G bands along the O-P curve. These curves were gener-
ated by subtracting the fluorescence values (normalized 
between J-I and I-P) observed in control plants from the 
values recorded under different light spectra and stress 
conditions.

The study findings revealed that under control con-
ditions, red supplementary light led to a significant 
decrease in the H band. Both blue and white supplemen-
tary lights increased this band, although their effects on 
the G band varied; blue and white supplementary lights 
exhibited both increases and decreases in the G band, 
while they mitigated the effects of stress (Fig. 8A, B).

In salinity stress conditions, blue and blue/red com-
plementary lights had the most positive effect on the 
H band. Conversely, white light induced a significant 

Fig. 5  The chlorophyll a fluorescence induction curves for strawberry cv.Sabrina under various stress conditions: A control,B salinity stress, C 
alkalinity stress, and D combined salinity and alkalinity stress. Means within one point marked by one letter are not differ significantly. These 
stressors were applied in different light spectra, including blue, red, blue/red, white, and ambient light. The biophysical parameters were assessed 
using “PEA Plus” software version 1.12, available at http://​www.​hansa​tech-​instr​uments.​com. Graphs were drawn using Microsoft Excel version 2016, 
accessible at https://​www.​micro​soft.​com

http://www.hansatech-instruments.com
https://www.microsoft.com
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decrease in the G band and had a positive effect on 
reducing stress effects (Fig. 8C, D). Moreover, blue, red, 
and blue/red complementary lights followed similar 
trends and reduced the H band compared to the ambient 
light treatment. Additionally, red light increased the G 
band, whereas other light treatments decreased this band 
and mitigated stress effects (Fig. 8E, F). Plants subjected 
to salinity/alkalinity stress and grown under red and blue 
light exhibited lower H bands, with red light causing a 
significant increase in the G band (Fig. 8G, H).

JIP‑test parameters
The study conducted on OJIP points produced some 
interesting results. The points were converted to bio-
physical parameters such as specific energy fluxes, 
performance indices, and quantum yields for primary 
photochemistry, slopes, and integrals. The research 
revealed that supplementary light treatments induced 
significant changes in these parameters, especially in 

different stress conditions. In control conditions, com-
plementary light treatments, particularly blue and blue/
red light, caused an increase in P point and variable fluo-
rescence. Plants grown under these light treatments had 
higher efficiency of the water-splitting complex on the 
donor side of PSII, quantum yield (φP0, φE0, φR0, ΨE0, δR0), 
and yield index (PIABS and PItotal). However, the VJ, VI, 
ABS/RC, DI0/RC, and TR0/RC parameters decreased in 
comparison to other light treatments (Fig. 9A). In salin-
ity stress conditions, red supplementary light had a sig-
nificant positive effect on increasing the performance 
index parameters (PIABS and PItotal). Furthermore, under 
this condition, red supplementary light also caused an 
increase in variable fluorescence, Fv/F0, and RE0/RC 
(Fig. 9B). In alkalinity stress conditions, plants that were 
grown under the influence of blue/red supplemental 
light had the highest P point, variable fluorescence, Fv/
F0, and hence, the highest yield index (PIABS and PItotal) 
(Fig.  9C). In salinity/alkalinity stress conditions, plants 

Fig. 6  Differential curves of ΔVt of chlorophyll a fluorescence in strawberry cv.Sabrina under various stress conditions: A control, B salinity, C 
alkalinity, and D combined salinity and alkalinity stress. These stressors were applied across different light spectra, including blue, red, blue/red, 
white, and ambient light. The biophysical parameters were evaluated using “PEA Plus” software version 1.12, accessible at http://​www.​hansa​
tech-​instr​uments.​com. Graphs were drawn using Microsoft Excel version 2016, which can be found at https://​www.​micro​soft.​com

http://www.hansatech-instruments.com
http://www.hansatech-instruments.com
https://www.microsoft.com
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Fig. 7  Differential curves of ΔWK and ΔWL of chlorophyll a fluorescence in strawberry cv.Sabrina under various stress conditions. A, B control; C, 
D salinity; E, F alkalinity; G, H combined salinity and alkalinity stress. These stressors were applied across different light spectra, including blue, red, 
blue/red, white, and ambient light. The biophysical parameters were evaluated using “PEA Plus” software version 1.12, accessible at http://​www.​
hansa​tech-​instr​uments.​com. Graphs were drawn using Microsoft Excel version 2016, which can be found at https://​www.​micro​soft.​com

http://www.hansatech-instruments.com
http://www.hansatech-instruments.com
https://www.microsoft.com
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Fig. 8   Differential curves of ΔW H and ΔW G of chlorophyll a fluorescence in strawberry cv.Sabrina under various stress conditions. A, B control; C, 
D salinity; E, F alkalinity; G, H salinity/alkalinity stress. These stressors were applied across different light spectra, including blue, red, blue/red, white, 
and ambient light. The biophysical parameters were evaluated using “PEA Plus” software version 1.12, accessible at http://​www.​hansa​tech-​instr​
uments.​com. Graphs were drawn using Microsoft Excel version 2016, which can be found at https://​www.​micro​soft.​com

http://www.hansatech-instruments.com
http://www.hansatech-instruments.com
https://www.microsoft.com
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grown under red, blue, and combination light treatments 
had the highest yield index (PIABS and PItotal) compared 
to other light treatments. In such conditions, red light 
had the most significant effect on P point, variable fluo-
rescence, Fv/F0, and RE0/RC (Fig. 9D).

Correlation analysis
In Fig.  10, the correlation plot displays the correlation 
between plant gas exchange, photosynthetic pigments, 
and JIP test parameters. The findings suggest that Ci, F0/
Fm, ABS/RC, and DI0/RC had negative correlations with 
other plant gas exchange and JIP test parameters. The 
most significant negative correlation was found between 
Ci parameters with A/Ci and FV/F0 with F0/Fm. The PN 
parameter had a strong positive correlation with E, gs, 
A/Ci, WUE, and TChl parameters. On the other hand, 
the F0/Fm parameter had a negative correlation with the 
quantum yield parameters, especially φP0, ΨE0, and φE0, as 

well as with FV/F0. Furthermore, the F0/Fm parameter had 
a significant positive correlation with ABS/RC and DI0/
RC parameters. Finally, total chlorophyll and carotenoids 
showed a positive correlation with quantum yield and 
yield index parameters.

Principal component analysis
The first step involved standardizing the data to achieve 
a zero mean and unit variance. Following this, Principal 
Component Analysis (PCA) was conducted to capture 
the variations of 15 parameters across five light spec-
trum treatments and two distinct stress levels. The mag-
nitude of each vector in the PCA signifies the impact of 
each parameter, with direction determined by the values 
of PCA1 and PCA2. Additionally, another PCA was per-
formed to encapsulate variations of 24 parameters across 
five light spectrum levels under various stress conditions: 

Fig. 9  JIP-test parameters, normalized and presented on radar plots, illustrate A control, B salinity stress, C alkalinity stress, and D combined salinity 
and alkalinity stress under different light spectra (blue, red, blue/red, white, and ambient light). Within parameter marked by an asterisk there are 
significant differences between control and others treatments. The measurement of biophysical parameters was conducted using PEA Plus software 
version 1.12, available at http://​www.​hansa​tech-​instr​uments.​com, and the graphical representations were drawn using Microsoft Excel software 
version 2016, accessible at https://​www.​micro​soft.​com

http://www.hansatech-instruments.com
https://www.microsoft.com
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(A) no stress, (B) salinity stress, (C) alkalinity stress, and 
(D) combined salinity/alkalinity stress.

 In the control condition, PCA1 and PCA2 accounted 
for 90.94% of the total variance observed in the five levls 
of light spectrum treatments (as shown in Fig. 11A). The 
corresponding values for salinity, alkalinity, and com-
bined salinity/alkalinity stress treatments were 96.59%, 
84.36%, and 87.86%, respectively (illustrated in Fig. 11B, 
C, D). Irrespective of the direction of their effects, 
parameters P12 (FV/F0), P20 (φE0), and P23 (PIABS) made 
the most significant contributions to the first principal 
component (PCA1) in the control treatment with the 
five light spectrum levels. In the salinity stress treatment, 
the parameters P12, P21, and P23; in the alkalinity stress 
treatment, P2, P3, and P12; and the combined salinity/
alkalinity stress treatment, P7 and P11, were the most 
influential in driving the changes observed with the dif-
ferent light spectrum levels.

Discussion
A decline in chlorophyll concentration over the grow-
ing season can significantly impact photosynthesis, 
plant growth, development, and stress tolerance. Under 

conditions of salinity stress, there is an increase in the 
activity of the enzyme chlorophyllase, leading to chlo-
rophyll degradation. Consequently, as the stress level 
rises, there is a more pronounced reduction in the plant’s 
chlorophyll content [4, 29]. The decrease in chlorophyll 
content, induced by heightened chlorophyllase enzyme 
activity under salinity and alkalinity stress, is associated 
with the accumulation of specific ions. Sodium and chlo-
rine ions accumulate under salinity stress, while sodium 
and bicarbonate ions build up under alkalinity stress. 
These ions impede the uptake of essential cations like 
magnesium, iron, potassium, and calcium. As these cati-
ons are crucial for chlorophyll structure and synthesis, 
their reduced absorption significantly impacts chloro-
phyll content [30]. Additionally, the decline in chlorophyll 
concentration may also result from magnesium precipi-
tation at high pH levels, which hinders chlorophyll syn-
thesis [31]. In salinity and alkalinity stress conditions, 
the disruption caused by an excess of certain ions, such 
as sodium, can inhibit proteinase activity. This imbal-
ance adversely affects chlorophyll concentration, leading 
to a reduced photosynthesis rate in plants [32]. Iron defi-
ciency can further contribute to a decrease in chlorophyll 

Fig. 10  Correlation plot between plant gas exchange, photosynthetic pigments, and JIP test parameters under the influence of five levels 
of complementary light spectrum and four stress levels. The circles on the plot vary in size and color intensity based on the Pearson correlation 
coefficient at p < 0.01. Positive correlations are represented by blue circles, while negative correlations are denoted by red circles. The Pearson 
correlation coefficient, ranging from -1 to +1, is indicated on the correlation scale for variables on the vertical and horizontal axes. Values marked 
with *are statistically different at p < 0.01. The correlation diagram was created using Origin Pro software version 2021, accessible at https://​www.​
origi​nlab.​com/​2021

https://www.originlab.com/2021
https://www.originlab.com/2021
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concentration. Iron, as a vital element, plays a crucial role 
in various metabolic and enzymatic processes, including 
chlorophyll biosynthesis, electron transport, photosyn-
thesis, and nitrogen fixation [4].

While salinity stress generally leads to a decrease in 
chlorophyll content, the extent of this decrease var-
ies according to plant species tolerance to salinity. As a 
result, chlorophyll levels have been proposed as a bio-
chemical marker to evaluate plant tolerance to salinity 
[33]. Throughout plant growth and development, high 
pH levels induced by stress can trigger chemical reac-
tions that convert iron in the nutrient solution into an 
insoluble solid. This alteration renders the iron inacces-
sible to plant roots, even when an adequate iron supply 
is available [34]. Salinity stress disrupts photosynthesis 
by causing stomatal closure, impairing photochemical 
reactions, and hindering carbon absorption. The closing 
of the stomata acts as the primary defense response of 
the plant to salinity and alkalinity stress [35]. CO2 entry 
into the leaf is reduced under stress conditions, which 
disturbs the photosynthetic electron transfer chain [36]. 

Our research indicates that salinity, alkalinity, and their 
combined effects contribute to reduced electron absorp-
tion and trapping within the electron transport chain. 
This leads to an elevated ABS/RC and TR0/RC across 
all stress conditions, primarily attributable to the loss 
of active reaction centers [37]. The water-splitting com-
plex (OEC) is a crucial and sensitive part of the electron 
transport chain of the photosynthetic apparatus [38]. Its 
efficiency is reduced due to the disruption of the electron 
transport process, which is caused by the dissociation of 
light-receiving complexes (LHCII). Research on tomato 
seedlings has demonstrated that photosystem II electron 
transfer is affected by salinity/alkalinity stress [39]. Salt 
stress has been shown to reduce the activity of photosys-
tem II by affecting the manganese cluster and the activity 
of photosystem I [40], causing the production of reac-
tive oxygen species (ROS) and the destruction of the D1 
protein [41] by separating plastocyanin from cytochrome 
C553. This revealed that the electron transport chain of 
the photosynthetic apparatus and plant gas exchange 
parameters are vulnerable under stress conditions [42]. 

Fig. 11   Biplot representation of principal components for leaf gas exchange, photosynthetic pigments, and JIP test parameters, reflecting 
variations across five levels of light spectra under (A) control, (B) salinity stress, (C) alkalinity stress, and (D) combined salinity and alkalinity stress
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Our research shows that exposure to salinity, alkalinity, 
and their combined stress negatively affects photosys-
tem II, leading to increased energy loss (Fig. 9). As seen 
in Fig.  7, this is accompanied by an increase in the ini-
tial fluorescence level (F0), indicating the loss of energy 
as heat and a decrease in the initial slope associated with 
the decrease of the K band in the chlorophyll fluores-
cence induction curve. Stress conditions cause a decrease 
in Fm, indicating a disruption in the flow of electrons in 
photosystem II due to non-photochemical quenching, 
inactivation of photosystem II reaction centers, and deg-
radation of D1 protein [43]. The results of our study indi-
cate that exposure to salinity and alkalinity stress can lead 
to a decrease in the flow of electrons in the receptor side 
of photosystem (I) This decrease can be attributed to the 
inactivation of ferredoxin NADP reductase, resulting in a 
decrease in the values of φR0 and RE0/ABS [44].

Carotenoids serve as vital precursors in signaling path-
ways during plant growth under abiotic stress, offering 
protection to membranes against oxidative damage [45]. 
Chloroplasts predominantly absorb blue and red light for 
photosynthesis [46], with photosynthetic pigments play-
ing a pivotal role in light energy absorption and trans-
fer during photosynthesis [47]. Previous studies have 
highlighted that the expression of key genes encoding 
enzymes related to chlorophyll and carotenoid pigments 
increases with both blue and red-light treatments. These 
treatments consequently lead to heightened pigment 
accumulation and light absorption, thereby enhanc-
ing photosynthesis [48]. Huang et al. demonstrated that 
combining blue and red light can elevate chlorophyll 
concentration [49]. In our study, we observed that blue/
red and red treatments yielded higher chlorophyll levels 
compared to other light treatments (Fig. 3).

Manipulating the light spectrum using LEDs has been 
shown to increase zeaxanthin concentration, facilitating 
stomatal opening and thereby enhancing plant tolerance 
to stress conditions [50]. Hernandez and Kubota have 
suggested that improving the quality of light received by 
plants, particularly through blue and red lights, can result 
in optimal growth and increased tolerance to high-stress 
conditions. This enhancement is attributed to LED lights’ 
capacity to elevate the concentration of antioxidant com-
pounds in plants [51].The capacity of plants to assimilate 
nutrients and generate biomass predominantly hinges 
on their photosynthetic rate. Studies indicate that treat-
ments involving red and blue/red light can markedly 
enhance net photosynthetic rates. This is primarily attrib-
uted to the preferential absorption of red light by Photo-
system II, rendering such treatments more efficacious. 
Prolonged exposure to red light can disrupt the balance 
of excitation rates between photosystems, leading to an 
increased stimulation rate of both Photosystems I and II 

[52]. Additionally, other research has demonstrated that 
exposure to red light enhances the efficiency of immedi-
ate carboxylation [53].

Water use efficiency (WUE) denotes the amount of car-
bon absorbed per unit of water consumed by the plant. 
Simultaneously, internal Water Use Efficiency (WUEi) is 
defined as the ratio of net carbon dioxide uptake to sto-
matal conductance. Supplementary lighting, particularly 
in the red and blue/red light spectrum, has exhibited 
a notable effect on various parameters under any stress 
condition. Specifically, blue light projected against a red 
background has proven effective in augmenting photo-
synthesis [54, 55]. Furthermore, combining red and blue 
light can significantly enhance the activity of enzymes 
associated with photosynthesis formation and augmenta-
tion [56].

It is widely recognized that red light induces stomatal 
opening in isolated epidermis, with the response rely-
ing on the chloroplasts of the guard cells [57]. Stomata 
on a leaf play a pivotal role in facilitating air and water 
exchange with the surrounding environment. The vari-
ous spectra of light received by plants influence the 
dynamic behavior of leaf stomata, thereby affecting the 
rate of air and water exchange, ultimately impacting the 
plant’s photosynthetic efficiency [58]. The response of 
stomata to red and blue light is delineated into two com-
ponents: a photosynthesis-independent component and 
a photosynthesis-dependent component [59, 60]. The 
former can promptly trigger stomatal opening through 
blue light exposure [61], while the latter is mediated by 
red light via photosynthesis [62]. This could elucidate the 
impact of red and blue/red light on the electron transport 
chain. The parameter " gs” denotes the plant’s capacity to 
assimilate carbon dioxide through stomata, consequently 
influencing the photosynthetic rate [63]. Blue light pro-
motes stomatal development [64, 65], yet blue/red light 
exerts a more pronounced effect on stomatal opening 
[63]. Under stress conditions, the influence of red and 
blue/red light on stomatal aperture regulation can aid in 
maintaining a steady state. Blue light exhibits a greater 
influence on this parameter under non-stress conditions. 
In comparison to monochromatic light, the combination 
of blue/red light results in higher “gs” likely because treat-
ment with a high proportion of red light can enhance the 
expression of stomatal growth genes such as ZmSPCH 
and ZmMUTE [66]. The coordinated regulation of all 
constituents of the photosynthetic apparatus ensures the 
internal equilibrium between the efficiency of photosyn-
thetic reactions and the efficiency of reactions involved in 
CO2 assimilation [67]. Plants predominantly absorb blue 
and red light (approximately 90%). Besides direct absorp-
tion by the photosystem, blue light can indirectly impact 
stomatal aperture, which may occur independently of 
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photosynthetic activity (CO2 reduction in the leaf ), 
thereby increasing transpiration without significantly 
affecting photosynthesis [68]. Stomatal opening induced 
by red light results from both the response of stomatal 
guard cells to a decrease in intercellular CO2 concentra-
tion and the direct response of chloroplast guard cells to 
red light [69]. Both blue and red light are crucial for chlo-
rophyll synthesis [70]. Stressful conditions exert a delete-
rious effect on the photosynthetic apparatus, disrupting 
the electron transfer process [71].

Plants grown with supplemental light showed a signifi-
cant increase in ΨE0 and φE0 parameters that could lead 
to better functioning of photosynthetic apparatus and 
then enhancing plant resilience to salinity and alkalin-
ity. The stress condition led to an increase in the electron 
transport current at each reaction center and the excita-
tion probability that moves the electron in the post QA

- 
electron transport system. The results demonstrate that 
the additional light has enhanced the plants’ capacity 
to transport more electrons from the photons absorbed 
in photosystem (II) This improvement means that the 
energy level in the reaction centers is positively regu-
lated, and the electrons can move beyond QA

-. As shown 
in Fig. 11, the parameters of quantum performance and 
performance index and efficiency of water-splitting com-
plexes had the largest contribution to the total changes 
of five optical levels under all stress conditions. Stress 
conditions lead to a reduction in CO2 availability due to 
increased penetration resistance in stomatal and meso-
phyll cells [36]. In such conditions, the photosynthetic 
capacity of plants can be influenced by different wave-
lengths of supplementary light. As depicted in Fig.  10, 
the correlation between gas exchange and chlorophyll 
fluorescence parameters illustrates this phenomenon. 
The plant strives to maintain a balance between carbon 
regeneration and electron transfer to augment its pho-
tosynthetic capacity. These processes underscore a com-
plex relationship between the wavelengths received by 
plants, the impact of environmental stressors, and pho-
tosynthetic responses. It is feasible to optimize the activ-
ity of the photosynthetic apparatus by adjusting light 
spectrum conditions under stress, thereby affecting the 
production of light energy and carboxylation demand. 
When stress reduces the energy demand, excess energy 
can lead to damage or a reduction in the photo phase 
capacity in photosystems [72]. Modifying the wave-
lengths of light received by plants enables us to influence 
stomatal behavior, energy supply, and demand. Our find-
ings revealed that white light also positively impacted 
the photosynthetic apparatus of strawberry plants when 
compared to ambient light conditions. The white spec-
trum encompasses all visible light colors from blue to 
red. Different light spectra can evoke distinct responses 

in the photosynthetic apparatus of plants, with each color 
within the white spectrum possessing specific wave-
lengths and energy levels.

When plants are exposed to white light, photosynthetic 
pigments can absorb various wavelengths of light within 
the spectrum. Each chlorophyll molecule exhibits a char-
acteristic absorption spectrum, with chlorophyll a pre-
dominantly absorbing light in the blue and red regions, 
while chlorophyll b shows absorption peaks in the blue 
and yellow-green regions of the spectrum. The white 
spectrum enables the absorption of light across a broad 
range of wavelengths by these pigments, facilitating opti-
mal energy capture for photosynthesis. Furthermore, the 
white spectrum has been demonstrated to promote over-
all plant growth.

The presence of all colors within the white spectrum 
ensures that plants receive a balanced array of differ-
ent wavelengths, crucial for various physiological pro-
cesses. Additionally, the white spectrum provides the 
requisite energy for synthesizing chlorophyll, enzymes, 
and other components involved in photosynthesis. This 
could explain the positive impact of white light on the 
levels of chlorophyll and carotenoids compared to ambi-
ent light, particularly in stress conditions, as observed in 
the results of this experiment. The availability of diverse 
wavelengths in the white spectrum allows plants to effi-
ciently absorb light energy and enhance photosynthesis.

Understanding the effect of supplemental light on the 
electron transport chain in strawberry plants provides 
insights into how light influences the photosynthetic 
machinery at the molecular level. Supplemental light can 
enhance the rate of electron flow through the electron 
transport chain. Supplementary light increases the avail-
ability of electrons from water molecules and the rate 
of electron flow through the electron transport chain, 
thereby helping to increase the proton gradient and 
optimize ATP production [73]. In addition to ATP, Sup-
plemental light can stimulate the synthesis of NADPH 
by promoting efficient electron transport through the 
chain [74]. Supplemental light helps maintain a balance 
in redox reactions, preventing the accumulation of excess 
electrons and minimizing the potential for oxidative 
stress. This balance is crucial for the overall health and 
productivity of strawberry plants [75]. Understanding the 
intricate relationship between supplemental light and the 
electron transport chain in strawberry plants requires a 
holistic approach that considers light intensity, duration, 
and quality [76].

Conclusions
When plants encounter environmental stress, they 
employ various adaptive strategies influenced by the 
quality of light they receive during photosynthesis and 



Page 17 of 19Malekzadeh et al. BMC Plant Biology          (2024) 24:252 	

gas exchange. In such circumstances, red and blue/red 
light spectrums can significantly improve the efficiency 
of the photosynthetic apparatus. This improvement 
stems from their positive impact on the electron trans-
port chain and the enhancement of plant gas exchange 
parameters, surpassing the effects of other light treat-
ments. By examining and comprehending how differ-
ent complementary light spectra affect plants in diverse 
growth conditions, it becomes feasible to manipulate 
the light spectrum received by plants, thereby enhanc-
ing their stress tolerance. Our findings demonstrate that 
enhancing the quality of light received enables plants to 
augment their photosynthetic activity, absorb maximum 
light energy, and influence their response to environmen-
tal stresses. These results underscore the pivotal role of 
complementary light spectrums in energy absorption, 
regulation of growth and development, and physiological 
functions of plants. Complementary light spectrum can 
yield multiple functional consequences on plants, includ-
ing effects on growth and development, germination and 
flowering, regulation of photosynthesis, morphology, and 
response to environmental stresses. As technology and 
horticultural research progress, growers can capitalize 
on optimized lighting strategies to elevate the photosyn-
thetic efficiency of strawberry plants and enhance overall 
crop productivity.

Supplementary Information
The online version contains supplementary material available at https://​doi.​
org/​10.​1186/​s12870-​024-​04984-y.

Supplementary Material 1. 

Acknowledgements
Not applicable.

Authors’ contributions
M.R.M. and H.R.R. - Conceptualization. M.R.M. and H.R.R. - methodology. M.R.M. 
- software. H.R.R., M.E., M.R.M., P.D., and H.M.K. - validation. M.R.M. - formal 
analysis. M.R.M. - investigation. M.R.M., H.R.R., and M.E. - resources. M.R.M. - data 
curation. M.R.M. - writing original draft preparation. H.R.R., P.D., M.R.M. and 
H.M.K. - writing review and editing. H.R.R. and M.E. - visualization. H.R.R. and 
M.E. - supervision. H.R.R. and M.E. - project administration. All authors have 
read and agreed to the published version of the manuscript.

Funding
The authors are grateful to the Vali-e-Asr University of Rafsanjan for funding 
this study.

Availability of data and materials
The authors declare that the data supporting the findings of this study are 
available within the paper and its Supplementary Information files. Should 
any raw data files be needed in another format they are available from the 
corresponding author upon reasonable request. Source data are provided 
with this paper.

Declarations

Ethics approval and consent to participate
Not applicable.

Consent for publication
Not applicable.

Competing interests
The authors declare no competing interests.

Received: 12 January 2024   Accepted: 3 April 2024

References
	1.	 Capula-Rodríguez R, Valdez-Aguilar LA, Cartmill DL, Cartmill AD, Alia-

Tejacal I. Supplementary calcium and potassium improve the response of 
tomato (Solanum lycopersicum L.) to simultaneous alkalinity, salinity, and 
boron stress. Commun Soil Sci Plant Anal. 2016;47(4):505–11.

	2.	 Ghazali MF, Wikantika K, Harto AB, Kondoh A. Generating soil salinity, soil 
moisture, soil pH from satellite imagery and its analysis. Inf Process Agric. 
2020;7:294–306.

	3.	 Lin J, Yu D, Shi Y, Sheng H, Li C, Wang Y, et al. Salt-alkali tolerance during 
germination and establishment of Leymus chinensis in the Songnen 
Grassland of China. Ecol Eng. 2016;95:763–9.

	4.	 Yang JY, Zheng W, Tian Y, Wu Y, Zhou DW. Effects of various mixed salt-
alkaline stresses on growth, photosynthesis, and photosynthetic pigment 
concentrations of Medicago ruthenica seedlings. Photosynthetica. 
2011;49:275–84.

	5.	 Shi D, Sheng Y. Effect of various salt–alkaline mixed stress conditions on 
sunflower seedlings and analysis of their stress factors. Environ Exp Bot. 
2005;54:8–21.

	6.	 Borawska-Jarmułowicz B, Mastalerczuk G, Pietkiewicz S, Kalaji MH. 
Low temperature and hardening effects on photosynthetic appara-
tus efficiency and survival of forage grass varieties. Plant Soil Environ. 
2014;60:177–83.

	7.	 Kalaji HM, Schansker G, Ladle RJ, Goltsev V, Bosa K, Allakhverdiev SI, et al. 
Frequently asked questions about in vivo chlorophyll fluorescence: 
practical issues. Photosynth Res. 2014;122:121–58.

	8.	 Kalaji HM, Govindjee, Bosa K, Kościelniak J, Żuk-Gołaszewska K. Effects of 
salt stress on photosystem II efficiency and CO2 assimilation in two Syrian 
barley landraces. 2013. p. 768–72.

	9.	 Li Y, Xin G, Wei M, Shi Q, Yang F, Wang X. Carbohydrate accumulation and 
sucrose metabolism responses in tomato seedling leaves when sub-
jected to different light qualities. Sci Hortic (Amsterdam). 2017;225:490–7.

	10.	 Singh D, Basu C, Meinhardt-Wollweber M, Roth B. LEDs for energy effi-
cient greenhouse lighting. Renew Sustain Energy Rev. 2015;49:139–47.

	11.	 Park YH, Ryu HY, Choo HM, Seo MHKBS. Effect of different supple-
ment lights for strawberry growth and fruit quality. Acta Hortic. 
2014;1049:903–6.

	12.	 Massa GD, Kim H-H, Wheeler RM, Mitchell CA. Plant productivity in 
response to LED lighting. HortScience. 2008;43:1951–6.

	13.	 Morrow RC. LED lighting in horticulture. HortScience. 2008;43:1947–50.
	14.	 Liu XY, Chang TT, Guo SR, Xu ZG, Li J. Effect of different light quality of led 

on growth and photosynthetic character in cherry tomato seedling. Acta 
Hortic. 2011;907:325–30.

	15.	 Son K-H, Kim E-Y, Oh M-M. Growth and development of cherry tomato 
seedlings grown under various combined ratios of red to blue led lights 
and fruit yield and quality after transplanting. Prot Hortic Plant Fact. 
2018;27:54–63.

	16.	 Magar YG, Ohyama K, Noguchi A, Amaki W, Furufuji S. Effects of light 
quality during supplemental lighting on the flowering in an everbearing 
strawberry. Acta Hortic. 2018;1206:279–84.

	17.	 Seyedi FS, Mehdi GN, Saeed R. Effects of light spectra on morphological 
characteristics, primary and specialized metabolites of Thymus vulgaris L. 
Heliyon. 2023;10:e23032.

https://doi.org/10.1186/s12870-024-04984-y
https://doi.org/10.1186/s12870-024-04984-y


Page 18 of 19Malekzadeh et al. BMC Plant Biology          (2024) 24:252 

	18.	 Patil G, Oi R, Gissinger A, Moe R. Plant morphology is affected by light 
quality selective plastic films and alternating day and night temperature. 
Gartenbauwissenschaft. 2001;66:53–60.

	19.	 Zheng J, Hu M-J, Yan-Ping G. Regulation of photosynthesis by light qual-
ity and its mechanism in plants. J Appl Ecol. 2008;19:1619–24.

	20.	 Paik I, Huq E. Plant photoreceptors: multi-functional sensory proteins and 
their signaling networks. Semin Cell Dev Biol. 2019;92:114–21.

	21.	 Yu X, Liu H, Klejnot J, Lin C. The cryptochrome blue light receptors. Arab 
B. 2010;8:e0135.

	22.	 Wei H, Hu J, Liu C, Wang M, Zhao J, Kang D, et al. Effect of supplementary 
light source on quality of grafted tomato seedlings and expression of two 
photosynthetic genes. Agronomy. 2018;8:207.

	23.	 Dutta Gupta S, Agarwal A. Artificial lighting system for plant growth and 
development: chronological advancement, working principles, and com-
parative assessment. In: Light emitting diodes for Agriculture. Singapore: 
Springer Singapore; 2017. p. 1–25.

	24.	 Roeber VM, Bajaj I, Rohde M, Schmülling T, Cortleven A. Light acts as a 
stressor and influences abiotic and biotic stress responses in plants. Plant 
Cell Environ. 2021;44:645–64.

	25.	 Sawatdee S, Jarunglumlert T, Pavasant P, Sakihama Y, Flood AE, Prommuak 
C. Effect of mixed light emitting diode spectrum on antioxidants content 
and antioxidant activity of red lettuce grown in a closed soilless system. 
BMC Plant Biol. 2023;23:351.

	26.	 Morgan L. Hydroponic strawberry. Grow Edge. 2003;14:46–57.
	27.	 Lichtenthaler HK. Chlorophylls and carotenoids: Pigments of photosyn-

thetic biomembranes. 1987. p. 350–82.
	28.	 Matlok N, Szostek M, Antos P, Gajdek G, Gorzelany J, Bobrecka-Jamro D, 

et al. Effect of foliar and soil fertilization with new products based on 
calcinated bones on selected physiological parameters of maize plants. 
Appl Sci. 2020;10:2579.

	29.	 Yang CW, Wang P, Li CY, Shi DC, Wang DL. Comparison of effects of salt 
and alkali stresses on the growth and photosynthesis of wheat. Photo-
synthetica. 2008;46:107–14.

	30.	 Li H, Yu T-T, Ning Y-S, Li H, Zhang W-W, Yang H-Q. Hydrogen sulfide 
alleviates alkaline salt stress by regulating the expression of microRNAs in 
malus hupehensis rehd. Roots Front Plant Sci. 2021;12:663519.

	31.	 Yan B, Hou Y. Effect of soil magnesium on plants: a review. IOP Conf Ser 
Earth Environ Sci. 2018;170: 022168.

	32.	 Liu X, Su S. Growth and physiological response of Viola tricolor L. to NaCl 
and NaHCO3 stress. 2023. https://doi.org/10.3390/plants12010178.

	33.	 Akram MS, Ashraf M. Exogenous application of potassium dihydrogen 
phosphate can alleviate the adverse effects of salt stress on sunflower. J 
Plant Nutr. 2011;34:1041–57.

	34.	 Tsai H-H, Schmidt W. pH-dependent transcriptional profile changes in 
iron-deficient Arabidopsis roots. BMC Genomics. 2020;21:694.

	35.	 Stoeva N, Kaymakanova M. Effect of salt stress on the growth and photo-
synthesis rate of bean plants. Agric. 2008;9:385–92.

	36.	 Chaves MM, Flexas J, Pinheiro C. Photosynthesis under drought and 
salt stress: regulation mechanisms from whole plant to cell. Ann Bot. 
2009;103:551–60.

	37.	 Antunović Dunić J, Mlinarić S, Pavlović I, Lepeduš H, Salopek-Sondi B. 
Comparative analysis of primary photosynthetic reactions assessed by 
OJIP kinetics in three brassica crops after drought and recovery. Appl Sci. 
2023;13: 3078.

	38.	 Schreiber U, Bilger W, Neubauer C. Chlorophyll fluorescence as a 
nonintrusive indicator for rapid assessment of in vivo photosynthesis. 
In: Ecophysiology of Photosynthesis. Berlin, Heidelberg: Springer Berlin 
Heidelberg; 1995. p. 49–70.

	39.	 Hu L, Xiang L, Zhang L, Zhou X, Zou Z, Hu X. The photoprotective role of 
spermidine in tomato seedlings under salinity-alkalinity stress. PLoS One. 
2014;9:e110855.

	40.	 Yadav DK, Pospíšil P. Evidence on the formation of singlet oxygen in the 
donor side photoinhibition of photosystem II: EPR spin-trapping study. 
PLoS One. 2012;7:e45883.

	41.	 Pospíšil P. Production of reactive oxygen species by photosystem II. 
Biochim Biophys Acta. 2009;1787:1151–60.

	42.	 He W, Yan K, Zhang Y, Bian L, Mei H, Han G. Contrasting photosynthesis, 
photoinhibition and oxidative damage in honeysuckle (Lonicera japonica 
Thunb.) Under iso-osmotic salt and drought stresses. Environ Exp Bot. 
2021;182:104313.

	43.	 Maxwell K, Johnson GN. Chlorophyll fluorescence—a practical guide. J 
Exp Bot. 2000;51:659–68.

	44.	 Kozuleva M, Goss T, Twachtmann M, Rudi K, Trapka J, Selinski J, et al. 
Ferredoxin:NADP(H) oxidoreductase abundance and location influences 
redox poise and stress tolerance. Plant Physiol. 2016;172:1480–93.

	45.	 Verma S, Mishra SN. Putrescine alleviation of growth in salt stressed 
Brassica juncea by inducing antioxidative defense system. J Plant Physiol. 
2005;162:669–77.

	46.	 Buschmann C, Langsdorf G, Lichtenthaler HK. Imaging of the blue, green, 
and red fluorescence emission of plants: an overview. Photosynthetica. 
2000;38:483–91.

	47.	 Simkin AJ, Kapoor L, Doss CGP, Hofmann TA, Lawson T, Ramamoorthy 
S. The role of photosynthesis related pigments in light harvesting, 
photoprotection and enhancement of photosynthetic yield in planta. 
Photosynth Res. 2022;152:23–42.

	48.	 Ma G, Zhang L, Kato M, Yamawaki K, Kiriiwa Y, Yahata M, et al. Effect of 
blue and red led light irradiation on β-cryptoxanthin accumulation in the 
flavedo of citrus fruits. J Agric Food Chem. 2012;60:197–201.

	49.	 Huang B, Lin B, Li C, Liu X, Liao Z, Liu Y, et al. Effects of LED light quality 
on growth and photosynthetic physiological characteristics in spinach. 
Fujian Agric. 2018;47:403–8.

	50.	 Taiz L, Zeiger E. Plant physiology. Ann Bot. 2003;91:750–1.
	51.	 Hernández R, Kubota C. Physiological responses of cucumber seedlings 

under different blue and red photon flux ratios using LEDs. Environ Exp 
Bot. 2016;121:66–74.

	52.	 Gao M, Xu Y, Chang X, Dong Y, Song Z. Effects of foliar application 
of graphene oxide on cadmium uptake by lettuce. J Hazard Mater. 
2022;398:122859.

	53.	 Wang H, Gu M, Cui J, Shi K, Zhou Y, Yu J. Effects of light quality on CO2 
assimilation, chlorophyll-fluorescence quenching, expression of Calvin 
cycle genes and carbohydrate accumulation in Cucumis sativus. J Photo-
chem Photobiol B Biol. 2009;96:30–7.

	54.	 Lee G, Yoon J, Lee M. Effects of irradiation quantities of mixed red 
and blue LEDs on the growth, total flavonoids and phenolic com-
pound contents of leaf lettuce grown in plant factory. Acta Hortic. 
2015;1107:245–50.

	55.	 Zhang Y, Kaiser E, Zhang Y, Yang Q, Li T. Red/blue light ratio strongly 
affects steady-state photosynthesis, but hardly affects photosyn-
thetic induction in tomato (Solanum lycopersicum). Physiol Plant. 
2019;167:144–58.

	56.	 Di Q, Li J, Du Y, Wei M, Shi Q, Li Y, et al. Combination of red and blue lights 
improved the growth and development of eggplant (Solanum melon-
gena L.) seedlings by regulating photosynthesis. J Plant Growth Regul. 
2021;40:1477–92.

	57.	 Zeiger E. The biology of stomatal guard cells. Annu Rev Plant Physiol. 
1983;34:441–74.

	58.	 Matthews JSA, Vialet-Chabrand S, Lawson T. Role of blue and red light in 
stomatal dynamic behaviour. J Exp Bot. 2020;71:2253–69.

	59.	 Lawson T. Guard cell photosynthesis and stomatal function. New Phytol. 
2009;181:13–34.

	60.	 Shimazaki K, Doi M, Assmann SM, Kinoshita T. Light regulation of stomatal 
movement. Annu Rev Plant Biol. 2007;58:219–47.

	61.	 Zeiger E, Talbott LD, Frechilla S, Srivastava A, Zhu J. The guard cell 
chloroplast: a perspective for the twenty-first century. New Phytol. 
2002;153:415–24.

	62.	 Sharkey TD, Raschke K. Effect of light quality on stomatal opening in 
leaves of Xanthium strumarium L. Plant Physiol. 1981;68:1170–4.

	63.	 Lim S, Kim J. Light quality affects water use of sweet basil by changing its 
stomatal development. Agronomy. 2021;11:303.

	64.	 Boccalandro HE, Giordano CV, Ploschuk EL, Piccoli PN, Bottini R, Casal 
JJ. Phototropins but not cryptochromes mediate the blue light-specific 
promotion of stomatal conductance, while both enhance photosynthesis 
and transpiration under full sunlight. Plant Physiol. 2012;158:1475–84.

	65.	 Pillitteri LJ, Torii KU. Mechanisms of stomatal development. Annu Rev 
Plant Biol. 2012;63:591–614.

	66.	 Liu TD, Zhang XW, Xu Y. Influence of red light on the expression of 
genes on stomatal formation in maize seedlings. Can J Plant Sci. 
2020;100:296–303.

	67.	 Van Heerden PDR, Swanepoel JW, Kruger GHJ. Modulation of photosyn-
thesis by drought in two desert scrub species exhibiting C3-mode CO2 
assimilatio. Environ Exp Bot. 2009;61:124–36.



Page 19 of 19Malekzadeh et al. BMC Plant Biology          (2024) 24:252 	

	68.	 Mathur S, Jajoo A, Mehta P, Bharti S. Analysis of elevated temperature-
induced inhibition of photosystem II using chlorophyll a fluorescence 
induction kinetics in wheat leaves (Triticum aestivum). Plant Biol. 
2011;13:1–6.

	69.	 Strasser RJ, Tsimilli-Michael M, Srivastava A. Analysis of the chlorophyll a 
fluorescence transient. 2004. p. 321–62.

	70.	 Oukarroum A, Bussotti F, Goltsev V, Kalaji HM. Correlation between 
reactive oxygen species production and photochemistry of photosys-
tems I and II in Lemna gibba L. plants under salt stress. Environ Exp Bot. 
2015;109:80–8.

	71.	 Wang H, Takano T, Liu S. Screening and evaluation of saline–alkaline 
tolerant germplasm of rice (Oryza sativa L.) in soda saline–alkali soil. 
Agronomy. 2018;8:205.

	72.	 Matuszyńska A, Saadat NP, Ebenhöh O. Balancing energy supply 
during photosynthesis – a theoretical perspective. Physiol Plant. 
2019;166:392–402.

	73.	 Chadee A, Alber NA, Dahal K, Vanlerberghe GC. The complementary 
roles of chloroplast cyclic electron transport and mitochondrial alterna-
tive oxidase to ensure photosynthetic performance. Front. Plant Sci. 
2021;12:748204.

	74.	 Kramer DM, Evans JR. The importance of energy balance in improving 
photosynthetic productivity. Plant Physiol. 2011;155:70–8.

	75.	 Guiamba HDSS, Zhang X, Sierka E, Lin K, Ali MM, Ali WM, et al. Enhance-
ment of photosynthesis efficiency and yield of strawberry (Fragaria 
Ananassa Duch) Plants via LED systems. Front Plant Sci. 2022;13:918038.

	76.	 Paradiso R, Proietti S. Light-quality manipulation to control plant growth 
and photomorphogenesis in greenhouse horticulture: the state of the 
art and the opportunities of modern led systems. J Plant Growth Regul. 
2022;41:742–80.

Publisher’s Note
Springer Nature remains neutral with regard to jurisdictional claims in pub-
lished maps and institutional affiliations.


	Improving strawberry plant resilience to salinity and alkalinity through the use of diverse spectra of supplemental lighting
	Abstract 
	Background 
	Results 
	Conclusions 

	Background
	Materials and methods
	Plant material, planting conditions, and light treatments
	Photosynthetic pigments and carotenoids
	Leaf gas exchange measurements
	Chlorophyll fluorescence measurements
	Experimental design and data analysis

	Results
	Photosynthetic pigments
	Leaf gas exchange analyses
	Prompt chlorophyll a fluorescence
	Chlorophyll fluorescence parameters and induction curves
	JIP-test parameters
	Correlation analysis
	Principal component analysis

	Discussion
	Conclusions
	Acknowledgements
	References


