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Abstract
Background

Selenium is an essential micronutrient in human metabolism. However, the Se level in foods is far below
the standards due to the fact that it is de�cient in two thirds of arable soils. Therefore, consuming Se-
enriched plant products which convert inorganic Se into organic Se might be a safe and effective way to
supplement Se for the human body. Paeonia ostii is a unique medicinal and edible plant in China, and
also a new special woody oil crop. It serves as a perfect mediator for Se bioforti�cation. In this report the
effects of nano-Se foliar application on photosynthetic parameters, physiological characteristics and Se-
enrichment effect in various plant organs of P. ostii cultivar Feng Dan were investigated in randomized
complete block design experiments with different doses of spray in Se-de�cient soils.

Results

By contrast to the control, nano-Se sprays enhanced net photosynthetic rate, transpiration rate, stomatal
conductance, intercellular CO2 concentration, and chlorophyll content of Feng Dan. The content of
soluble sugar, soluble protein, proline and activities of superoxide dismutase and peroxidase were
increased while malondialdehyde content was signi�cantly reduced. The stimulatory effect at
concentrations of 6.00 and 8.25 g·hm-2 was the best in this study. nano-Se application signi�cantly
increased the Se content in all organs of Fengdan except the root compared to the control, and Se
contents in various organs were increased paralleled with the increase of concentrations applied, and
ordered as follows under suitable concentration, Testa > leaf > kernel > stem > root.

Conclusions

The above results show that nano-Se sprays at concentrations of 6.00-8.25 g·hm-2 stimulated the growth
of Feng Dan and achieved the best Se-enrichment effect in this study. It also proved that the Se
bioforti�cation effect depends on its dosage applied and types of plant organs. These results provide
guidance on Se enrichment of horticultural crops.

Background
As an essential microelement of animals, selenium (Se) has important physiological functions and
extensive pharmacological properties, such as maintaining normal reproductive function, anti-virus and
anti-oxidation functions, regulating immune function, and preventing several diseases (Shalini and
Bansal 2005; Ansar 2016). Adequate supplementation of Se can enhance the organism immune ability
and delay senescence, while Se de�ciency can directly or indirectly cause diseases such as Keshan and
Kaschin-Beck (Mehdawi and Pilon-Smits 2012; Fordyce et al. 2013). Therefore, Se nutrition research has
received more attention over the past few decades. However, a large number of people may have
inadequate Se intake worldwide (Combs 2001). China is one of the most Se-de�cient countries, with Se-
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de�cient soil area accounting for about 72% of the country's land area (Han et al. 2013), which is simply
not enough to allow dependence on natural foods to meet organic Se needs (Buber et al. 1995).

Plants are a critical vector in the natural Se ecological cycle. They are also the main and most effective
source of Se for animals (Germ et al. 2007; Hou et al. 2018). Therefore, to increase human Se intake,
bioforti�cation technology has been proposed to effectively increase plant Se content in Se-de�cient
area. In recent years, studies have assessed the Se-enrichment capacity of species or varieties (Bañuelos
et al. 1997; Wu et al. 2003; Zahedi et al. 2009; Lee et al. 2011); absorption, distribution characteristics,
and metabolic mechanism of Se in plants (Xu and Hu, 2004; Mehdawi and Pilon-Smits, 2012; Ghader,
2013), and in�uence of environmental factors on plants Se absorption and aggregation (Liu et al. 2017;
Li et al. 2008; Hajiboland et al. 2015; Sattar et al. 2019; Mandana et al. 2019). However, existing research
has mainly focused on crops, vegetables, fruits, tea, or other plants (Xu and Hu 2004; Zhao et al. 2005;
Ghader 2013; Maseko et al. 2013; Han et al. 2013; Hassan et al. 2014; Maryam et al. 2016; Li et al. 2018).

The absorption of Se by plants and its biological e�cacy are closely related to the method of exogenous
Se application, the state of Se fertilizer, and plant species (Wang and Xu 2008; Lee et al. 2011; Hassan et
al. 2014; Nawaz et al. 2015). Currently, Se content can be increased in plants by soil fertilization, foliar
applications, hydroponics, or aeroponic cultivation in a nutrient solution containing Se, and soaking
seeds in Se solution before sowing (Germ et al. 2007; Hassan et al. 2014), and the main application
methods of Se fertilizer are soil fertilizer and foliar spray application. Se foliar applications can be quickly
absorbed by leaves and transported, obviously increasing the contents of Se and essential amino acids
content in plants, and can decrease the in�uence of soil factors and greatly reduce the quantity of Se
fertilizer (Johnsson 1991). However, as a nutrient element, the window between Se de�ciency and toxicity
to animals is extremely narrow (Mehdawi and Pilon-Smits 2012; Fordyce et al. 2013).

Within the safe range, Se fertilization can signi�cantly increase photosynthetic and transpiration rate in
plants, improve total soluble sugar and free amino acid accumulation, enhance root activity and redox
capacity, improve root: shoot ratio, promote seedling growth, biomass accumulation, and conversion of
organic Se and protein Se, increasing Se content in plants to different degrees, and improving plant cell
penetration protection ability, antioxidant system activity, and ultraviolet resistance. Se fertilization can
also increase plant resistance to stresses, slow down the aging process, and play a signi�cant role in
promoting vegetative growth and reproductive growth of plants (Germ et al. 2007; Zhang M et al. 2014;
Nawaz et al. 2015; Deng et al. 2017; Li et al. 2018; Zhang et al. 2019; Alam et al. 2019). However, high
concentrations of exogenous Se may lead to poor growth, slow growth, and reduced yield and quality
(Germ et al. 2007; Garousi et al. 2015). As it is di�cult to control the application amount, Se fertilizer
products with high e�ciency, low toxicity, and no pollution are always emphatically studied. In recent
years, different Se forms, have been widely used in plant nutrition fertilization studies, including organic
and some salts such as selenite and selenite. Furthermore, nanoparticles of elemental Se have gained
attention as a possible source of this bene�cial element. Nano-Se is a kind of nano-elemental Se with
protein as a dispersant, and has different absorption and metabolism patterns in the organism than
those of traditional Se sources, since the unique and subtle spatial structure and the nanometer scale of
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nano-Se is the length scale possessed by most of the body’s natural materials, and studies have shown
that nano-Se has comparable e�cacy to organic, selenite, and selenite in biological activities, and lower
toxicity among various Se forms (Jani et al. 1992; Florence 1998; Tran and Webster 2008; Hassan et al.
2014; Song et al. 2017). Therefore, owing to its high bioavailability and low environmental pollution,
nano-Se has become a popular material in Se nutrition research (Zhang et al. 2008; Haghighi et al. 2014;
Li et al. 2018).

Tree peony (Paeonia suffruticosa Andr.) is a perennial deciduous shrub belonging to Sect. Moutan DC. of
Paeonia L. (Paeoniaceae). It is indigenous to China and has been cultivated and used for 2,000 years as
garden �owers (peonies) and medicinal plants (cortex moutan) (Jin et al. 2015; Li et al. 2015). Recent
studies have found that, peony seed oil contains several unsaturated fatty acids such as linolenic, oleic,
and linoleic acid, VE, stilbenes, �avonoids, and other nutritional and pharmacological components. Peony
seed oil has high nutritional value and medical and health care functions, e.g. anti-tumor, anti-
in�ammatory, improvement of cardiovascular, and immune. Therefore, peony is also an excellent
medicinal and edible homologous plant (Li et al. 2015; Han et al. 2018). In 2011, peony seed oil was
approved as a woody edible oil in China by the Minister of Health of China. Currently, woody oil
development has become the main channel and trend to solve the shortage of edible oil, as some
Western European countries have basically realized the woody edible oil, the self-su�ciency rate of edible
vegetable oil in China is only about 40%, and mostly comes from herbal oil plants (Wang 2020). Thus,
developing and utilizing peony seed oil is of great signi�cance. However, Se-related research is rarely
reported on peony, as a new oil plant.

wild Paeonia ostii T. Hong et J. X. Zhang is a rare species of peony and the one of the most famous
medicines in China, with high seeding rate and seed oil content. Feng Dan is a cultivar of P. ostii, which is
mainly distributed in the area of Fenghuang Mountain and Nanling Western Hills in Tongling, Anhui
Province, where it came from (Hong and Pan 1999; Li et al. 2007). Feng Dan has been planted in a large
area in China with strong growth adaptability and high seed yield (Li et al. 2015), In recent years, studies
have focused on cultivation and extraction technology, oil accumulation, variety selection, and gene
sequencing of Feng Dan (Wang and Staden 2002; Li et al. 2007; Qin et al. 2009; Jin et al. 2015; Li et al.
2015; Han et al. 2018). However, the effects of Se fertilizer nutrition on Se enrichment, photosynthesis,
and physiological characteristics on Feng Dan have not been reported.

In this study, the effect of different foliar application concentrations of nano-Se solutions on Feng Dan
photosynthetic characteristics, osmotic cell protection ability, activity of antioxidant system, and Se-
enrichment effect on different organs were explored to provide a theoretical basis for the scienti�c
production of Feng Dan. The aims of this study were (i) to study the effects of nano-Se on photosynthetic
and physiological characteristics in P. ostia, (ii) investigate the Se content of P. ostii 'Feng Dan' after the
foliar application of different nano-Se concentrations, and (iii) determine the optimum foliar application
concentration that could not only promote Feng Dan photosynthesis and physiological activity, but also
increase its Se content, providing theoretical basis for the cultivation and management of the crop.
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Materials And Methods
Site characteristics

The study was conducted in the experimental �eld of Heifeng Village, Taigu district, Jinzhong, Shanxi
Province (112°64′E, 37°34′N), located in the east margin of the Loess Plateau in the west of North China.
The area is characterized by a temperate, semi-arid continental, and monsoonal climate, with an average
annual temperature of 8–10°C. The mean temperature in August is 27–29 ℃, with minimum and
maximum monthly temperatures of 9 ℃ and 38 ℃. The average frost-free period is 175 d, with an
average annual precipitation of 600 mm, most of which falls in summer, between June and September.

The study soil type is carbonate brown soil, pH value ranges from 6.2 to 8.1, with average organic matter,
total nitrogen, and available phosphorus content of 17.45, 0.86 and 18.37 g·kg−1, respectively, available
potassium and total Se content of 196.88 and 0.27 mg·kg−1, belonging to the Se-de�cient area.

Experimental treatments

The tested materials were 5-year-old 'Feng Dan' with strong and consistent growth, and the planting
density was 45 000 plants·hm−2. Nano-Se fertilizer was provided by Shanxi University and its particle size
was 91.28-531.2nm. Se foliar application was performed at �ve experimental treatments levels, i.e. 0,
1.50, 3.75, 6.00 and 8.25g·hm−2 (CK, S1, S2, S3 and S4, respectively) by drone. The experiment had a
completely random block design and three replications.

Nano-Se foliar application was carried out for the �rst time at the end of the �owering stage of 'Feng Dan'
in mid-June 2018 and 2019 which is the early stage of kernel formation. The spraying interval was 15 d,
and application was supplemented in case of rain.

Parameter measurement

From the middle to the end of August, 2018 and 2019, the photosynthetic parameters of 'Feng Dan'
leaves under different nano-Se foliar application treatments were measured using LI-6400 (Li-COR, USA).
In this study, photosynthetic parameters included net photosynthetic rate, transpiration rate, intercellular
CO2 concentration, and stomatal conductance.

Leaf samples were collected at 9:00 to 10:00. Healthy leaves were sampled in the middle and upper part
of the plant, washed with clean water, and dried to determine chlorophyll content and other physiological
indices. Chlorophyll content was determined by the 80% acetone extraction method (Pirzad et al. 2011),
soluble protein, soluble sugar, and proline content were determined by G-250 Coomassie brilliant blued,
anthrone colorimetry, and ninhydrin colorimetry method (Drabik et al. 2016; Sinay and Kruwal 2014, KOÇ
et al. 2010), respectively. Superoxide dismutase (SOD), peroxidase activity (POD), and malondialdehyde
(MDA) content were determined by NBT Illumination, Guaiacol assay, and thiobarbituric acid method (Xue
et al. 2001; Cakmak and Marschner 1992; Hu et al. 2013), respectively.
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Different organ samples such as the root, stem, leaves, testa, and kernel, were collected for Se content
determination at the maturity stage of Feng Dan seeds. The samples were washed and dried in an oven
at 80 ℃ for 24 h, and then crushed into powder. Then, Se content was determined by atomic �uorescence
spectrometry.

Data analysis

All data were statistically analyzed using SPSS 12.0 software, and the mean values of each treatment
group were subjected to multiple comparisons analysis using least signi�cant difference (LSD) test and a
signi�cance level of p < 0.05.

Results
Effects of Se on the photosynthetic parameters and chlorophyll content of Feng Dan

Diurnal variations in photosynthetic characteristics of Feng Dan leaves under different Se foliar
application were plotted (Fig. 1), and compared through LSD test (Table 1), and their chlorophyll content
was compared with ANOVA and LSD test (Fig. 2).

Table 1
Effect of Se application on photosynthetic characteristics of Feng Dan

Treatment Net
photosynthetic
rate

/µmol·m−2·s−1

Transpiration
rate

/µmol·m−2·s−1

Internal carbon dioxide
concentration

/µmol CO2·mol-1

Stomatal
conductance

/µmol·m−2·s−1

CK 8.47±0.55 a 2.18±0.09 a 171.38±7.35 a 0.14±0.02 a

S1 11.48±0.67 bc 2.82±0.13 b 211.94±11.82 b 0.16±0.02 ab

S2 11.71±0.73 bc 2.94±0.17 bc 196.94±8.63 ab 0.16±0.03 ab

S3 12.26±1.03 c 3.36±0.21 c 214.92±11.42 b 0.21±0.02 b

S4 9.74±0.73 ab 2.96±0.18 bc 191.99±6.73 ab 017±0.02 ab

F 4.320 6.829 3.448 1.599

P 0.003 <0.001 0.012 0.182

The data in the table are mean value ± standard error, and lowercase letters indicate the signi�cant
difference between the treatments based on the LSD-test (p < 0.05).

According to Fig. 1a, the net photosynthetic rate of Feng Dan leaves under Se foliar application
treatments was higher than that in CK, and its diurnal variation trend was generally a "bimodal" curve,
with the �rst peak value at 10:00, when the net photosynthetic rate of reached the highest value, an
obvious photosynthetic midday depression at 14:00, and a second relatively smaller peak at 16:00. The
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net photosynthetic rate of Feng Dan leaves under Se foliar application treatments was higher than that of
CK (Table 1), and signi�cantly different between S3, S2 and S1 treatments, and CK (p < 0.05). According
to daily mean value of net photosynthetic rate, treatments were ordered as S3 > S2 > S1 > S4 > CK.

The diurnal transpiration rate variation of Feng Dan leaves under Se foliar application treatments was
similar to a "unimodal" curve (Fig. 1b), with transpiration rate rising from 8:00, peaking at 12:00, and then
falling rapidly, while that of CK leaves reached its peak value at 10:00, which was signi�cantly lower than
that of treatments, S2, S3, and S4 (p < 0.05). The transpiration rate of Feng Dan leaves after Se foliar
application was signi�cantly higher than that of CK (p < 0.05, Table 1), and according to daily average
transpiration rate, treatments were ordered as S3 > S2 > S4 > S1 > CK.

The diurnal variation of intercellular CO2 concentration in leaves of Feng Dan generally showed a 'U'
shaped curve. With the increase of environmental temperature from 8:00, the intercellular CO2

concentration decreased, and were maintained at a low level from 10:00 to 16:00 (Fig. 1c). At 16:00, the
intercellular CO2 concentration under Se treatment was signi�cantly higher than that of CK (p < 0.05). The
intercellular CO2 concentration of Feng Dan leaves under Se foliar application were higher than that of
CK, with statistical signi�cance for S1 and S3 treatment (p < 0.05, Table 1). According to the daily
intercellular CO2 concentration mean value, treatments were ordered as S3 > S1 > S2 > S4 > CK.

The diurnal variation of stomatal conductance in Feng Dan leaves initially increased, then decreased, and
�nally increased (Fig. 1d). The stomatal conductance of Feng Dan under Se foliar application was
signi�cantly higher than that of CK from 8:00 to 10:00. At 10:00, the stomatal conductance of Feng Dan
reached its peak value, and then decreased with increasing environmental temperature. During the time
period from 12:00 to 16:00, the values were maintained at a low level under different Se treatments, and
then increased. At 10:00, stomatal conductance of leaves under Se treatments was signi�cantly higher
than that of CK (p < 0.05), and those in S2 and S3 treatments were signi�cantly higher than those under
S1 and S4 (p < 0.05). The stomatal conductance of Feng Dan leaves under Se foliar application was
higher than that of CK, being signi�cantly different between S3 and CK (p < 0.05, Table 1). According to
mean stomatal conductance, treatments were ordered as S3 > S4 > S2 > S1 > CK.

Figure 2 showed that foliar Se application increased the chlorophyll content of Feng Dan leaves.
Compared with that of CK, chlorophyll content increased by 23.26%, 9.30%, 29.07%, and 13.95% under
treatments S1−S4, respectively. Among them, the chlorophyll content in S3 was the highest, and those
under S3 and S1 were signi�cantly higher than that of CK (p < 0.05).

Effects of Se on Feng Dan physiological parameters

The soluble protein content, soluble sugar content, proline content, SOD and POD activity, and MDA
content of Feng Dan leaves were compared using ANOVA and LSD test among different nano-Se foliar
application (Fig. 3).
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Se foliar application improved the soluble protein, soluble sugar, and proline content of Feng Dan leaves
(Fig. 3a−c). Compared with those in CK, soluble protein content increased by 15.48%, 9.68%, 21.29%, and
33.55%, soluble sugar content increased by 39.17%, 35.30%, 41.21%, and 57.48%, and proline content
increased by 14.38%, 25.86%, 24.71%, and 24.14% under S1−S4 treatment, respectively. Among them, the
soluble protein content under S4 treatment was signi�cantly higher than that of CK (p < 0.05). The
soluble sugar content under Se treatment was signi�cantly higher than in CK (p < 0.05), and treatment S4
had the highest soluble sugar content. Meanwhile, the proline content of under treatment S2 was
signi�cantly higher than that of CK (p < 0.05).

Se foliar application increased SOD and POD activities in Feng Dan leaves, and signi�cantly reduced
MDA content (Fig. 3d−f). Compared with those in CK, SOD activity increased by 8.17%, 21.37%, 12.59%,
and 12.97%, POD activity increased by 21.21%, 31.14%, 56.85%, and 34.46%, and MDA content decreased
by 32.26%, 33.40%, 33.52%, and 38.71%, in Feng Dan leaves under treatments S1−S4, respectively.
Among them, both SOD and POD activities under treatments S2−S4 were signi�cantly higher than those
of CK (p < 0.05), S2 treatment had the highest SOD activity, S3 treatment had the highest POD activity,
and MDA content under treatments S1−S4 was signi�cantly lower than that of CK (p < 0.05), while
treatment S4 had the lowest MDA content.

Effects of Se on the Se content indifferent organs of Feng Dan

Se contents in the root, stem, leaf, testa, and kernel of Feng Dan under different Se treatments were
compared by ANOVA and LSD test (Fig. 4).

Se content in the root, stem, leaves, testa, and kernel of Feng Dan increased with the concentration of Se
foliar application (Fig. 4).

In the root, Se content was 1.12, 1.16, 1.22, and 1.24 times higher than that of the control under S1−S4
treatment, respectively, but there was no signi�cant difference in Se content between treatments (p >
0.05). Se content in root was 0.01−0.02mg·kg−1.

In the stem, Se content was within the range of 0.01−0.35mg·kg−1, and Se foliar application signi�cantly
increased the Se content of Feng Dan (p < 0.05). Se content in the stem under S2−S4 treatment was
signi�cantly higher than that under treatment S1 and CK (p < 0.05), and that under S1−S4 treatment was
6.00, 8.89, 8.88, and 10.01 times that of the control, respectively.

In the leaves, Se content ranged from 0.05 to 2.50 mg·kg−1, and it was signi�cantly higher under
treatment S2−S4 than under S1 and CK (p < 0.05), being 1.44, 14.90, 19.63, and 22.07 times that of the
control under treatment S1−S4, respectively.

In the testa, Se content was 0.005−2.500mg·kg−1, and was signi�cantly increased by foliar application
compared to that of CK (p < 0.05), being signi�cantly higher in treatment S3 and S4 than under S1 and S2
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(p < 0.05); Se content in testa was 12.71, 23.09, 253.80, and 255.41 times that of the control under
S1−S4, respectively.

In the kernel, Se content was 0.005−1.200mg·kg−1, being signi�cantly higher under treatment S1−S4 than
that in the control group (p < 0.05). Se content in the kernel under the treatment S3 and S4 was
signi�cantly higher than that under S1 and S2 (p < 0.05), being 17.34, 21.64, 58.14, and 61.93 times that
of CK under S1−S4, respectively.

Discussion
Photosynthetic characteristics and chlorophyll content

In this study, both net photosynthetic rate and stomatal conductance of 'Feng Dan' leaves peaked at
10:00, with transpiration rate also increasing signi�cantly. Then, net photosynthetic rate gradually
decreased with increasing temperature, reaching an obvious photosynthetic midday depression at 14:00,
which indicated that high temperature, high light, and low humidity in summer lead to high leaf surface
temperature and water metabolism disorder, which inhibits the activity of enzymes involved in the
photosynthetic process. Meanwhile, leaves stomatal closure and intercellular CO2 concentration
decreased rapidly, decreasing net photosynthetic rate, which was consistent with previous research
results (Zhang Z-H et al. 2014).

Se foliar application improved the net photosynthetic rate, transpiration rate, and stomatal conductance
of leaves and had a signi�cant effect on plant photosynthesis. Even in the period of high temperature
and high light from 12:00 to 16:00, Feng Dan net photosynthetic and transpiration rates were still
relatively high under Se treatment. At 16:00, Feng Dan net photosynthetic rate showed a small second
peak under treatment S1, S2, and S3, while transpiration and net photosynthetic rate of CK were at a
lower level, which showed that within a certain concentration range, appropriate Se supplementation can
increase Feng Dan leaves stomatal conductance, improve photosynthetic and transpiration rate, and thus
effectively improve growth and development of vegetative organs. Increasing intercellular CO2

concentration will affect the net photosynthetic rate of plants. After Se treatments, daily mean
intercellular CO2 concentration of Feng Dan leaves was signi�cantly higher than that of CK, maybe owing
to Se application increasing the size of intercellular spaces in the mesophyll, resulting in the increase of
leaf thickness and dry mass. This indicated that Se improved the net photosynthetic rate of leaves by
increasing intercellular CO2 concentration, which is consistent with the results of Alves on tomatoes
(Alves et al. 2020).

Chlorophyll content is closely related to photosynthesis, and the increase in chlorophyll helps plants to
increase light energy capture. Padmaja believed that Se could adjust the interaction of sulfhydryl-
containing enzymes 5-aminolevulinic acid dehydratase and porphobilinogen deaminase, and then
regulate the chlorophyll synthesis (Padmaja et al. 1990). Moreover, Pezzarossa found that Se also
inhibited chlorophyll degradation in a study of hydroponic tomatoes (2014). In this study, Se foliar
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application signi�cantly increased the chlorophyll content of Feng Dan leaves, and chlorophyll content
increased with increasing Se concentration, which was consistent with the previous research results
(Moldovan et al. 2009; Sharma et al. 2014; Naim et al. 2017). It was proved that under natural conditions,
in the summer high temperature season, high light intensity and long light duration would inhibit
chlorophyll synthesis to some extent (Aarti et al. 2007; Sun et al. 2008), and appropriately applying Se
could promote the increase of chlorophyll content and net photosynthetic rate.

Physiological and biochemical index

Soluble protein, soluble sugar, and proline are important nutrient and osmotic regulating substances in
plants. In this study, Se foliar application signi�cantly increased the soluble protein and soluble sugar
content of Feng Dan, both increasing with increasing Se concentration, which was similar to the results of
Turakainen's study (2004). In plants, soluble protein has strong water retention and may act as a
protective agent for dehydration; therefore, its content increase in dry environments can play a positive
and effective role in the protection of Feng Dan. Soluble proteins contain various enzymes that regulate
metabolism, e.g. RuBP carboxylase accounts for more than 50% of the soluble protein content (Kung and
Holder 1984), it plays an important role in photosynthesis, and its content increase may also enable Feng
Dan to maintain a high photosynthetic rate. Changes in soluble sugar content are an important indicator
of carbohydrate metabolism in plants, and can also re�ect the carbohydrates synthesis and transport,
which could re�ect the environmental in�uence the plants growth and development. The increase in
soluble sugar content can be considered as an adaptive defense response of plants by regulating speci�c
enzyme metabolism or osmotic balance (Seppänen et al. 2003; Kuznetsov et al. 2003). Proline can
promote protein hydration in the plant, increase the protein gel water area and soluble protein, participate
in chlorophyll synthesis, reduce cell osmotic potential to maintain pressure, stabilize macromolecular
material, and maintain the normal function of the cell membrane. Therefore, the increase in proline
content can enhance plant resistance to adversity (Szabados and Savouré 2010). In this study, Se
application signi�cantly increased the proline content of Feng Dan, and enhanced their ability to resist
adversity, which was consistent with the research results of Khan et al. (Khan et al. 2015).

In plants, as important protective enzymes, SOD and POD are considered free radical scavengers, and
changes in their activity re�ect the metabolism of free radicals in organisms to a certain extent. MDA is a
highly active lipid peroxide, which affects the �uidity of cytomembrane and the binding force of proteins
on the membrane with enzymes. It is an important parameter to re�ect the potential antioxidant capacity
of organisms, and an important index of plant aging and resistance physiology. Thus, to assess the
extent of damage to the plasma membrane system peroxidation and resistance of plants, the degree of
membrane lipid peroxidation can be determined by measuring MDA content (La et al. 2011; Ebrahimi et
al. 2016). In this study, compared with those in CK, Se treatment signi�cantly increased SOD and POD
activity of Feng Dan, and signi�cantly reduced MDA content, maybe owing to Se directly participating in
the enzymatic or non-enzymatic antioxidant process of organisms as a component of glutathione
peroxidase (GSH-Px) system. In Feng Dan, Se improves the GSH-Px activity and promotes the toxic
peroxide reduction into non-toxic hydroxyl compounds. Meanwhile, it promotes H2O2 decomposition,
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improves the cell antioxidant ability and membrane stability, balance of free radicals in plants, and
reduces cell membrane permeability, protecting the cell membrane structure and function from
interference and damage of oxide (Hartikainen et al. 2000). Results were consistent with those of Xue
(Xue et al. 2001) and Alyemeni (Alyemeni et al. 2018).

It can be concluded that, in the summer, high temperature and high light conditions may induce plants to
produce a large number of reactive oxygen species (ROS) through various pathways, and the scavenging
capacity of ROS decreased, leading to accumulation of active oxygen free radicals, which can cause
damage to cells and affect the growth and biomass accumulation of Feng Dan. However, appropriate Se
application can reduce the environmental damage on the plant cell, retarding cell senescence.

Se content in different organs of Se enrichment Feng Dan

Se absorption by plants is similar to that of other nutrient elements. Within a certain range, the absorption
of elements in edible parts of plants increases with the application dosage, which is the theoretical basis
of applying exogenous Se to Se-enrich plants (Liu et al. 2016; Hou et al. 2018). Se absorption varies
among plant species; the growth of non-Se-enriched plants will be inhibited in high-Se environment, even
suffering Se- poisoning. However, Se-enriched plants in the same environment do not suffer from Se-
poisoning, and can grow normally even at Se concentrations exceeding 400 mg·kg−1 (Shrift 1969). In this
study, compared with those in CK, Se foliar application signi�cantly increased Se content in various
organs such as the root, stems, leaves, testa, and kernel of Feng Dan, with increasing Se content in
various organs of Feng Dan with increasing Se concentration, which was the same conclusion as that of
Zhang’s study on rice (Zhang M et al. 2014). After nano-Se is absorbed by the leaves, nano-Se may be
transported to various organs within a certain period of time and transformed into organic Se, or
converted into organic Se in the leaves and transported to other organs, and most Se eventually
accumulate in this form. In this study, the highest Se concentration treatment had no signi�cant toxic
effect on Feng Dan, which implies that Feng Dan has a strong Se-enrichment ability.

Meanwhile, Se movement and distribution in plants also depend on the location of Se absorption by
plants. For example, with soil Se application, most Se stays in the root, while only a small portion is
transported to the stem and leaves (Zhang M et al. 2014), while foliar application with selenite
signi�cantly increased Se content in the leaves (Hu et al. 2003). In this study, under relatively high
concentrations treatments S3 and S4, Se content was the highest in the testa, being signi�cantly higher
than that in other organs (p < 0.05), followed by that in leaves, kernel, stems, and roots. Therefore, it can
be inferred that after Se foliar application, plant leaves would absorb and transform Se �rst, which then
was continuously transported to organs such as the testa and kernel together with other nutrients during
the organ forming stage. Finally, most Se accumulated in the product organs as organic Se, which
conforms to the general transfer route of nutrient elements in plants after foliar application (Boynton
1954; Germ et al. 2007).
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In this study, the collection and determination of Se content of different organs, such as Feng Dan roots,
were performed only for seeds in the mature stage. Thus, the dynamic monitoring of Se content in
different organs at different stages of seed growth, such as the early seed formation, rapid growth, and
inclusions enrichment stages, would be an area of valuable future research. Furthermore, the application
concentration of nano-Se was 1.50- 8.25 g· hm−2 in this study, the highest concentration that signi�cantly
inhibit the photosynthesis, physiological properties and Se enrichment of Feng Dan was not be detected,
therefore, the subsequent experiments can be carried out by increasing the spraying concentration of
nano-Se on the basis of this research for the better Se enrichment effect of Feng Dan. On the other hand,
leaves and testae had the highest Se content in this study (Fig. 4), therefore, determining how to promote
leaf Se conversion and increase Se content in the kernel is of great signi�cance for production practices
and needs further study. In production practice, Feng Dan was introduced as a drought-resistant plant in
the medium-altitude, semi-arid area, and the irrigation conditions in the mountainous planting areas were
lacking, as the normal growth was only dependent on natural rainfall, Se soil fertilization was di�cult to
implement, thus the comparative experiments between soil fertilizer and foliar spray application and their
interactions could not be conducted, which was the limitation of this study.

Conclusions
In this study, Se foliar application improved the photosynthetic capacity of Feng Dan leaves, and to a
certain extent, promoted osmotic regulation and reactive oxygen radical scavenging, delayed the
senescence of photosynthetic organs, effectively improved the growth and development of vegetative
organs, and promoted the enrichment of Se content in Feng Dan. Considering the photosynthetic
characteristic index, chlorophyll content, various physiological and biochemical indices, and Se content
accumulation of Feng Dan, Se application dosage of 6.00 and 8.25g· hm−2 (treatment S3 and S4)
provided a better Se-bioforti�cation effect. These results have practical signi�cance for the commercial
production of Feng Dan.

Abbreviations
CK: Control check (control group with no Selenium fertilizer applied in the experimental �eld) 

Feng Dan: Cultivar of Paeonia ostii T. Hong et J. X. Zhang

MDA: Malondialdehyde

nano-Se: Nanoparticles of elemental Selenium

P. ostia: Paeonia ostii T. Hong et J. X. Zhang

POD: Peroxidase activity



Page 13/23

S1-S4: Se foliar application was performed at �ve experimental treatments levels (experimental group
with 1.50, 3.75, 6.00 and 8.25g·hm-2 applied in the experimental �eld, respectively)

Se: Selenium

SOD: Superoxide dismutase

Declarations
Acknowledgements

We sincerely thank all our colleagues and students in our lab for constructive discussion and technical
support.

Funding

This research was supported by Key RandD Program of Shanxi Province (Grant No. 201703D211001),
Scienti�c and Technologial Innovation Program of Higher Education Institutions in Shanxi (Grant No.
2019L0391).

Authors contributions

A�liations

All authors are from Shanxi Agricultural University, Taigu, Shanxi 030801, People’s Republic of China

Hui Wang, Chunlai Zhang, Mei Nie, Dan Cheng, Jianxin Chen, Shengji Wang, Jinhui Lv, Yanbing Niu

Contributions

JHL and YBN conceived the idea and designed the experiments, HW, CLZ, MN, DC, JXC, and SJW
executed the experiments and collected the data. HW, CLZ and JHL drafted the manuscript which all
authors agreed. HW and CLZ contributed equally to this work.

Corresponding author

Correspondence to JHL and YBN

Ethics declarations

Ethics approval and consent to participate

Not applicable.

Consent for publication



Page 14/23

Not applicable.

Competing interests

The authors declare that they have no competing interests.

Availability of data and materials

All datasets used and analyzed during the current study are available from the corresponding author on
reasonable request.

References
1. Aarti D, Tanaka R, Ito H, Tanaka A (2007) High light inhibits chlorophyll biosynthesis at the level of 5-

aminolevulinate synthesis during de-etiolation in cucumber (Cucumis sativus) cotyledons.
Photochem Photobiol 83:171–176. https://doi.org/10.1562/2006-03-06-RA-835

2. Alam MZ, McGee R, Hoque MA, Ahammed GJ, Carpenter-Boggs L (2019) Effect of Arbuscular
Mycorrhizal Fungi, Selenium and Biochar on Photosynthetic Pigments and Antioxidant Enzyme
Activity Under Arsenic Stress in Mung Bean (Vigna radiata). Front Physiol 10:193.
https://doi.org/10.3389/fphys.2019.00193

3. Alves LR, Rossatto DR, Rossi ML, Martinelli AP, Gratão PL (2020) Selenium improves photosynthesis
and induces ultrastructural changes but does not alleviate Cadmium-stress damages in tomato
plants. Protoplasma 257:597–605. https://doi.org/10.1007/s00709-019-01469-w

4. Alyemeni MN, Ahanger MA, Wijaya L, Alam P, Bhardwaj R, Ahmad P (2018) Selenium mitigates
cadmium-induced oxidative stress in tomato (Solanum lycopersicum L.) plants by modulating
chlorophyll �uorescence, osmolyte accumulation, and antioxidant system. Protoplasma 255:459–
469. https://doi.org/10.1007/s00709-017-1162-4

5. Ansar S (2016) Effect of selenium on the levels of cytokines and trace elements in toxin-mediated
oxidative stress in male rats. Biol Trace Elem Res 169:129–133. https://doi.org/10.1007/s12011-
015-0403-7

�. Bañuelos GS, Ajwa HA, Mackey B, Wu L, Cook C, Akohoue S, Zambruzuski S (1997) Evaluation of
different plant species used for phytoremediation of high soil selenium. J Environ Qual 26:639–646.
https://doi.org/10.2134/jeq1997.00472425002600030008x

7. Boynton D (1954) Nutrition by Foliar Application. Annual Review of Plant Physiology vol5. Boynton,
pp 31-54. https://doi.org/10.1146/annurev.pp.05.060154.000335

�. Buber A, Zhang DW, Liu L (1995) Regional environmental differentiation and regional safety
Threshold of soil selenium. Acta Pedol Sin 32:186–193. (in Chinese with English abstract)

9. Cakmak I, Marschner H (1992) Magnesium de�ciency and high light intensity enhance activities of
superoxide dismutase, ascorbate peroxidase, and glutathione reductase in bean leaves. Plant Physiol
98:1222–1227. https://doi.org/10.1104/pp.98.4.1222



Page 15/23

10. Combs GF (2001) Selenium in global food systems. Brit J Nutr 85:517–547.
https://doi.org/10.1079/BJN2000280

11. Deng X-F, Liu K-Z, Li M-F, Zhang W, Zhao X-H, Zhao Z-Q, Liu X-W (2017) Difference of selenium
uptake and distribution in the plant and selenium form in the grains of rice with foliar spray of
selenite or selenate at different stages. Field Crop Res 211:165–171.
https://doi.org/10.1016/j.fcr.2017.06.008

12. Drabik A, Bodzoń-Kułakowska A, Silberring J (2016) Proteomic Pro�ling and Analytical Chemistry
(Second Edition): 7 - Gel Electrophoresis. The Crossroads, pp115-143. https://doi.org/10.1016/B978-
0-444-63688-1.00007-0

13. Ebrahimi A, Galavi M, Ramroudi M, Moaveni P (2016) Effect of TiO2 nanoparticles on antioxidant
enzymes activity and biochemical biomarkers in pinto bean (Phaseolus vulgaris L.). J Mol Biol 6:58–
66. https://doi.org/10.5539/jmbr.v6n1p58

14. Florence D (1998) Evaluation of nano- and microparticle uptake by the gastrointestinal tract. J Drug
Target 34:221–223. https://doi.org/10.1016/S0169-409X(98)00041-6

15. Fordyce FM (2013) Selenium de�ciency and toxicity in the environment. In: Selinus O (ed) Essentials
of Medical Geology. Springer, Dordrecht, pp 375–416. https://doi.org/10.1007/978-94-007-4375-
5_16

1�. Garousi F, Kovács B, Várallyay S, Bódi É, Veres S (2015) Relative chlorophyll content changes during
uptaking of selenite and selenate by maize plants grown in nutrient solution. JMBFS 4:44–47.
https://doi.org/10.15414/jmbfs.2015.4.special3.44-47

17. Germ M, Stibilj V, Kreft I (2007) Metabolic importance of selenium for plants. Eur J Plant Sci Bio
1:91–97

1�. Ghader H (2013) Effect of drought stress and selenium spraying on photosynthesis and antioxidant
activity of spring barley. Acta Agr Slov 101:31–39. https://doi.org/10.2478/acas-2013-0004

19. Haghighi M, Abolghasemi R, Silva JAT (2014) Low and high temperature stress affect the growth
characteristics of tomato in hydroponic culture with Se and nano-Se amendment. Sci Horti -
Amsterdam 178:231–240. https://doi.org/10.1016/j.scienta.2014.09.006

20. Hajiboland R, Sadeghzadeh N, Ebrahimi N, Sadeghzadeh B, Mohammadi SA (2015) In�uence of
selenium in drought-stressed wheat plants under greenhouse and �eld conditions. Acta Agr Slov
105:175–191. https://doi.org/10.14720/aas.2015.105.2.01

21. Han C-J, Wang Q, Zhang H-B, Wang S-H, Song H-D, Hao J-M, Dong H-Z (2018) Light shading
improves the yield and quality of seed in oil-seed peony (Paeonia ostii Feng Dan). J Integr Agr
17:1631–1640. https://doi.org/10.1016/S2095-3119(18)61979-3

22. Han D, Li X-H, Xiong S-L, Tu S-X, Chen Z-G, Li J-P, Xie Z-J (2013) Selenium uptake, speciation and
stressed response of Nicotiana tabacum L. Environ Exp Bot 95:6–14.
https://doi.org/10.1016/j.envexpbot.2013.07.001

23. Hartikainen H, Xue T, Piironen V (2000) Selenium as an anti-oxidant and pro-oxidant in ryegrass.
Plant Soil 22:193–200. https://doi.org/10.1023/A:1026512921026



Page 16/23

24. Hassan RE, Éva D, Neama AA, Tarek AA, Tarek AS, Attila S, Jόszef P, Miklós F (2014) Selenium and
nano-selenium in agroecosystems. Environ Chem Lett 12:495–510. https://doi.org/10.1007/s10311-
014-0476-0

25. Hong D-Y, Pan K-Y (1999) Taxonomical history and revision of Paeonia sect. Moutan (Paeoniaceae).
Acta Phytotaxonomica Sinica 37:351–368. (in Chinese with English abstract)

2�. Hou S, Tian X, Liu Q (2018) Effects of foliage spray of Se on absorption characteristics of Se and
quality of purple sweet potato. Acta Agronomica Sinica 44:423–430. (in Chinese with English
abstract)

27. Hu K-L, Zhang L, Wang JT, You Y (2013) In�uence of selenium on growth, lipid peroxidation and
antioxidative enzyme activity in melon (Cucumis melo L.) seedlings under salt stress. Acta Soc Bot
Pol 82:193–197. https://doi.org/10.5586/asbp.2013.023

2�. Hu Q-H, Xu J, Pang G-X (2003) Effect of selenium on the yield and quality of green tea leaves
harvested in early spring. J Agr Food Chem 51:3379–3381. https://doi.org/10.1021/jf0341417

29. Jani PU, McCarthy DE, Florence AT (1992) Nano-spheres and microsphere uptake via Peyer’s
patches: observation of the rate of uptake in the rat after a single oral dose. Int J Pharmaceut
86:239–246. https://doi.org/10.1016/0378-5173(92)90202-D

30. Jin Q-J, Xue Z-Y, Dong C-L, Wang Y-J, Chu L-L, Xu Y-C (2015) Identi�cation and Characterization of
MicroRNAs from Tree Peony (Paeonia ostii) and Their Response to Copper Stress. Plos One.
https://doi.org/10.1371/journal.pone.0117584

31. Johnsson L (1991) Selenium uptake by plants as a function of soil type, organic matter content and
pH. Plant Soil 133:57–64. https://doi.org/10.1007/BF00011899

32. Khan MIR, Nazir F, Asgher M, Per TS, Khan NA (2015) Selenium and sulfur in�uence ethylene
formation and alleviate cadmium-induced oxidative stress by improving proline and glutathione
production in wheat. J Plant Physiol 173:9–18. https://doi.org/10.1016/j.jplph.2014.09.011

33. KOÇ E, İŞLEK C, ÜSTÜN AS (2010) Effect of cold on protein, proline, phenolic compounds and
chlorophyll content of two pepper (Capsicum annuum L.) Varieties. Gazi University J Sci 23:1–6

34. Kung S, Holder AA (1984) Genetic analysis of tobacco RuBPCase. Crit Rev Plant Sci 1:227–267.
https://doi.org/10.1080/07352688409382179

35. Kuznetsov VV, Kholodova VP, Kuznetsov VV, Yagodin BA (2003) Selenium regulates the water status
of plants exposed to drought. Dokl Biol Sci 390:266–268.
https://doi.org/10.1023/A:1024426104894

3�. La G-X, Liu G-S, Fang P (2011) Effects of monosodium glutamate wastewater on yield and quality of
tomato fruit, SOD, CAT, POD activities and MDA content in tomato leaves. Second International
Conference on Mechanic Automation and Control Engineering, Hohhot, pp6464–6467.
https://doi.org/10.1109/MACE.2011.5988523

37. Lee S, Woodard HJ, Doolittle JJ (2011) Selenium uptake response among selected wheat (Triticum
aestivum) varieties and relationship with soil selenium fractions. Soil Sci Plant Nutr 57:823–832.
https://doi.org/10.1080/00380768.2011.641909



Page 17/23

3�. Li H-F, Mcgrath SP, Zhao F-J (2008) Selenium uptake, translocation and speciation in wheat supplied
with selenate or selenite. New Phytol 178:92–102. https://doi.org/10.1111/j.1469-
8137.2007.02343.x

39. Li Q, Zhang J, Yang R-Y, Gao Z-J, Shan J-L, Liang P-X (2018) Evaluation and exploration of Se-
enriching effects of microbial nano-selenium on several kinds of vegetable. Agr Biotechnol 7:26–28.
(in Chinese with English abstract)

40. Li S-S, Wang L-S, Shu Q-Y, Wu J, Chen L-G, Shao S, Yin D-D (2015) Fatty acid composition of
developing tree peony (Paeonia section Moutan DC.) seeds and transcriptome analysis during seed
development. BMC Genom 16:208. https://doi.org/10.1186/s12864-015-1429-0

41. Li Z-F, Wang J. Hu Y-H, Liu Q-H, Qin J (2007) Karyotype analysis and cytology observation on
meiosis of Paeonia ostii “Phoenix White”. Acta Horticulturae Sinica 34:411–416.
https://doi.org/10.3321/j.issn:0513-353X.2007.02.028 (in Chinese with English abstract)

42. Liu Q, Tian X, Shi Y-X (2016) Effects of Se application on Se accumulation and transformation and
content of gross protein and mineral elements in wheat grain. Acta Agronomica Sinica 42:778–783.
(in Chinese with English abstract)

43. Liu X-W, Yang Y, Deng X-F, Li M-F, Zhang W, Zhao Z-Q (2017) Effects of sulfur and sulfate on
selenium uptake and quality of seeds in rapeseed (Brassica napus L.) treated with selenite and
selenate. Environ Exp Bot 135:13–20. https://doi.org/10.1016/j.envexpbot.2016.12.005

44. Mandana H, Babak D, Amir S, Ghorban NM (2019) Effect of the application of foliar selenium on
canola cultivars as in�uenced by different irrigation regimes. Tarim Bilim Derg 9:309–318.
https://doi.org/10.15832/ankutbd.424899

45. Maryam M, Mohammad MK, Barbara H (2016) Ameliorative effect of selenium on tomato plants
grown under salinity stress. Arch Agron Soil sci 62:1368–1380.
https://doi.org/10.1080/03650340.2016.1149816

4�. Maseko T, Callahan DL, Dunshea FR, Doronila AI, Kolev SD, Ng K (2013) Chemical characterisation
and speciation of organic selenium in cultivated selenium-enriched Agaricus bisporus. Food Chem
141:3681–3687. https://doi.org/10.1016/j.foodchem.2013.06.027

47. Mehdawi AFE, Pilon-Smits EAH (2012) Ecological aspects of plant selenium hyperaccumulation.
Plant Biol 14:1–10. https://doi.org/10.1111/j.1438-8677.2011.00535.x

4�. Moldovan C, Ianculov I, Hădărugă NG, Dumbravă D, Crăiniceamu E, Drugă M, Alada L, Moldovan GZ
(2009) In�uence of chlorophyll content from onion (Allium cepa) after selenium and zinc adding. J
Agro Process Technol 15(3):437–440

49. Naim MA, Matin MA, Anee TI, Hasanuzzaman M, Chowdhury IF, Raza�ndrabe BHN, Hasanuzzaman
M (2017) Exogenous selenium improves growth, water balance and chlorophyll content in indica and
japonica rice exposed to salinity. Transylv Revi XXV:16

50. Nawaz F, Ashraf MY, Ahmad R, Waraich EA, Shabbir RN, Bukhari MA (2015) Supplemental selenium
improves wheat grain yield and quality through alterations in biochemical processes under normal



Page 18/23

and water de�cit conditions. Food Chem 175:350–357.
https://doi.org/10.1016/j.foodchem.2014.11.147

51. Padmaja K, Prasad DD, Prasad AR (1990) Selenium as a novel regulator of porphyrin biosynthesis in
germinating seedlings of mung bean (Phaseolus vulgaris). Biochem Internat 22:441–446

52. Pezzarossa B, Rosellini I, Borghesi E, Tonutti P, Malorgio F (2014) Effects of Se-enrichment on yield,
fruit composition and ripening of tomato (Solanum lycopersicum) plants grown in hydroponics. Sci
Hortic-Amsterdam 165:106–110. https://doi.org/10.1016/j.scienta.2013.10.029

53. Pirzad A, Shakiba MR, Zehtab-Salmasi S, Mohammadi SA, Darvishzadeh R, Samadi A (2011) Effect
of water stress on leaf relative water content, chlorophyll, proline and soluble carbohydrates in
Matricaria Chamomilla L. J Med Plants Res 5:2483–2488. https://doi.org/10.5897/JMPR.9000503

54. Qin Y-M, Nie L-W, Huang Y-Q, Wang Q, Liu X, Zhou K (2009) Detection of Paeonia ostii autotoxins and
their mechanism. Acta Ecol Sin 29:1153–1161. (in Chinese with English abstract)

55. Sattar A, Cheema MA, Sher A, Ijaz M, UI-Allah S, Nawaz A, Abbas T, Ali Q (2019) Physiological and
biochemical attributes of bread wheat (Triticum aestivum L.) seedlings are in�uenced by foliar
application of silicon and selenium under water de�cit. Acta Physiol Plant 41:146.
https://doi.org/10.1007/s11738-019-2938-2

5�. Seppänen M, Turakainen M, Hartikainen H (2003) Selenium effects on oxidative stress in potato.
Plant Sci 165:311–319. https://doi.org/10.1016/S0168-9452(03)00085-2

57. Shalini S, Bansal MP (2005) Role of selenium in regulation of spermatogenesis: Involvement of
activator protein 1. BioFactors 23:151–162. https://doi.org/10.1002/biof.5520230304

5�. Sharma S, Goyal R, Singh SU (2014) Selenium accumulation and antioxidant status of rice plants
grown on seleniferous soil from Northwestern India. Rice Sci 21:327–334.
https://doi.org/10.1016/S1672-6308(14)60270-5

59. Shrift A (1969) Aspects of selenium metabolism in higher plants. Annual Review of Plant Physiology
vol20, pp:475–494. https://doi.org/10.1146/annurev.pp.20.060169.002355

�0. Sinay H, Karuwal RL (2014) Proline and total soluble sugar content at the vegetative phase of six
corn cultivars from Kisar Island Maluku, grown under drought stress conditions. IJAAR 2:77–82

�1. Song D, Lu Z, Wang F, Wang Y (2017) Biogenic nano-selenium particles effectively attenuate
oxidative stress–induced intestinal epithelial barrier injury by activating the Nrf2 antioxidant
pathway. J Anim sci 95:20–21. https://doi.org/10.2527/asasann.2017.041

�2. Sun X-Z, Zheng C-S, Wang X-F (2008) Effects of high temperature stress on photosynthesis and
chlorophyll �uorescence of cut �ower chrysanthemum (Dendranthema grandi�ora 'Jinba'). Chinese J
Appl Ecol 19:2149–2154. (in Chinese with English abstract)

�3. Szabados L, SavouréA (2010) Proline: a multifunctional amino acid. Trends Plant Sci 15:89–97.
https://doi.org/10.1016/j.tplants.2009.11.009

�4. Tran P, Webster TJ (2008) Enhanced osteoblast adhesion on nanostructured selenium compacts for
anti-cancer orthopedic applications. Int J Nanomed 3:391–396. https://doi.org/10.2147/IJN.S3801



Page 19/23

�5. Turakainen M, Hartikainen H, Seppänen MM (2004) Effects of selenium treatments on potato
(Solanum tuberosum L.) growth and concentrations of soluble sugars and starch. J Agr Food Chem
52:5378–5382. https://doi.org/10.1021/jf040077x

��. Wang H, Staden J (2002) Seedling establishment characteristics of Paeonia ostii var. lishizhenii. S.
Afr J Bot 68:382–385. https://doi.org/10.1016/S0254-6299(15)30402-6

�7. Wang J-L, Zhang Y-X, Jiang Y, Chang K, Du F-G (2020) Exploitation and utilization of woody oil plant
resources in Jilin Province. J Tem Forest Res 3:27–30. (in Chinese with English abstract)

��. Wang Y-B, Xu B-H (2008) Effect of different selenium source (sodium selenite and selenium yeast)
on broiler chickens. Anim Feed Sci Tech 114:360–314.
https://doi.org/10.1016/j.anifeedsci.2007.10.012

�9. Wu L, Guo X, Bañuelos GS (2003) Selenium and sulfur accumulation and soil selenium dissipation in
planting of four herbaceous plant species in soil contaminated with drainage sediment rich in both
selenium and sulfur. Int J Phytoremediat 5:25–40. https://doi.org/10.1080/16226510390856457

70. Xu J, Hu Q-H (2004) Effect of foliar application of selenium on the antioxidant activity of aqueous
and ethanolic extracts of selenium-enriched rice. J Agri Food Chem 52:1759–1763.
https://doi.org/10.1021/jf0349836

71. Xue T, Hartikainen H, Piironen V (2001) Antioxidative and growth-promoting effect of selenium on
senescing lettuce. Plant Soil 237:55–61. https://doi.org/10.1023/A:1013369804867

72. Zahedi H, Noormohammadi G, Rad AHS, Habibi D, Boojar MMA (2009) The effects of zeolite and
foliar applications of selenium on growth, yield and yield components of three canola cultivars under
drought stress. World Appl Sci J 7:255–262. https://doi.org/10.15835/nsb.1.1.3500

73. Zhang H-Q, Zhao Z-Q, Zhang X, Zhang W, Huang L-Q, Zhang Z-Z, Yuan L-X, Liu X-W (2019) Effects of
foliar application of selenate and selenite at different growth stages on Selenium accumulation and
speciation in potato (Solanum tuberosum L.). Food Chem 286:550–556.
https://doi.org/10.1016/j.foodchem.2019.01.185

74. Zhang M, Tang S-H, Huang X, Zhang F-B, Pang Y-W, Huang Q-Y, Yi Q (2014) Selenium uptake,
dynamic changes in selenium content and its in�uence on photosynthesis and chlorophyll
�uorescence in rice (Oryza sativa L.). Environ Exp Bot 107:39–45.
https://doi.org/10.1016/j.envexpbot.2014.05.005

75. Zhang Z-H, Tang Z-H, Yang F-J, Wang H, Zhang J, Zu Y-G (2014) Photosynthetic characteristics and
its micro-environmental limiting factors of two main oil peony. Bullet Botan Res 34:770–775.
https://doi.org/10.7525/j.issn.1673-5102.2014.06.009 (in Chinese with English abstract)

7�. Zhao C-Y, Ren J-H, Xue C-Z, Lin E-D (2005) Study on the relationship between soil selenium and plant
selenium uptake. Plant Soil 277:197–206. https://doi.org/10.1007/s11104-005-7011-9

Figures



Page 20/23

Figure 1

Diurnal photosynthetic parameters variation of Feng Dan leaves under different Se applications
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Figure 2

Effect of Se application on Feng Dan chlorophyll content. The bars indicate the standard error of the
mean, and lowercase letters indicate the signi�cant difference between the treatments (p < 0.05), the
same as the following Figs.
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Figure 3

Effect of Se application on Feng Dan physiological parameters
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Figure 4

Effect of Se foliar application on Se content in different organs of Feng Dan


