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Abstract
Heat stress reduces potato productivity by restricting photosynthesis, assimilation production, and sink partitioning. Potato 
wild relatives (Solanum sect. Petota, Solanaceae) possess abiotic stress resistance characteristics. However, we must assess 
physiological parameters like gas exchange, chlorophyll index, and fluorescence to determine whether wild potato genotypes 
can boost crop yield under adverse conditions. We utilized a factorial experimental design to find substantial trait-based geno-
type differences. The mixed-model technique ranked the genotypes according to their performance in terms of predicted true 
genotypic values. For potato breeding, we used PCA and cluster analysis on genotypic values to identify critical features and 
heat-stress-tolerant genotypes. Ranking by best linear unbiased prediction (BLUP) values and heat comprehensive evaluation 
values for assessed characteristics indicated that predominantly S. chacoense genotypes performed well. Some of the most 
important physiological characteristics for investigating heat resistant germplasm genetic diversity are net photosynthetic 
rates, transpiration rates, stomatal conductance, intracellular/ambient  CO2, water usage efficiency, photosystem II operational 
efficiency, photochemical quenching, and dry matter content. We were able to find genotypes (BGB083, BGB102, BGB103, 
BGB109, BGB113, BGB444, BGB451, BGB467, and BGB472) that have a mix of these traits and are better at keeping 
up their photosynthetic performance, water use efficiency, and chlorophyll content. They also have better photoprotective 
mechanisms that work better when they are under heat stress. Heat stress is most likely to affect BGB008, BGB096, and 
BGB107. These characteristics are highly valuable for breeding heat-tolerant potato cultivars that can sustain growth, yield, 
and tuber quality under the increasing threat of heat stress.

Resumen
El agobio por calor reduce la productividad de la papa al restringir la fotosíntesis, la producción de asimilación y la partición 
de la demanda. Parientes silvestres de la papa (Solanum sect. Petota, Solanaceae) poseen características de resistencia al 
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agobio abiótico. Sin embargo, debemos evaluar parámetros fisiológicos como el intercambio de gases, el índice de clorofila 
y la fluorescencia para determinar si los genotipos de papa silvestre pueden aumentar el rendimiento del cultivo en condi-
ciones adversas. Utilizamos un diseño experimental factorial para encontrar diferencias genotípicas sustanciales basadas en 
rasgos. La técnica de modelo mixto clasificó los genotipos de acuerdo con su rendimiento en términos de valores genotípicos 
verdaderos predichos. Para el mejoramiento de la papa, utilizamos PCA y análisis de conglomerados en valores genotípicos 
para identificar características críticas y genotipos tolerantes al agobio térmico. La clasificación por los mejores valores de 
predicción lineal no sesgada (BLUP) y los valores de evaluación integral del calor para las características evaluadas indicó 
que los genotipos predominantemente de S. chacoense tuvieron un buen desempeño. Algunas de las características fisiológi-
cas más importantes para investigar la diversidad genética del germoplasma resistente al calor son las tasas fotosintéticas 
netas, las tasas de transpiración, la conductancia estomática, el  CO2 intracelular/ambiente, la eficiencia en el uso del agua, 
la eficiencia operativa del fotosistema II, el enfriamiento fotoquímico y el contenido de materia seca. Pudimos encontrar 
genotipos (BGB083, BGB102, BGB103, BGB109, BGB113, BGB444, BGB451, BGB467 y BGB472) que tienen una 
mezcla de estos rasgos y son mejores para mantener su rendimiento fotosintético, eficiencia en el uso del agua y contenido 
de clorofila. También tienen mejores mecanismos fotoprotectores que funcionan mejor cuando están bajo agobio por calor. 
Es más probable que el agobio por calor afecte a BGB008, BGB096 y BGB107. Estas características son muy valiosas para 
el mejoramiento de variedades de papa tolerantes al calor que pueden mantener el crecimiento, el rendimiento y la calidad 
del tubérculo bajo la creciente amenaza del agobio por calor.

Keywords Solanum chacoense · Solanum commersonii · Solanum sect. Petota · Solanum tuberosum · Gas exchange · 
Chlorophyll fluorescence · Genotypic values

Introduction

The potato has seven cultivated species and about 228 wild 
species (Hawkes 1990). The genus Solanum L. groups them 
together into Sect. Petota, which is further classified as tuber 
and non-tuber-bearing species. with the same basic chromo-
some number (x = 12), ranging from diploid to hexaploid 
(Hawkes 1990). Wild potatoes are a significant genetic 
resource for potato breeding because they are utilized and 
capable of providing resistance genes for environmental and 
biological challenges that are lacking in commercially grown 
varieties. Wild potatoes are indigenous to broad portions of 
South America, from central Argentina and Chile to parts 
of North America and are found throughout an exception-
ally wide range of heights, from sea level to approximately 
5,000 m (Correll 1963; Jackson et al. 1978). Three wild 
potato species are geographically distributed in Brazil: S. 
commersonii, S. malmeanum, and S. chacoense. These spe-
cies are distributed in southern Brazil, Uruguay, Argentina, 
and southeastern Brazil (Hawkes and Hjerting 1969). Given 
their diverse range of habitats, wild potato species are likely 
to exhibit varying degrees of genetically determined heat 
tolerance.

Understanding how climate change affects potato yield 
is critical for food security. Global climate change-induced 
extreme heat significantly threatens long-term crop produc-
tion by diminishing plant performance and output (Dahal 
et al. 2019; Chourasia et al. 2023). Reports predict that cli-
mate change will decrease global potato yields by 18–32% 
(Hijmans 2003). The impact of heat stress, directly or indi-
rectly related to physiological processes, is responsible for 

these significant losses in potato yield. It is crucial to use 
appropriate methods to evaluate the genetic diversity in 
both inherent and acquired tolerance, as thermotolerance is 
a polygenic trait (Smillie et al. 1983; Haverkort and Ver-
hagen 2008). We can anticipate varying genetic degrees of 
stress tolerance in wild potato species, which inhabit a wide 
variety of settings (Smillie et al. 1983; Tiwari et al. 2022). 
Breeding programs can utilize several wild potato species 
that can withstand high temperatures, such as S. kurtzi-
anum, S. sogarandinum, S. chacoense, S. stoloniferum, S. 
demissum, and S. berthaultii, to create heat-tolerant lines 
(Guedes et al. 2019). The selection of superior phenotypes, 
or parents, is the most important phase in crop improvement 
breeding schemes. According to Rykaczewska (2015), the 
impacts of heat stress are more detrimental during the early 
growth phases. However, by selecting the superior genotypes 
over the base population, the recurrent method of selection 
can increase the frequency of desirable alleles.

Furthermore, because wild potato species have a signifi-
cantly larger range of climate adaptation, they may have 
more potential to cope with supraoptimal temperatures. 
Physiological phenotyping techniques like gas exchange, 
chlorophyll fluorescence, and measurement of morphologi-
cal traits, along with mixed model approaches, can help find 
wild potato relatives that can be used as new sources of heat 
tolerance for breeding better potato varieties. Thus, the aim 
of this study was to identify the potential wild potato ideo-
type for heat stress, which likely will maintain enough pho-
tosynthesis, be effective at utilizing water and fixing more 
carbon per unit of available water and be able to create a 
source to sink under heat stress. As a result, under adverse 
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environmental conditions, biomass and tuber production 
characteristics will increase.

Materials and Methods

Experimental Setup and Growth Conditions

The experiment was carried out in growth chambers of 
the Phenotyping Platform from Embrapa Clima Temper-
ado, in Pelotas, Rio Grande do Sul, Brazil  (32o45´ S and 
 52o30´ W). Phenotyping was performed for 24 accessions 
(Table 1) of Embrapa Potato Gene Bank which belong to 
Solanum commersonii, wild; Solanum chacoense, wild; 
Solanum tuberosum, di-haploid and one commercial cul-
tivar of Solanum tuberosum 4x (BRSIPR-BEL) developed 
by Embrapa.

Uniform tubers from the randomly selected accessions 
were taken out of cold chambers and placed on phenolic 
sponges for 20 days. After acclimatization, tubers were 
transplanted into a 6-liter plastic pot filled with approxi-
mately 5 kg of organo-mineral substrate composed of 
peat and calcitic limestone, added with N (0.04%),  P2O5 
(0.04%), and  K2O (0.05%). The plants were kept in a 
greenhouse for the next 15 days until they reached the 

emergence stage. After that, we transferred them to growth 
chambers in three replications, ensuring complete rand-
omization. Hereafter, plants were exposed to two temper-
ature gradients: the control temperature (CT) treatment, 
with a thermal amplitude of 14 to 27 °C, which is the 
temperature range for optimum growth for potato crops 
(Struik 2007), and the heat stress (HS) treatment, with an 
amplitude of 24 to 34 °C (Fig. 1). The photoperiod was 
12 h (7:00 to 19:00 h) with a light intensity of 400 µmol 
 m−2s−1, approximately. The accessions used remained 
under these conditions for 60 days, until harvest time.

Physiological Measurements: Gas Exchange 
and Chlorophyll Fluorescence

Chlorophyll fluorescence (CF) and gas exchange meas-
urements were carried out at 14, 28, and 42 days after 
stress (DAS) between time period from 8 a.m. to 1 p.m. 
Prior to the measurements, the plants were irrigated and 
kept at a temperature of 24 °C in the control condition 
and 34 °C in the heat stress condition chambers. After a 
20-minute adaptation to these conditions, we evaluated the 
gas exchange on the third leaf from the top of the stem. 
The net photosynthesis rate (Pn) µmol  CO2  m−2s−1, sto-
matal conductance (Gs) mol  H2O  m−2s−1, transpiration 

Table 1  A list of potato 
germplasm was evaluated 
from the Potato Genebank at 
Embrapa Clima Temperado, 
Pelotas, RS, Brazil

Sr. # Accession # Genesys # Species Origin

1. BGB003 BRA 00167009-0 S. commersonii Dunal Wild, Rio Grande do Sul, Brazil
2. BGB008 BRA 00167014-0 S. commersonii Dunal Wild, Rio Grande do Sul, Brazil
3. BGB009 BRA 00167015-7 S. commersonii Dunal Wild, Rio Grande do Sul, Brazil
4. BGB027 BRA 00167203-9 S. commersonii Dunal Wild, Rio Grande do Sul, Brazil
5. BGB045 BRA 00167397-9 S. commersonii Dunal Wild, Rio Grande do Sul, Brazil
6. BGB083 BRA 00167435-7 S. chacoense Bitter Wild, Santa Catarina, Brazil
7. BGB086 BRA 00167438-1 S. chacoense Bitter Wild, Minas Gerais, Brazil
8. BGB088 BRA 00167440-7 S. tuberosum L. 2x Di-haploid of cv. Montana
9. BGB089 BRA 00167441-5 S. tuberosum L. 2x Di-haploid of cv. Sowa
10. BGB091 BRA 00167443-1 S. tuberosum L. 2x Di-haploid of cv. Anchieta
11. BGB093 BRA 00167445-6 S. tuberosum L. 2x Di-haploid of unknown origin
12. BGB096 BRA 00167448-0 S. chacoense Bitter Wild, Tucumán, Argentina
13. BGB098 BRA 00167450-6 S. chacoense Bitter Wild, Unkown origin, South America
14. BGB101 BRA 00167018-1 S. chacoense Bitter Wild, Salta, Argentina
15. BGB102 BRA 00167019-9 S. chacoense Bitter Wild, San Luis, Argentina
16. BGB103 BRA 00167020-7 S. chacoense Bitter Wild, Córdoba, Argentina
17. BGB107 BRA 00167024-9 S. chacoense Bitter Wild, Argentina
18. BGB109 BRA 00167026-4 S. chacoense Bitter Wild, Argentina
19. BGB113 BRA 00167031-4 S. chacoense Bitter Wild, Salta, Argentina
20. BGB313 BRA 00167251-8 S. tuberosum L. 4x Commercial cultivar, Brazil
21. BGB444 BRA 00167395-3 S. chacoense Bitter Wild, Santa Catarina, Brazil
22. BGB451 BRA 00183759-0 S. commersonii Dunal Wild, Rio Grande do Sul, Brazil
23. BGB467 BRA 00183774-9 S. chacoense Bitter Wild, Santa Catarina, Brazil
24. BGB472 BRA 00183779-8 S. chacoense Bitter Wild, Santa Catarina, Brazil
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rate (E) mmol  H2O  m−2s−1, and intracellular / ambient 
 CO2 ratio  (Ci/Ca) were measured by using the LI-6400XT 
photosynthesis system (6400-02B; Li-Cor, Lincoln, NE, 
USA). The  CO2 concentration used in the Li-COR cham-
ber was 400 µmol  mol−1, with a photon flux density of 
400 µmol of photons  m−2s−1 and a relative humidity of 
50–65%. We also used the ratios of Pn, E, and Gs to calcu-
late the water-use efficiency (WUE) and intrinsic WUE as 
suggested by Farquhar and Richards (1984) and Pimentel 
et al. (1999). We determined the SPAD values of leaves 
for the chlorophyll index using a portable chlorophyll 
meter (SPAD 502 Plus, Minolta, Spectrum Technologies 
Inc., Illinois, USA). We initiated chlorophyll fluorescence 
after completing gas exchange measurements. Both growth 
chambers were adapted to the dark for at least 30 min, as 
suggested by Murchie and Lawson (2013). The leaves were 
dark adapted so that the reaction centers were completely 
open (all primary acceptors oxidized), with minimal heat 
loss. Then, by using an IMAGING-PAM M-Series 500 
fluorometer (Walz Heinz GmbH, Effeltrich, Germany), the 
initial fluorescence  (Fo) in the open centers of photosystem 
II (PSII) was determined by measuring light (less than 30 
µmol  m−2s−1), while the maximum fluorescence  (Fm) in 
closed centers or in a reduced state of PSII was evaluated 
after the application of a 0.8-second pulse of saturation 
light (7000 µmol  m−2s−1). From these values, the potential 
quantum yield of photosystem II (PSII) was calculated, 
where Fv∕Fm =

(

Fm − Fo

)

∕Fm(Genty et  al. 1989). We 
applied actinic light (red light) to quantify the steady state 
of chlorophyll fluorescence. Hence, in the light-adapted 

state, the maximum fluorescence  (Fm’) was analyzed by 
the application of a saturating pulse, while the initial fluo-
rescence  (Fo’) was evaluated by turning off the actinic light 
for 2 s after the saturation pulse and turning on the far-red 
light, and the operating efficiency of photosystem II was 
calculated as YII =

(

F�
m
− Fs

)

∕F�
m (Baker 2008). Likewise, 

non-photochemical quenching NPQ = (Fm − F�
m
)∕F�

m , pho-
tochemical quenching qP =

(

F�
m
− F�

s

)

∕
(

F�
m
− Fo

)

  were 
calculated according to Genty et al. (1989).

Measurement of Biomass and Yield Components

At the end of the crop cycle, biomass and yield produc-
tion components were measured in terms of fresh shoot 
weight (FSW) in grams, dry shoot weight (DSW) in grams, 
fresh tuber weight (FTW) in grams, and dry matter content 
(DMC) in %, as suggested by Bashir et al. (2022).

Statistical Analysis

The analysis of variance (ANOVA) using the general linear 
model was performed in R (R Core Team 2023) with the 
easya𝑛𝑜𝑣𝑎 v9.0 package (Arnhold 2013). Additionally, for 
physiological traits data, average was calculated for repli-
cated data which measured at 15DAS, 28DAS and 42DAS 
were used in analysis.

To calculate the Best Linear Unbiased Predicted (BLUP) or 
genotypic values (µ + g), procedure model No. 54, as suggested 
by Mendes et al. (2012), was used in SELEGEN software. The 

Fig. 1  The controlled environment growth chamber is used to expose potato plants to a control temperature (CT) range of 14–24 °C and heat 
stress (HS), a temperature range of 24–34 °C, throughout the 24 h until harvest in 2021
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following statistical model was adopted for the evaluation of 
genotypes in the randomized block design, with one observa-
tion per plot and in various two treatments or environments:

in which “Y” is the data vector, “r” is the vector of the rep-
etition effects (fixed) summed to the overall average, “g” 
is the genotypic effects vector (random), “i” is the geno-
type × environment effect (random), and “e” is the errors 
or residues vector (random). The capital letters (X, Z, and 
W) represent the matrix of incidence for the aforementioned 
vector effects.

The predicted genotypic or BLUP values (µ + g + ge) of 
used accession for each environment (CT and HS). Ratio 
across treatments (HS/CT) of BLUP values for each genotype 
was calculated using following formula: BLUPHS∕BLUPCT . 
The calculated ratios were used to make bar graph of pre-
dicted genotypic values for all analyzed variables.

The � + g + ge refers to the average genotypic value 
across all environments and includes an average interaction 
with all the environments evaluated, was used to carry out the 
principal component analysis (PCA) biplots, clustering, and 
correlation analysis in R Studio using R packages, Factoextra 
(Kassambara and Mundt 2020), FactoMineR (Lê et al. 2008), 
and Corrplot (Wei and Simko 2021). Hierarchical cluster anal-
ysis (HCA) uses Ward’s method to classify the genotypes into 

Y = Xr + Zg +Wi + e,

different clusters based on the squared Euclidean distance cal-
culated by the Ward’s method of transformed z-score values 
grouped the evaluated genotypes into clusters based on the 
similarities in the performance of evaluated traits.

Data was merged and cleaned by using the R package 
Tidyverse (Wickham et al. 2019b). Mean comparison graphs 
for variables, DAS, and genotypic value figures were pre-
pared using ggplot2 (Wickham. et al. 2019a).

Tolerance Analysis

The membership function value method is used to compre-
hensively evaluate potato characteristics associated with heat 
tolerance. The main principal component (PC) was used to 
calculate the heat comprehensive evaluation value (HCEV). 
HCEV was then used to rank the used potato accession by 
their phenotypic response as calculated by the formulas pro-
posed by (Zhang et al. 2024).

Results

Genotypic Responses of the Potato Germplasm

The analysis of variance (ANOVA) results of the mean 
squared difference for all examined traits are presented in 

Table 2  Results from analysis of variance (degree of freedom, DF; 
means square, MS) for physiological traits (SPAD) chlorophyll index, 
(pn) net photosynthesis rate, (gs) stomatal conductance, (E) transpira-
tion rate, (C i /C a ) intercellular and ambient CO 2 . Ratio, (WUE) 
water use efficiency, (iWUE) intrinsic water use efficiency, (YII) 
operating efficiency of PSII, (NPQ) non-photochemical quenching, 
(qP) photochemical quenching, (Fv/Fm) potential quantum yield of 
PSII and morphological variables (FSW) fresh shoot weight, (DSW) 

dry shoot weight, (FTW) fresh tuber weight, (DMC) dry matter con-
tent, considering 24 potato germplasm genotypes (G) and two tem-
perature treatments (T) as sources of variation and their interaction. 
DF degree of freedom, G×T interaction effect of genotype and treat-
ment, G×DAS  interaction effect of genotypes and day after stress. 
NS , *, **, and *** are significant at P > 0.05, P ≤ 0.05, P ≤ 0.01, and P 
≤ 0.001, respectively

Source of variance Genotype (G) Treatment (T) G × T Days after stress (DAS) T × DAS

DF 23 1 23 2 2
SPAD 3.56*** 9.04*** 0.36NS 11.15*** 0.47NS

Pn 2.67*** 2.24* 0.44NS 5.32*** 6.06***

Gs 1.65*** 22.40*** 0.51NS 3.90*** 9.46***

E 1.84*** 0.08NS 0.84* 3.00** 15.92***

Ci/Ca 0.53NS 70.11*** 0.50NS 1.08* 8.28***

WUE 0.81* 19.78*** 1.27*** 0.92NS 15.29***

iWUE 0.99** 50.49*** 0.42NS 0.91NS 7.60***

YII 2.23*** 1.31NS 0.43NS 9.12*** 0.66NS

NPQ 1.74** 7.59** 0.66NS 1.70NS 4.42**

qP 2.24*** 3.63* 0.52NS 7.98*** 0.34NS

Fv/Fm 1.74*** 23.56*** 0.45NS 12.41*** 0.82NS

FSW 3.75*** 7.37*** 0.73**

DSW 3.53*** 6.23*** 0.67*

FTW 4.06*** 8.10*** 0.54***

DMC 3.84*** 3.10** 0.32NS
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Table 2, which shows a significant difference among the 
genotypes and treatment factors for most of the traits. The 
interaction effect (G × T) for E, WUE, FSW, DSW, and 
FTW was significant. For DAS, we observed significant 
differences in physiological traits, except for WUE, iWUE 
and NPQ. The interaction effect of treatment × DAS was 
significant for all traits except for SPAD, YII, qP, and Fv/
Fm (Table 2). The mean comparison of all studied variables 
related to physiological under both CT and HS conditions for 
the time points (DAS) was shown in Fig. 2a-k, and the mean 
comparison of morphological traits for both treatments was 
presented in Fig. 2. Overall, the chlorophyll index (SPAD), 
WUE, iWUE, and qP were significantly higher under HS 
by 8.99%, 55.33%, 256.75%, and 11.57%, while Gs,  Ci/Ca, 
Fv/Fm, and all the morphological traits (FSW, DSW, FTW, 
and DMC) showed a significant reduction under HS condi-
tions (Fig. 2). However, there was no significant difference 
observed for the performance of Pn, E, and YII (Fig. 2).

A significant reduction due to HS was observed for the 
physiological traits Gs,  Ci/Ca, NPQ, and Fv/Fm ratios by 
45.37%, 36.18, 8.26, and 2.63, and for all morphological 
traits FSW, DSW, FTW, and DMC by 20.11%, 11.53%, 
50.92%, and 50.97% as compared to CT conditions (Fig. 2). 
Only SPAD significantly and gradually decreased through 
time when observed on 14, 28, and 42 DAS. Pn, E, YII, and 
qP showed little or no reduction after 14 and 28 DAS, but a 
significant reduction was measured after 42 DAS.  Ci/Ca, Fv/
Fm ratios were higher at 14 DAS, and at later points, ratios 
were reduced but remained constant (Fig. 2).  Ci/Ca, NPQ, 
and iWUE did not show any change in responses to time/
plant development (Fig. 2).

The predicted genotypic (µ + g + ge) responses of all used 
potato germplasm for physiological and morphological traits 
were presented in S. Figs. 1, 2, and 3; Supp. T1; Fig. 3. All 
the genotypes were ranked according to their BLUP value 
for both treatments and mean lines showed an average of 
all germplasm in the respective treatment. The bars above 
the mean lines showed a higher performance than the aver-
age of the total germplasm used. Subsequently, we ranked 
genotypes with better performance of the respective trait 
under the given conditions first, and those with the worst 
response to the trait last. The ratio across treatment (HS/
CT) above 1 showed a higher predicted genotypic value 
trait performance under HS as compared to predicted geno-
typic values under CT condition of the respective genotype. 
Moreover, ratio closer to 1 indicates a low difference in the 
performance of genotypes for a trait between both conditions 

(Supp. T1). Trait ratios across treatment (HS/CT) were used 
to investigate the magnitude of treatment effect on each 
trait. Differences in yield components including FTW and 
DMC capture the contribution physiological characteristics 
observed throughout plant development and can be con-
sidered a measurement of productivity penalty under heat 
stress. Genotypes BGB008, BGB045 from S. commersonii, 
and BGB467 (S. chacoense) had the smallest difference in 
FTW and DMC penalty under HS, whereas S. chacoense 
accessions (BGB083, BGB102, BGB444, BGB451) had the 
greatest difference (Fig. 3; S. Table 1).

Potato genotypes evaluated for net photosynthesis rate, 
water use efficiency, intrinsic WUE (S. Fig. 1), operating 
efficiency of PSII, photochemical quenching (S. Fig. 2) 
and chlorophyll index (S. Fig. 3) showed higher predicted 
genotypic values under HS. In case of stomatal conduct-
ance, intracellular/ambient  CO2 ratio (S. Fig. 1), non-photo-
chemical quenching, potential efficiency of PSII (S. Fig. 2), 
dry shoot weight (S. Fig. 3), dry matter content and fresh 
tuber weight (Fig. 3), predicted genotypic values of the used 
accessions were higher under CT conditions as compared to 
HS. However, 72% of the S. chacoense accessions predicted 
to have higher genotypic values for transpiration rate (S. 
Fig. 1) under CT as compared to HS (Supp. T1).

Potato accessions were ranked according to the genotypic 
performance for the SPAD values (S. Fig. 3). Nine genotypes 
included (BGB027, BGB091, BGB093, BGB101, BGB103, 
BGB107, BGB109, BGB113, and BGB313) showed a 
higher value than the total average for the trait under both 
conditions (S. Fig. 3). These genotypes are classified as 
better performers for SPAD values. For net photosynthe-
sis rate (S. Fig. 1; Supp. T1) BGB091 (S. tuberosum 2x) 
was ranked first, followed by the S. commersonii accessions 
BGB003, BGB009, BGB008, and BGB045, along with the 
S. chacoense accessions (BGB101, BGB107), and the com-
mercial cultivar BGB313. These accessions were also better 
performers for the Gs, E, and  Ci/Ca than the average perfor-
mance of these traits (S. Fig. 1; Supp. T1). S. tuberosum 2x 
accessions (BGB089, BGB091, and BGB093) showed better 
genotypic values for Gs, E,  Ci/Ca, and WUE (S. Fig. 1).

The commercial cultivar BRSIPR-BEL (BGB313) 
recorded the highest predicted genotypic values for YII and 
qP (S. Fig. 2) and lowest HS/CT ratio for the traits (Supp. 
T1). Five genotypes belonging to S. chacoense, two acces-
sions of S. commersonii, and one S. tuberosum 2x accession 
showed higher BLUP values than the overall mean for NPQ 
(S. Fig. 2; Supp. T1). Among these accessions, BGB009, 
BGB101, BGB109, BGB467, and BGB472 were predicted 
to have higher Fv/Fm genotypic values. However, genotypes 
BGB003, BGB027, BGB086, BGB093, BGB098, BGB103, 
and BGB313 were predicted to have lower NPQ genotypic 
performance but better potential for PSII efficiency (S. 
Fig. 2; Supp. T1).

Fig. 2  Mean comparison of measured traits after 14 days after stress 
(DAS), 28DAS and 42DAS among 24 genotypes of potato (Solanum, 
Solanaceae) under CT- control temperature and HS- heat stress con-
ditions. Letters indicate significant differences based on Tukey’s HSD 
test (α ≤ 0.05)

◂
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Long-term heat stress considerably affects the vegetative 
and tuber traits of the studied potato germplasm. The FSW, 
DSW, FTW, and DMC were significantly reduced due to HS 
(Fig. 2). BGB045, BGB098, BGB101, BGB103, BGB109, 
BGB444, BGB451, and BGB467 accessions were observed 
to have greater than average values for FSW and DSW than 
the average (S. Fig. 3). The highest FTW predicted genotypic 
values were observed for BGB113 under both conditions, 
while all three accessions of S. tuberosum 2x (BGB088, 
BGB091, BGB093), S. chacoense (BGB102, BGB103, 
BGB109, BGB444, BGB451, BGB472), and BGB313 (S. 
tuberosum 4x) also performed higher than the general mean 
of the genotypic values under HS conditions (Fig. 3). All 
the S. chacoense genotypes except BGB467 were predicted 
to have a higher genotypic value for DMC than the aver-
age of the trait (Fig. 3). Moreover, FSW BLUP values for 
genotypes BGB091, BGB113, BGB093 and BGB088 were 
higher under HS (S. Fig. 3) and BGB083, BGB451 have 
higher FTW genotypic values under HS, while all the other 
accessions predicted to have higher values under CT condi-
tions (Fig. 3).

Principal component analysis (PCA) based on genotype 
level BLUP estimates of photochemistry, gas exchange 
parameters, and morphological traits was used to evaluate 
the variation present among the used potato germplasms. 
The PCA identified the four principal components marked as 
PC1 to PC4 as influential, with Eigen values > 1.0 account-
ing for 82.61% of cumulative contribution rate (Table 3). 
The first PC explained the highest variation present among 
the genotypes by the studied traits under both conditions and 
accounted for 45.36% of the cumulative percentage of varia-
tion explained. Traits such as Pn, Gs, E,  Ci/Ca, WUE, iWUE, 
YII, qP, and DMC were the most influential traits contribut-
ing to the variance with the first PC. These traits form part 
of the second main component, accounting for 15.84% of the 
total variance and 61.20% of the cumulative total variance 

observed. The chlorophyll index (SPAD), WUE, iWUE, YII, 
NPQ, qP, Fv/Fm, and FTW have the highest values for the 
eigenvector contribution (Table 3). PC3 was mainly related 
to Fv/Fm, FSW, DSW, and FTW and PC4 was mainly related 
to non-photochemical quenching (NPQ).

The biplot had four main axes (Fig. 4), with the upper 
right axis having a positive impact on PC1 and PC2, and 
the genotypes located have been demonstrated by differ-
ent shapes according to their corresponding species. Blue 
arrows represent physiological traits, and red arrows repre-
sent morphological traits. The distance, or degree of angle, 
between the two arrows represents the correlation pre-
sent among the traits. Cluster analysis of 24 potato acces-
sions were classified into three groups based on inertia 
gain (Fig. 4). The characteristics of each cluster were also 
summarized (Fig. 5). Cluster-I is comprised of genotypes 
including BGB083, BGB102, BGB103, BGB109, BGB113, 
BGB444, BGB451, BGB467, and BGB472 (Fig. 4). All the 
genotypes in this group belong to S. chacoense, and they 
account for 37.5% of the total germplasm analyzed. Clus-
ter-I is summarized by the lowest genotypic values for Pn, 
Gs, E,  Ci/Ca; however, there is a positive association of the 
WUE, iWUE, FSW, DSW, and DMC traits with the respec-
tive cluster (Fig. 5). Cluster-II contains only three acces-
sions (BGB008, BGB096, and BGB107). NPQ and Fv/Fm 
ratios are the only two traits significantly associated with this 
cluster. Therefore, the group’s accessions are higher in NPQ 
genotypic values and lower in Fv/Fm ratios than the overall 
mean of the respective traits.

Cluster-III contains the highest number of accessions, 
50% of the total potato genotypes evaluated (BGB003, 
BGB009, BGB027, BGB045, BGB086, BGB088, BGB089, 
BGB091, BGB093, BGB098, BGB101, and BGB313). This 
group includes all accessions of S. tuberosum 2x commercial 
cultivar (BGB313), four accessions of S. commersonii, and 
three accessions of S. chacoense. The accessions belonging 

Fig. 3  Predicted genotypic values (µ + g + ge) for (a) Fresh tuber 
weight (g); b  dry matter content (%) of potato genotypes of each 
treatment, and error bar represents confidence interval (CI), horizon-

tal dashed lines represent the grand mean of the trait under respective 
treatment and bars are arranged in a descending order with highest 
BLUP value over the average of both treatments
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to this cluster showed totally contrary results as compared to 
Cluster-I. The genotypes showed higher average genotypic 
values for Pn, Gs, E,  Ci/Ca, YII, and qP but lower genotypic 
values for WUE, iWUE, NPQ, and DMC (Fig. 5).

Since a single morphological or physiological index 
could not serve as a reliable indicator of heat tolerance in 
crops, heat comprehensive evaluation value (HCEV) based 
on multiple indexes were used for evaluating the germplasm 
(Fig. 6). HCEV was calculated based on the chlorophyll 
index (SPAD), net photosynthesis rate (Pn), stomatal con-
ductance (Gs), transpiration rate (E), water use efficiency 
(WUE), intrinsic water use efficiency (iWUE), intracellu-
lar/ambient  CO2 ratio  (Ci/Ca), operating efficiency of PSII 
(YII), non-photochemical quenching (NPQ), photochemical 
quenching (qP), potential quantum efficiency of PSII (Fv/
Fm), fresh shoot weight (FSW), dry shoot weight (DSW), 
fresh tuber weight (FTW), and dry matter content (DMC). 
The HCEV value of the 24 potato germplasm resources 
ranged from 0.32 to 0.59 (Supp. T2; Fig. 6). Wild potato 
accession BGB109, BGB113, BGB102, BGB472, BGB467 
belong to S. chacoense exhibited a significantly higher 
HCEV and were ranked top 5. This value exhibited a weak 
association with heat tolerance as measured by the HS/CT 
ratio of productivity traits (Fig. 6).

The correlation plot (Fig.  7) demonstrates that gas 
exchange traits (Pn, E, Gs,  Ci/Ca) found highly positive and 
significant associations with each other, but these traits had 

significant negative associations with WUE and iWUE. The 
accessions that showed better performance for YII were also 
found to be better for the qP and demonstrated by the signifi-
cant positive correlation present among them. Photochem-
istry traits YII and qP were also found to be significantly 
correlated with gas exchange traits (Fig. 7). The Fv/Fm ratio 
was positively associated only with YII. DMC was found to 
be negatively correlated with Pn, Gs, E, and  Ci/Ca. However, 
DSW and DMC positively correlated with iWUE, WUE, 
and FTW (Fig. 7). Among the photochemistry traits NPQ 
was the only trait that was found to be negatively correlated 
with all gas exchange traits but significantly with qP and 
YII (Fig. 7).

Discussion

Effective germplasm screening for heat tolerance, particu-
larly under heat stress conditions, using various morpho-
logical and physiological attributes, is an effective way of 
selecting materials for advanced breeding programs. The 
study’s results reveal that HS induced increases in leaf chlo-
rophyll content (SPAD values) are real and repeatable due 
to consistent increase at three different measurement times 
14, 28, and 42 DAS (Fig. 2). These responses propose that 
potato plants increase their leaf chlorophyll content as an 
acclimation response to HS. The SPAD index potentially 

Table 3  Loading matrix, 
Eigenvalues, and the variance 
contribution rate of the 
principal component calculated 
from the average BLUP values 
from evaluated environments 
(CT and HS), estimated from a 
15-variable model for 24 potato 
genotypes

PC1, PC2, PC3, PC4, four top principal components; CR contribution rate, CCR cumulative contribution 
rate

Index Principal component Weight of principal component

PC1 PC2 PC3 PC4 PC1 PC2 PC3 PC4

SPAD 0.14 0.76 −0.38 0.34 0.05 0.49 −0.28 0.32
Pn 0.87 0.08 0.03 0.38 0.33 0.05 0.02 0.36
Gs 0.88 −0.02 0.03 0.33 0.34 −0.02 0.02 0.31
E 0.96 0.04 0.06 0.23 0.37 0.03 0.05 0.22
Ci/Ca 0.89 0.10 0.13 −0.05 0.34 0.07 0.10 −0.04
WUE −0.75 0.36 −0.13 0.24 −0.29 0.23 −0.10 0.23
iWUE −0.81 0.33 −0.04 0.07 −0.31 0.22 −0.03 0.07
YII 0.81 0.48 0.02 −0.09 0.31 0.31 0.02 −0.08
NPQ −0.39 −0.51 0.05 0.60 −0.15 −0.33 0.03 0.57
qP 0.80 0.36 −0.05 0.02 0.31 0.23 −0.04 0.02
Fv/Fm 0.24 0.49 0.51 −0.40 0.09 0.32 0.38 −0.38
FSW −0.44 0.29 0.78 0.22 −0.17 0.19 0.57 0.21
DSW −0.51 0.38 0.67 0.18 −0.20 0.25 0.50 0.17
FTW −0.34 0.48 −0.51 −0.11 −0.13 0.31 −0.38 −0.10
DMC −0.53 0.48 −0.25 0.12 −0.20 0.31 −0.18 0.12
Eigen 6.81 2.38 1.83 1.12
CR % 45.36 15.84 12.22 7.48
CRR % 45.36 61.20 73.42 80.90
Weight 0.56 0.20 0.15 0.09
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exhibit some predictive ability for potato productivity 
under heat-stress conditions. Research on wild potato 
genotypes reveals a non-significant, positive correlation 
between SPAD values and tuber yield (Fig. 7), suggesting 
that potato breeding programs may be able to use this trait 
as a proxy marker for heat tolerance (Demirel et al. 2017). 
Studies on other Solanaceae species have also used SPAD 
values to check the amount of chlorophyll and how well 
they can response to heat (Nemeskéri and Helyes 2019; 
Bhattarai et al. 2021; Haque et al. 2021). SPAD is one of the 
main parameters typically measured, along with other gas 
exchange parameters (Demirel et al. 2017; Tang et al. 2018) 
to screen potato germplasm. Under HS, the plants could 
have gained an upward shift in the optimum temperature, 
providing thermostability to PSII, which most likely pre-
vented the degradation of chlorophyll molecules (Havaux 
1993). Therefore, this leads to increased photosynthetic 

activity under HS (Hancock et al. 2014). In our study, Pn 
increased by 13% on average under HS (Fig. 2). Similar 
results were reported for the heat-resistant potato geno-
types such as Desirée and Norchip (Hancock et al. 2014; 
Aien et al. 2017) and indicate that heat-tolerant genotypes 
can sustain higher photosynthesis levels. Also, as the HS 
period lasted longer, potato germplasm was observed to 
maintain the Pn. This was shown by the fact that photosyn-
thesis activity was significantly higher after 28 DAS under 
HS, however after 42 days of growth, there was no differ-
ence of Pn observed under HS and CT conditions (Fig. 2). 
Although, Pn observed under both conditions after 42 DAS 
was lower than the initial stages (14 DAS, 28 DAS). This 
suggests that wild germplasm has the capability to keep the 
photosynthesis machinery stable (Jha et al. 2014; Janni et al. 
2020) by potentially through mechanisms of upregulation of 
heat shock proteins (HSPs), and increase in the production 

Fig. 4  Dispersion and clustering of 24 potato (Solanum, Solanaceae) 
genotypes from the Embrapa Potato Genebank by principal compo-
nent analysis were evaluated for the chlorophyll index (SPAD), net 
photosynthesis rate (Pn), stomatal conductance (Gs), transpiration 
rate (E), water use efficiency (WUE), intrinsic water use efficiency 

(iWUE), intracellular/ambient  CO2 ratio (Ci/Ca), operating efficiency 
of PSII (YII), non-photochemical quenching (NPQ), photochemical 
quenching (qP), potential quantum efficiency of PSII (Fv/Fm), fresh 
shoot weight (FSW), dry shoot weight (DSW), fresh tuber weight 
(FTW), and dry matter content (DMC)
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Fig. 5  Phenotypic clusters. Box plots show medians, 25 and 75 per-
centiles, and whiskers indicate 1.5 times the interquartile range of the 
variables assessed within each cluster. The x-axis shows the cluster 
performance of the respective traits on the y-axis. Each point rep-

resents the genotype’s best linear, unbiased predictor. The asterisk 
above the error bar indicates the significant association of the follow-
ing trait with the respective cluster by p value: * ≤ 0.05, **≤ 0.01, 
***≤ 0.001

Fig. 6  Heat comprehensive evaluation values (HCEV) of 24 potato (Solanum, Solanaceae) genotypes from the Embrapa Potato Genebank calcu-
lated by the morphological and physiological index and ranked from highest to lowest HCEV



 American Journal of Potato Research

of antioxidants that ultimately preventing photosynthetic 
damage (Jha et al. 2014; Hu et al. 2020) and productivity 
under elevated temperatures (Hastilestari et al. 2018). This 
is a desirable trait for breeding heat-tolerant varieties, as it 
indicates the ability to sustain yield potential under HS con-
ditions (Gautam et al. 2024). Superior photosynthetic traits 
found in wild potato germplasm can be potentially used 
to make potato cultivars that can better handle heat stress 

(Wang-Pruski and Schofield 2012; Guedes et al. 2019; Lal 
et al. 2022).

Plants adjust their stomatal conductance and transpira-
tion rates to regulate leaf temperature and avoid exces-
sive heat buildup. This helps maintain photosynthesis 
by keeping the leaves cool (Giorno et al. 2013; Hu et al. 
2020). In our study, potato genotypes close stomata sig-
nificantly during heat stress (Fig. 2; S. Fig. 1). Stomatal 

Fig. 7  The correlation between the average genotypic values in the 
various environments capitalizes on an average interaction with all 
evaluated environments of the studied physiological and morphologi-
cal traits. The intensity of the color of the square increases with an 
increase in the correlation. Dark red denotes a high negative corre-
lation, whereas dark blue denotes a high positive correlation. Cells 
with an asterisk denote the level of significant correlation between 
the variables. The full form of abbreviations used is given as follows: 

chlorophyll index (SPAD), net photosynthesis rate (Pn), stomatal con-
ductance (Gs), transpiration rate (E), water use efficiency (WUE), 
intrinsic water use efficiency (iWUE), intracellular/ambient CO2 
ratio  (Ci/Ca), operating efficiency of PSII (YII), non-photochemical 
quenching (NPQ), photochemical quenching (qP), potential quan-
tum efficiency of PSII (Fv/Fm), fresh shoot weight (FSW), dry shoot 
weight (DSW), fresh tuber weight (FTW), and dry matter content 
(DMC)
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closure during HS follows a stress avoidance strategy 
(Jensen 1981). The strong association between Pn and Gs 
suggests that it can balance  CO2 intake while minimiz-
ing water loss (Fig. 7). All of the accessions evaluated 
significantly decreased Gs (S. Fig. 1), according to pre-
dicted genotypic values. However, we observed that acces-
sions (BGB003, BGB008, BGB009, BGB027, BGB086, 
BGB088, BGB089, BGB091, BGB093, BGB098, 
BGB101, BGB109, and BGB313) had higher predicted 
genotypic values for transpiration under the HS condition 
(Fig. 2; S. Fig. 1). This indicates that these accessions have 
the potential to avoid HS by increasing water loss through 
passive processes other than stomatal transpiration. Hence, 
the higher E and lower Gs indicate a more efficient regula-
tion of water use and better adaptation to heat stress. The 
reduced stomatal conductance helps to minimize stomatal 
water loss, which is crucial for maintaining plant water 
status and avoiding heat-induced wilting and yield reduc-
tions (Bai et al. 2023). The remaining genotypes conserve 
water by reducing stomatal activity (Gs), which leads to 
efficient water management due to lower E (Sadok et al. 
2021). Many studies have found comparable findings in 
various crops (Berry and Bjorkman 1980; Jolliet and Bai-
ley 1992; Aien et al. 2017; Gu et al. 2017; Sadok et al. 
2021; Aldubai et al. 2022). These physiological responses 
are often associated with enhanced thermotolerance in 
plants (Chaudhary et  al. 2020). By understanding the 
genetic basis and mechanisms behind these traits, breed-
ers can identify and select the most promising wild potato 
accessions to incorporate heat tolerance into their breeding 
programs (Dempewolf et al. 2017; Janni et al. 2020).

Intracellular to ambient  CO2  (Ci/Ca) ratio under HS is 
a complicated and growing topic of study that might also 
boost potato yields and tolerance to rising temperatures (Lee 
et al. 2020; Ahmadi-Lahijani et al. 2021). Research indi-
cates that plants capable of maintaining a  Ci/Ca ratio of 0.6 
or higher tend to exhibit greater heat tolerance (Tan et al. 
2017). Such ratios indicate effective stomatal regulation, 
allowing plants to optimize water use while maintaining 
adequate carbon uptake for photosynthesis (Ehleringer and 
Cerling 1995). This screening trial showed that more than 
50% of germplasm (S. Fig. 1) had genotypic values higher 
than 0.6, as indicated by Bunce (2005). The lower  Ci/Ca val-
ues under HS (Fig. 2) suggest improved stomatal regulation, 
allowing the plant to conserve water while maintaining  CO2 
uptake for photosynthesis (Jha et al. 2014).

Overall, all accessions in our study showed higher geno-
typic values for WUE and iWUE under HS (S. Fig. 1). The 
observations suggest that the wild genotypes adopting a opti-
mizing mechanism (Borba et al. 2017; Priya et al. 2018) 
and reduce stomatal conductance to conserve water, lead-
ing to decreased transpiration rates (Bashir 2022), coupled 
with maintained or enhanced carbon assimilation, results in 

improved WUE and iWUE (Fig. 2; S. Fig. 1) under HS. Jha 
et al. (2014) also reported this key adaptation in legumes 
which is desirable for keeping productivity high under HS. 
Therefore, our study suggests that phenotyped germplasm 
potentially has novel phenotypic or genetic combinations 
that confer superior WUE and iWUE under HS (Bethke et al. 
2019).

Photoinhibition, as a negative mechanism for protecting 
PSII, limits photosynthesis (Guidi et al. 2019). Using pho-
toinhibition indicators, this study estimated potato germ-
plasm diversity to survive heat stress. The Fv/Fm ratio 
is a crucial indicator of potato plant stress (Krause and 
Weis 1991; Baker 2008). The S. commersonii accessions 
BGB003, BGB009, BGB027, and BGB045 had a higher 
genotypic value under CT than the Fv/Fm ratio average 
under HS. So, did the S. tuberosum 2x accession BGB093 
and the seven S. chacoense accessions BGB086, BGB098, 
BGB101, BGB103, BGB109, BGB467, and BGB472 (S. 
Fig. 2).

However, other genotypes showed reduced Fv/Fm ratios, 
indicating photoinhibition (Ogren 1991; Krause and Winter 
1996; Bertamini and Nedunchezhian 2003; Santabarbara 
et al. 2019). All phenotyped germplasm showed predicted 
Fv/Fm genotyping values > 0.7, as observed by Baker 
(2008). Fv/Fm ratios depend on the YII (Kitajima and Butler 
1975) and photoinactivation due to the PSII reaction center 
closure (Campbell and Tyystjärvi 2012); hence, accessions 
with lower YII and qP tend to have lower Fv/Fm ratios (S. 
Fig. 2). In addition, excess energy, or NPQ under HS, also 
influences Fv/Fm (Malnoë 2018). We predict that accessions 
with lower NPQ genotypic values (S. Fig. 2) will have higher 
Fv/Fm ratios or better stress tolerance.

Potato development is both indeterminate and determinate 
depending on the cultivar and environment conditions, and 
HS can redirect photoassimilates from sink tissue to other 
tissues, which can change tuberization, bulking, and tuber 
output (Viola et al. 2001; Fleisher et al. 2006). Moreover, 
dry matter content productivity is associated with the dis-
tribution of photoassimilates (Dahal et al. 2019; Koch et al. 
2019). But in this study under HS most of the S. tuberosum 
accessions showed lower FSW and DSW genotypic values 
(S. Fig. 3) while gained higher FTW than the average of 
the trait (Fig. 3) and most of the S. chacoense genotypes 
maintained their higher values under HS for FSW, DSW 
and DMC. This suggests that they can survive HS and may 
have ways to allocate the photoassimilte to sink tissue for 
tuber bulking. A non-significant correlation between these 
traits (Fig. 7) explains this behavior of not adopting a similar 
mechanism to cope HS for all the germplasm. Tubers with 
increased dry matter may respond to stress. Higher dry mat-
ter concentration implies storage compound buildup; how-
ever, it may reduce tuber size and water content (Appeldoorn 
et al. 1997). According to genotype responses to FSW, the 
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plant may be investing more in dry matter than the fresh 
weight of tubers.

Our study reveals a positive correlation between the 
SPAD index genotypic values and tuber yield, measured in 
terms of fresh tuber weight, although it is not significant. 
This suggests that the wild genotypes can tolerate heat stress 
by increasing their leaf chlorophyll but this trend does not 
translate to greater tuber yields under elevated temperature. 
Demirel et al. (2017) also found the same trend in potatoes, 
and Barutçular et al. (2016) found a correlation between 
SPAD values and yield in Poaceae family crops. González 
et al. (2011) found a significant positive correlation between 
Gs, E,  Ci/Ca, Pn, YII, and qP, indicating a close link between 
these traits under HS conditions. This implies that the same 
underlying mechanisms, likely related to stomatal regulation 
and gas exchange, influence all these physiological param-
eters (González et al. 2011). This information allows us to 
focus on selecting a combination of these positively cor-
related traits for program breeding, as improving one trait 
is likely to lead to improvements in the others. On the other 
hand, the significant negative correlation between Gs, Pn, 
E,  Ci/Ca, WUE, and iWUE is also informative (Fig. 7). This 
inverse relationship indicates a tradeoff between maximiz-
ing carbon assimilation and water use efficiency under HS 
conditions. This trade-off indicates that the plants are prior-
itizing the maintenance of essential physiological processes, 
such as maximizing carbon assimilation and energy produc-
tion, over the accumulation of carbohydrates and other stor-
age compounds in the tubers. The fact that NPQ and YII 
are negatively correlated suggests that when potato plants 
are under a lot of HS, they need to dissipate energy through 
NPQ, but this gets in the way of them using light energy 
efficiently (González et al. 2011; Reddy et al. 2020). This 
reflects the wild potato germplasm’s ability to protect its 
photosynthetic apparatus and its capacity to maintain high 
photosynthetic efficiency under adverse conditions. There-
fore, genotypes with lower NPQ and higher YII values are 
likely to be more heat-tolerant, as they can better preserve 
the efficiency of their photosynthetic machinery under stress. 
These negative associations also highlight the importance of 
identifying and selecting potato genotypes that can strike a 
balance between these traits.

PCA can reduce the number of dimensions without much 
loss of information based on their similarities, differences 
and define a limited number of ‘principal components’ 
which describe independent variation structures in the data 
(Shin et al., 2011). The PCA technique has been employed 
for main economic character evaluation as well as for classi-
fication or clustering (Karim et al 2022; Placide et al. 2015). 
Using genotypic responses of wild germplasm, the PCA 
explained 81% of the variation in the germplasm that was 
studied and helped us with genotypes that exhibit similar 
values of these traits under CT and HS conditions (Table 3). 
PCA suggests that Pn, Gs, E,  Ci/Ca, YII, qP, and DMC are 
features that capture the majority of independent variation 
in these germplasm, under the combined CT and HS condi-
tions (Banerjee et al. 2020; Al-Ashkar et al. 2023). It is not 
logical to assume that only one trait is indicative of the heat 
tolerance of potato genotypes. The PCA along with cluster 
analysis (Fig. 4) and in combination with subordinate func-
tion (Supp. T2) allows us to group and rank the genotypes 
using HCEV (Fig. 6). This approach has been frequently 
applied to evaluate the tolerance of germplasm in many 
crops (El-Hendawy et al. 2005; Tian et al. 2015; Sun et al. 
2016; Al Mahmud et al. 2021; Fan et al. 2022) but is not 
a direct measurement of heat tolerance in this experiment.

Therefore, by using PCA values, clustering of wild potato 
germplasm allows us to identify wild potato ideotypes 
with similar responses. Thus, Cluster-I comprises just S. 
chacoense accessions (Fig. 4). This group may preserve their 
average Pn phenotype, it is also shown by the significant 
differences present between HS/CT ratios of the genotypes 
present in cluster-I with II and III (Table 4). The closed sto-
mata of Cluster-I genotypes (Fig. 5) made them less sensi-
tive to  CO2. However, they used water more efficiently, as 
shown by higher WUE and iWUE values and less water 
loss (E), which caused  Ci/Ca ratios to drop. The genotypes 
in this group had better heat dissipation (NPQ) ability and 
PSII operational efficiency, leading to better stress tolerance 
(Fv/Fm). They also have higher FSW and DSW, and some 
genotypes in this group may send photoassimilates (like 
starch and carbohydrates) to sink tissues, which raises FTW 
and DMC. Perhaps surprisingly, minimal significant differ-
ences were seen in the HS/CT ratio of yield productivity 

Table 4  The statistical significance of the differences between clusters of wild potato accessions obtained from the PCA matrix, considering the 
HS/CT ratios of the parameters by the Student’s t test

*, **, *** significant difference at the 0.05, 0.01 and 0.001 level (P ≤ 0.05; P ≤ 0.01; P ≤ 0.001), respectively

Cluster SPAD Pn Gs E Ci/Ca WUE iWUE YII NPQ qP Fv/Fm FSW DSW FTW DMC

I vs. II - * * - - *** - - - - - - - - -
I vs.III - ** *** *** *** *** - *** - *** - - - ** -
II vs. III - - - ** - - - *** - ** - - - - -
R-squared 0.25 0.42 0.61 0.22 0.61 0.70 0.29 0.21 0.08 0.23 0.04 0.11 0.03 0.19 0.41
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traits (FTW, DMC) across the three groups (Table 4). These 
results suggest that indeed methods like PCA and HCEV are 
effective at grouping genotypes by phenotypic similarity, 
but do not provide a measurement of agronomic productiv-
ity under heat stress tolerance. Furthermore, morphological 
traits did not significantly contribute to elucidating the tol-
erance levels of wild genotypes about HCEV. It is essential 
to assess the physiological characteristics for measuring the 
tolerance levels of wild accessions, as indicated by other 
potato research (Zhang et al. 2024). HCEV indicates that 
Gs, Ci/Ca, and WUE may serve as the most effective indi-
cators for assessing genotypic differences because of their 
significant correlation and magnitude, while Pn and DMC 
may be considered as other options for examining tolerance 
levels. Our findings suggest that there are many different 
ways wild potato genotypes can be optimized to turn light 
energy into  CO2 fixation when growing in HS under limited 
abiotic conditions. Future studies are needed to understand 
the relationship between photosynthetic parameters, physi-
ological characteristics, plant biomass production, and how 
these traits influence tuber yield, and dry matter content 
under heat stress. Results from this study may be helpful 
addressing these outstanding questions in the future through 
generation of genetic mapping populations that segregate for 
the traits presented.

Conclusion

Finally, using BLUP genotypic values, we were able to rank 
the genotypes based on their performance on the specific 
trait. PCA analysis, on the other hand, employs genotypic 
values to cluster wild germplasm based on trait ideotype 
similarity. Based on this classification, we may conclude 
that genotypes with a balance of these features have a 
greater ability to maintain photosynthetic activity, water 
use efficiency, and enhanced photoprotective mechanisms, 
resulting in higher tuber production under heat stress condi-
tions. Furthermore, the HCEV ranking provides a different 
way of assessing wild germplasm focused on the balance 
of measured traits. As a result of these findings, genotypes 
that ranked first by BLUP values or belong to the first clus-
ter or top six genotypes according to tolerance analysis can 
be focused on one trait that leads to an improvement in the 
cultivar’s overall heat tolerance ability due to the signifi-
cant association present with other most influential traits in 
explaining the variability. This targeted approach can boost 
the breeding program’s efficiency and success in develop-
ing climate-resilient potato cultivars. These features are 
extremely beneficial for developing heat-tolerant potato 
cultivars that can maintain growth, yield, and tuber quality 
in the face of rising heat stress.

Supplementary Information The online version contains supplemen-
tary material available at https:// doi. org/ 10. 1007/ s12230- 025- 09976-8.

Author Contributions Conceptualization; IB, CC, GH; Methodology: 
IB, JH, GB; Software: Validation: IB; Formal analysis: IB; Resources: 
GH, CC; Data curation: IB and RN; Writing-original draft preparation: 
IB; Writing-review & editing: IB, RN, JH, CC, GH; Supervision: CC, 
GH; Project administration: CC, GH. All authors have read and agreed 
to the published version of the manuscript.

Funding This work was supported by CAPES/PROAP, Embrapa, 
FAPERGS (2551-0001703-0, 2019), CNPq (429368/2016-0), and its 
partnership with TWAS (TWAS/CNPq 154585/2017-3). GH acknowl-
edges CNPq (314590/2020-0) for the productivity research fellowship. 
In addition, we acknowledge the USDA Potato Gene Bank for sending 
part of the studied germplasm, as well as Dr. César Augusto Brasil 
Pereira Pinto, from Universidade Federal de Lavras, for dihaploid 
tuberosum genotypes.

Data Availability Data is available upon request.

Declarations 

I, Ikram Bashir, the corresponding author, declared on behalf of all au-
thors that they have no known competing financial interests or personal 
relationships that could have appeared to influence the work reported 
in this paper. There has been no involvement that might raise the ques-
tion of bias in the work reported or in the conclusions, implications, 
or opinions stated.

Competing Interests The authors declare that there are no competing 
interests regarding the publication of this manuscript.

References

Ahmadi-Lahijani, Mohammad, Mohammad Javad, Ahmad Kafi, 
Jafar Nezami, Nabati, and John E. Erwin. 2021. ABA and BAP 
improve the accumulation of carbohydrates and alter carbon allo-
cation in potato plants at elevated CO2. Physiology and Molec-
ular Biology of Plants 27: 313–325. https:// doi. org/ 10. 1007/ 
s12298- 021- 00956-w.

Aien, Ahmad, Ashish K. Chaturvedi, Rajeev N. Bahuguna, and Madan 
Pal. 2017. Phenological sensitivity to high temperature stress 
determines dry matter partitioning and yield in potato. Indian 
Journal of Plant Physiology 22: 63–69. https:// doi. org/ 10. 1007/ 
s40502- 016- 0270-z.

Al-Ashkar, Ibrahim, Mohammed Sallam, Abdullah Ibrahim, Abdel-
halim Ghazy, Nasser Al-Suhaibani, Walid Ben Romdhane, and 
Abdullah Al-Doss. 2023. Identification of Wheat Ideotype under 
Multiple Abiotic Stresses and Complex Environmental Interplays 
by Multivariate Analysis Techniques. Plants. https:// doi. org/ 10. 
3390/ plant s1220 3540.

Aldubai, Abdulhakim A., Abdullah A. Alsadon, Hussein H. Migdadi, 
Salem S. Alghamdi, Sulieman A. Al-Faifi, and Muhammad Afzal. 
2022. Response of Tomato (Solanum lycopersicum L.) Genotypes 
to Heat Stress Using Morphological and Expression Study. Plants. 
https:// doi. org/ 10. 3390/ plant s1105 0615.

Al Mahmud, Abdullah, M Jahangir Alam, Bimal Chandra Kundu, 
Milan Skalicky, M Matiar Rahman, E H M Shofiur Rahaman, 
Mousumi Sultana, et al. 2021. Selection of suitable potato gen-
otypes for late-sown heat stress conditions based on field per-
formance and stress tolerance indices. Sustainability 13: 2770. 
https:// doi. org/ 10. 3390/ su130 52770.

https://doi.org/10.1007/s12230-025-09976-8
https://doi.org/10.1007/s12298-021-00956-w
https://doi.org/10.1007/s12298-021-00956-w
https://doi.org/10.1007/s40502-016-0270-z
https://doi.org/10.1007/s40502-016-0270-z
https://doi.org/10.3390/plants12203540
https://doi.org/10.3390/plants12203540
https://doi.org/10.3390/plants11050615
https://doi.org/10.3390/su13052770


 American Journal of Potato Research

Appeldoorn, Niek J. G., M. Steef, Elly A. M. de Bruijn, Richard G. 
F. Koot-Gronsveld, Dick Visser, Vreugdenhil, H. W. van Linus, 
Linus H. W. van der Plass. 1997. Developmental changes of 
enzymes involved in conversion of sucrose to hexose-phosphate 
during early tuberisation of potato. Planta 202: 220–226. https:// 
doi. org/ 10. 1007/ s0042 50050 122.

Arnhold, Emmanuel. 2013. Package in the R environment for analy-
sis of variance and complementary analyses. Brazilian Journal 
of Veterinary Research and Animal Science 50. Faculdade de 
Medicina Veterinária e Zootecnia, Universidade de São Paulo: 
488–492.

Bai, Wan-Peng, Hu-Jun Li, Shelley R Hepworth, Hai-Shuang Liu, 
Lin-Bo Liu, Gai-Ni Wang, Qing Ma, Ai-Ke Bao, and Wang 
Suo-Min. 2023. Physiological and transcriptomic analyses pro-
vide insight into thermotolerance in desert plant Zygophyllum 
Xanthoxylum. BMC Plant Biology 23: 7. https:// doi. org/ 10. 1186/ 
s12870- 022- 04024-7.

Baker, Neil R. 2008. Chlorophyll Fluorescence: A Probe of Photo-
synthesis In Vivo. Annual Review of Plant Biology 59. Annual 
Reviews: 89–113. https:// doi. org/ 10. 1146/ annur ev. arpla nt. 59. 
032607. 092759.

Banerjee, Koushik, P., Krishnan, and Bappa Das. 2020. Thermal imag-
ing and multivariate techniques for characterizing and screening 
wheat genotypes under water stress condition. Ecological Indica-
tors 119: 106829. https:// doi. org/ 10. 1016/j. ecoli nd. 2020. 106829.

Barutçular, Celaleddin, Mehmet Yildirim, Mujde Koc, Cuma Akinci, 
Irema Toptas, Onder Albayrak, and Abdulkadir Tanrikulu et al. 
2016. Evaluation of Spad Chlorophyll in Spring Wheat Genotypes 
Wheat Genotypes Under Different. Fresenius Environmental Bul-
letin 25. Parlar Scientific Publications: 1258–1266.

Bashir, Ikram. 2022. Evaluation of desirable characteristics of wild 
potatoes for the improvement of cultivated potato. Universidade 
Federal de Pelotas.

Bashir, Ikram, Maicon Nardino, and Caroline Marques Castro, Gustavo 
Heiden. 2022. Genotypic response and selection of Potato Germ-
plasm under heat stress. Potato Research. https:// doi. org/ 10. 1007/ 
s11540- 022- 09573-w.

Berry, Joseph, and Olle Bjorkman. 1980. Photosynthetic Response and 
Adaptation to Temperature in Higher Plants. Annual Review of 
Plant Physiology 31. Annual Reviews: 491–543. https:// doi. org/ 
10. 1146/ annur ev. pp. 31. 060180. 002423.

Bertamini, Massimo, and Namachevayam Nedunchezhian. 2003. 
Photoinhibition of photosynthesis in mature and young leaves of 
grapevine (Vitis vinifera L). Plant Science 164: 635–644. https:// 
doi. org/ 10. 1016/ S0168- 9452(03) 00018-9.

Bethke, Paul C., Dennis A. Halterman, and Shelley H. Jansky. 2019. 
Potato germplasm enhancement enters the Genomics era. Agron-
omy 9: 575. https:// doi. org/ 10. 3390/ agron omy91 00575.

Bhattarai, Samikshya, Joshua T Harvey, Desire Djidonou, and Daniel 
I Leskovar. 2021. Exploring Morpho-Physiological Variation for 
Heat Stress Tolerance in Tomato. Plants. https:// doi. org/ 10. 3390/ 
plant s1002 0347.

Borba, M. E. A., G. M. Maciel, E. F. Fraga Júnior, C. S. Machado, G. 
R. Júnior, I. G. Marquez, Silva, and R. S. Almeida. 2017. Gas 
exchanges and water use efficiency in the selection of tomato gen-
otypes tolerant to water stress. Genetics and Molecular Research 
16. Instituto de Ciências Agrárias, Universidade Federal de Uber-
lândia, Campus Monte Carmelo, Brasil. https:// doi. org/ 10. 4238/ 
gmr16 029685.

Bunce, J. A. 2005. What is the usual internal carbon dioxide concentra-
tion in C4 species under midday field conditions? Photosynthetica 
43: 603–608. https:// doi. org/ 10. 1007/ s11099- 005- 0094-y.

Campbell, Douglas A., and Esa Tyystjärvi. 2012. Parameterization of 
photosystem II photoinactivation and repair. Biochimica et Bio-
physica Acta (BBA) - Bioenergetics 1817: 258–265. https:// doi. 
org/ 10. 1016/j. bbabio. 2011. 04. 010.

Chaudhary, Shikha, Poonam Devi, Anjali Bhardwaj, Uday Chand Jha, 
Kamal Dev Sharma, P. V. Vara Prasad, Kadambot H. M. Sid-
dique, H. Bindumadhava, Shiv Kumar, and Harsh Nayyar. 2020. 
IdentificationCharacterization of contrasting Genotypes/Cultivars 
for developing heat tolerance in agricultural crops: Current Sta-
tusProspects. Frontiers in Plant Science 11.

Chourasia, Kumar Nishant, Virupaksh U. Patil, G. Vanishree, R. 
Vinay Kumar, R. Thribhuvan, Jitendra Kumar Meena, Rakesh 
Kumar Bairwa, and Vinay Bhardwaj. 2023. Morphological and 
molecular characterization of Indian potato (Solatium Tubero-
sum L.) cultivars. Cytology and Genetics 57: 246–257. https:// 
doi. org/ 10. 3103/ S0095 45272 30300 39.

Correll, D. S. 1963. The Potato and Its Wild Relatives. Taxon 12. 
Texas Research Foundation, Renner.: 38. https:// doi. org/ 10. 
2307/ 12166 87.

Dahal, Keshav, Xiu-Qing Li, Helen Tai, and Alexa Creelman, and 
Benoit Bizimungu. 2019. Improving potato stress tolerance and 
tuber yield under a Climate Change scenario – a current over-
view. Frontiers in Plant Science 10.

Demirel, U., S. Çalıșkan, C. Yavuz, İ. Tındaș, Z. Polgar, Z. Vaszily, I. 
Cernák, and M. E. Çalıșkan. 2017. Assessment of morphophysi-
ological traits for selection of heat-tolerant potato genotypes. 
Turkish Journal of Agriculture and Forestry 41. TÜBİTAK: 
218–232.

Dempewolf, Hannes, Gregory Baute, Justin Anderson, Benjamin Kil-
ian, Chelsea Smith, and Luigi Guarino. 2017. PastFuture Use of 
Wild Relatives in Crop Breeding. Crop Science 57. John Wiley 
& Sons, Ltd: 1070–1082. https:// doi. org/ 10. 2135/ crops ci2016. 
10. 0885.

Ehleringer, James R., and Thure E. Cerling. 1995. Atmospheric CO2 
and the ratio of intercellular to ambient CO2 concentrations in 
plants. Tree Physiology 15: 105–111. https:// doi. org/ 10. 1093/ treep 
hys/ 15.2. 105.

El-Hendawy, Salah E, Yuncai Hu, and Urs Schmidhalter. 2005. 
Growth, ion content, gas exchange, and water relations of wheat 
genotypes differing in salt tolerances. Australian Journal of Agri-
cultural Research 56: 123–134.

Fan, Zhang, Chen Mengru, Xing Yingying, Wang Xiukang, and Li 
Yuan. 2022. Comparison and comprehensive evaluation of quality 
of 20 potato varieties. Journal of Henan Agricultural Sciences. 
https:// doi. org/ 10. 15933/j. cnki. 1004⁃3268. 2022. 08. 004.

Farquhar, G. D., R. A. Richards. 1984. Isotopic composition of Plant 
Carbon correlates with Water-Use Efficiency of Wheat genotypes. 
Functional Plant Biology 11: 539. https:// doi. org/ 10. 1071/ PP984 
0539.

Fleisher, David H., Dennis J. Timlin, and Vangimalla R. Reddy. 2006. 
Temperature Influence on Potato Leaf and Branch Distribution 
and on Canopy Photosynthetic Rate. Agronomy Journal 98. John 
Wiley & Sons, Ltd: 1442–1452. https:// doi. org/ 10. 2134/ agron 
j2005. 0322.

Gautam, Sanjeev, C. Douglas, Jeffrey W. Scheuring, Koym, and M. Isa-
bel Vales. 2024. Assessing heat tolerance in potatoes: Responses 
to stressful Texas field locations and controlled contrasting green-
house conditions. Frontiers in Plant Science 15.

Genty, Bernard, Jean-Marie Briantais, and Neil R. Baker. 1989. The 
relationship between the quantum yield of photosynthetic electron 
transport and quenching of chlorophyll fluorescence. Biochimica 
et Biophysica Acta (BBA) - General Subjects 990: 87–92. https:// 
doi. org/ 10. 1016/ S0304- 4165(89) 80016-9.

Giorno, Filomena, Mieke Wolters-Arts, Celestina Mariani, and Ivo 
Rieu. 2013. Ensuring Reproduction at High Temperatures: The 
Heat Stress Response during Anther and Pollen Development. 
Plants. https:// doi. org/ 10. 3390/ plant s2030 489.

González, J. A., M. Bruno, M. Valoy, and F. E. Prado. 2011. Gen-
otypic Variation of Gas Exchange Parameters and Leaf Stable 
Carbon and Nitrogen Isotopes in Ten Quinoa Cultivars Grown 

https://doi.org/10.1007/s004250050122
https://doi.org/10.1007/s004250050122
https://doi.org/10.1186/s12870-022-04024-7
https://doi.org/10.1186/s12870-022-04024-7
https://doi.org/10.1146/annurev.arplant.59.032607.092759
https://doi.org/10.1146/annurev.arplant.59.032607.092759
https://doi.org/10.1016/j.ecolind.2020.106829
https://doi.org/10.1007/s11540-022-09573-w
https://doi.org/10.1007/s11540-022-09573-w
https://doi.org/10.1146/annurev.pp.31.060180.002423
https://doi.org/10.1146/annurev.pp.31.060180.002423
https://doi.org/10.1016/S0168-9452(03)00018-9
https://doi.org/10.1016/S0168-9452(03)00018-9
https://doi.org/10.3390/agronomy9100575
https://doi.org/10.3390/plants10020347
https://doi.org/10.3390/plants10020347
https://doi.org/10.4238/gmr16029685
https://doi.org/10.4238/gmr16029685
https://doi.org/10.1007/s11099-005-0094-y
https://doi.org/10.1016/j.bbabio.2011.04.010
https://doi.org/10.1016/j.bbabio.2011.04.010
https://doi.org/10.3103/S0095452723030039
https://doi.org/10.3103/S0095452723030039
https://doi.org/10.2307/1216687
https://doi.org/10.2307/1216687
https://doi.org/10.2135/cropsci2016.10.0885
https://doi.org/10.2135/cropsci2016.10.0885
https://doi.org/10.1093/treephys/15.2.105
https://doi.org/10.1093/treephys/15.2.105
https://doi.org/10.15933/j.cnki.1004⁃3268.2022.08.004
https://doi.org/10.1071/PP9840539
https://doi.org/10.1071/PP9840539
https://doi.org/10.2134/agronj2005.0322
https://doi.org/10.2134/agronj2005.0322
https://doi.org/10.1016/S0304-4165(89)80016-9
https://doi.org/10.1016/S0304-4165(89)80016-9
https://doi.org/10.3390/plants2030489


American Journal of Potato Research 

under Drought. Journal of Agronomy and Crop Science 197. John 
Wiley & Sons, Ltd: 81–93. https:// doi. org/ 10. 1111/j. 1439- 037X. 
2010. 00446.x.

Gu, Junfei, Zhenxiang Zhou, Zhikang Li, Ying Chen, Zhiqin Wang, 
Hao Zhang, and Jianchang Yang. 2017. Photosynthetic properties 
and potentials for Improvement of Photosynthesis in Pale Green 
Leaf Rice under High Light conditions. Frontiers in Plant Sci-
ence 8.

Guedes, Marcio L, Kathleen G. Haynes, Bryan T. Vinyard, and Cesar 
A. B. P. Pinto. 2019. Heat Tolerance in Diploid Wild Potato spe-
cies in Vitro. American Journal of Potato Research 96: 294–302. 
https:// doi. org/ 10. 1007/ s12230- 019- 09716-9.

Guidi, Lucia, Ermes Lo Piccolo, and Marco Landi. 2019. Chlorophyll 
fluorescence, photoinhibition and abiotic stress: Does it make any 
difference the fact to be a C3 or C4 species? Frontiers Media SA 
10: 174Frontiers in plant science.

Hancock, Robert D., Wayne L. Morris, Laurence J. M. Ducreux, 
Jenny A. Morris, Muhammad Usman, Susan R. Verrall, John 
Fuller, Craig G. Simpson, Runxuan Zhang, and Pete E. Hedley. 
2014. Physiological, biochemical and molecular responses of the 
potato (S olanum tuberosum L.) plant to moderately elevated tem-
perature. Plant, cell & environment 37. Wiley Online Library: 
439–450.

Haque, Md. S, Mst. T. Husna, Md. N. Uddin, Md. A. Hossain, Abul K. 
Sarwar, M. Omar, A. Ali, Arafat, Abdel Latef, and Akbar Hos-
sain. 2021. Heat Stress at Early Reproductive Stage Differentially 
Alters Several PhysiologicalBiochemical Traits of Three Tomato 
Cultivars. Horticulturae. https:// doi. org/ 10. 3390/ horti cultu rae71 
00330.

Hastilestari, Bernadetta, Julia Rina, Stephen Lorenz, Jörg Reid, David 
Hofmann, Uwe Pscheidt, Sonnewald, and Sophia Sonnewald. 
2018. Deciphering source and sink responses of potato plants 
(Solanum tuberosum L.) to elevated temperatures. Plant, Cell & 
Environment 41. John Wiley & Sons, Ltd: 2600–2616. https:// doi. 
org/ 10. 1111/ pce. 13366.

Havaux, Michel. 1993. Characterization of thermal damage to the pho-
tosynthetic electron transport system in potato leaves. Plant Sci-
ence 94. Elsevier: 19–33. https:// doi. org/ 10. 1016/ 0168- 9452(93) 
90003-I.

Haverkort, A. J., and A. Verhagen. 2008. Climate Change and its 
repercussions for the Potato Supply Chain. Potato Research 51: 
223–237. https:// doi. org/ 10. 1007/ s11540- 008- 9107-0.

Hawkes, J. G. 1990. The potato: Evolution, biodiversity and genetic 
resources. Belhaven: viii + 259 pp.-viii + 259 pp.

Hawkes, J. G., and J. P. Hjerting. 1969. The potatoes of Argentina, 
Brazil, Paraguay and Uruguay. A biosystematic study. Clarendon: 
xxiii + 525 pp.-xxiii + 525 pp.

Hijmans, Robert J. 2003. The effect of climate change on global potato 
production. American Journal of Potato Research 80: 271–279. 
https:// doi. org/ 10. 1007/ BF028 55363.

Hu, Shanshan, Yanfei Ding, and Cheng Zhu. 2020. Sensitivity and 
responses of chloroplasts to heat stress in plants. Frontiers in 
Plant Science 11.

Jackson, M. T., P. R. Rowe, and J. G. Hawkes. 1978. Crossability 
relationships of andean potato varieties of three ploidy levels. 
Euphytica 27: 541–551. https:// doi. org/ 10. 1007/ BF000 43180.

Janni, Michela, Mariolina Gullì, Elena Maestri, Marta Marmiroli, 
Babu Valliyodan, Henry T Nguyen, and Nelson Marmiroli. 2020. 
Molecular and genetic bases of heat stress responses in crop plants 
and breeding for increased resilience and productivity. Journal 
of Experimental Botany 71: 3780–3802. https:// doi. org/ 10. 1093/ 
jxb/ eraa0 34.

Jensen, C. R. 1981. Influence of water and salt stress on water relation-
ships and carbon dioxide exchange of top and roots in beans. New 

Phytologist 87. John Wiley & Sons, Ltd: 285–295. https:// doi. org/ 
10. 1111/j. 1469- 8137. 1981. tb031 99.x.

Jha, Uday, Abhishek Chand, Bohra, and Narendra Pratap Singh. 2014. 
Heat stress in crop plants: its nature, impacts and integrated breed-
ing strategies to improve heat tolerance. Edited by R. Tuberosa. 
Plant Breeding 133. John Wiley & Sons, Ltd: 679–701. https:// 
doi. org/ 10. 1111/ pbr. 12217.

Jolliet, O., and B. J. Bailey. 1992. The effect of climate on tomato tran-
spiration in greenhouses: Measurements and models comparison. 
Agricultural and Forest Meteorology 58: 43–62. https:// doi. org/ 
10. 1016/ 0168- 1923(92) 90110-P.

Karim, Nurul Afza, Thiyagu Devarajan, and Aziz Ahmad. 2022. Prin-
cipal component analysis for phenotypic characterization of sweet 
potato (Ipomoea batatas (L.) Lam.) genotypes in Malaysia. Trends 
in Sciences 19: 4612. https:// doi. org/ 10. 48048/ tis. 2022. 4612.

Kassambara, A, and Fabian Mundt. 2020. Factoextra: Extract and 
Visualize the Results of Multivariate Data Analyses; R Package 
Version 1.0. 7. 2020.

Kitajima, MBWL, and W L Butler. 1975. Quenching of chlorophyll 
fluorescence and primary photochemistry in chloroplasts by 
dibromothymoquinone. Biochimica et Biophysica Acta (BBA)-
Bioenergetics 376. Elsevier: 105–115.

Koch, Mirjam, Marcel Naumann, and Elke Pawelzik. 2019. Cracking 
and fracture properties of potato (< scp > Solanum tuberosum L.) 
tubers and their relation to dry matter, starch, and mineral distri-
bution. Journal of the Science of Food and Agriculture 99. John 
Wiley & Sons, Ltd: 3149–3156. https:// doi. org/ 10. 1002/ jsfa. 9530.

Krause, G. H., and K. Winter. 1996. Photoinhibition of Photosynthesis 
in Plants Growing in Natural Tropical Forest Gaps. A Chlorophyll 
Fluorescence Study. Botanica Acta 109. John Wiley & Sons, Ltd: 
456–462. https:// doi. org/ 10. 1111/j. 1438- 8677. 1996. tb005 98.x.

Krause, G. H., and E. Weis. 1991. Chlorophyll fluorescence and photo-
synthesis: the basics. Annual Review of Plant Biology 42. Annual 
Reviews 4139 El Camino Way, PO Box 10139, Palo Alto, CA 
94303-0139, USA: 313–349.

Lal, Milan K., Rahul K. Tiwari, Awadhesh Kumar, Abhijit Dey, Ravin-
der Kumar, Dharmendra Kumar, Arvind Jaiswal et  al. 2022. 
Mechanistic Concept of Physiological, Biochemical, and Molec-
ular Responses of the Potato Crop to Heat and Drought Stress. 
Plants. https:// doi. org/ 10. 3390/ plant s1121 2857.

Lê, Sébastien, Julie Josse, and François Husson. 2008. FactoMineR: 
An R Package for Multivariate Analysis. Journal of Statistical 
Software 25: 1–18. https:// doi. org/ 10. 18637/ jss. v025. i01.

Lee, Yun-Ho, Wan-Gyu Sang, Jae-Kyeong Baek, Jun-Hwan Kim, 
Pyeong Shin, Myung-Chul Seo, and Cho Jung-Il. 2020. The effect 
of concurrent elevation in CO2 and temperature on the growth, 
photosynthesis, and yield of potato crops. PLOS ONE 15. Public 
Library of Science: e0241081.

Malnoë, Alizée. 2018. Photoinhibition or photoprotection of photo-
synthesis? Update on the (newly termed) sustained quenching 
component qH. Environmental and Experimental Botany 154. 
Elsevier: 123–133.

Mendes, Flávia Ferreira, Lauro José Moreira Guimarães, João Cândido 
Souza, Paulo Evaristo Oliveira Guimarães, Cleso Antônio Patto 
Pacheco, Jane Rodrigues de Assis Machado, Walter Fernandes 
Meirelles, Adelmo Resende da Silva, and Sidney Netto Parentoni. 
2012. Adaptability and stability of maize varieties using mixed 
model methodology. Crop Breeding and Applied Biotechnology 
12. SciELO Brasil: 111–117.

Murchie, Erik H., and Tracy Lawson. 2013. Chlorophyll fluorescence 
analysis: a guide to good practice and understanding some new 
applications. Journal of experimental botany 64. Oxford Univer-
sity Press: 3983–3998.

https://doi.org/10.1111/j.1439-037X.2010.00446.x
https://doi.org/10.1111/j.1439-037X.2010.00446.x
https://doi.org/10.1007/s12230-019-09716-9
https://doi.org/10.3390/horticulturae7100330
https://doi.org/10.3390/horticulturae7100330
https://doi.org/10.1111/pce.13366
https://doi.org/10.1111/pce.13366
https://doi.org/10.1016/0168-9452(93)90003-I
https://doi.org/10.1016/0168-9452(93)90003-I
https://doi.org/10.1007/s11540-008-9107-0
https://doi.org/10.1007/BF02855363
https://doi.org/10.1007/BF00043180
https://doi.org/10.1093/jxb/eraa034
https://doi.org/10.1093/jxb/eraa034
https://doi.org/10.1111/j.1469-8137.1981.tb03199.x
https://doi.org/10.1111/j.1469-8137.1981.tb03199.x
https://doi.org/10.1111/pbr.12217
https://doi.org/10.1111/pbr.12217
https://doi.org/10.1016/0168-1923(92)90110-P
https://doi.org/10.1016/0168-1923(92)90110-P
https://doi.org/10.48048/tis.2022.4612
https://doi.org/10.1002/jsfa.9530
https://doi.org/10.1111/j.1438-8677.1996.tb00598.x
https://doi.org/10.3390/plants11212857
https://doi.org/10.18637/jss.v025.i01


 American Journal of Potato Research

Nemeskéri, Eszter, and Lajos Helyes. 2019. Physiological Responses 
of Selected Vegetable Crop Species to water stress. Agronomy. 
https:// doi. org/ 10. 3390/ agron omy90 80447.

Ogren, Erling. 1991. Prediction of photoinhibition of photosynthe-
sis from measurements of fluorescence quenching components. 
Planta 184: 538–544. https:// doi. org/ 10. 1007/ BF001 97904.

Pimentel, C., D. Laffray, and P. Louguet. 1999. Intrinsic water use effi-
ciency at the pollination stage as a parameter for drought tolerance 
selection in Phaseolus vulgaris. Physiologia Plantarum 106. John 
Wiley & Sons, Ltd: 184–189. https:// doi. org/ 10. 1034/j. 1399- 3054. 
1999. 106206.x.

Placide, Rukundo, Hussein Shimelis, Mark Laing, and Daphrose 
Gahakwa. 2015. Phenotypic characterisation of sweetpotato gen-
otypes grown in East and Central Africa. South African Journal 
of Plant and Soil 32: 77–86. https:// doi. org/ 10. 1080/ 02571 862. 
2014. 994141.

Priya, Manu, K. H. M. Siddique, O. P. Dhankhar, P. V. Vara Prasad, 
Bindumadhava Hanumantha Rao, Ramakrishnan M. Nair, and 
Harsh Nayyar. 2018. Molecular breeding approaches involving 
physiological and reproductive traits for heat tolerance in food 
crops. Indian Journal of Plant Physiology 23: 697–720. https:// 
doi. org/ 10. 1007/ s40502- 018- 0427-z.

Reddy, Kambham Raja, Raju Bheemanahalli, Sukumar Saha, Kulvir 
Singh, Suresh B. Lokhande, Bandara Gajanayake, John J. Read 
et al. 2020. High-Temperature and Drought-Resilience Traits 
among Interspecific Chromosome Substitution Lines for Genetic 
Improvement of Upland Cotton. Plants (Basel, Switzerland) 9. 
https:// doi. org/ 10. 3390/ plant s9121 747.

Rykaczewska, Krystyna. 2015. The effect of high temperature occur-
ring in subsequent stages of plant development on potato yield 
and tuber physiological defects. American Journal of Potato 
Research 92. Springer: 339–349. https:// doi. org/ 10. 1007/ 
s12230- 015- 9436-x.

Sadok, Walid, Jose R. Lopez, and P. Smith Kevin. 2021. Transpiration 
increases under high-temperature stress: Potential mechanisms, 
trade-offs and prospects for crop resilience in a warming world. 
Plant, Cell & Environment 44. John Wiley & Sons, Ltd: 2102–
2116. https:// doi. org/ 10. 1111/ pce. 13970.

Santabarbara, Stefano, Francesca Villafiorita Monteleone, Wil-
liam Remelli, Federico Rizzo, Barbara Menin, and Anna Paola 
Casazza. 2019. Comparative excitation-emission dependence of 
the F V / F M ratio in model green algaecyanobacterial strains. 
Physiologia Plantarum 166. John Wiley & Sons, Ltd: 351–364. 
https:// doi. org/ 10. 1111/ ppl. 12931.

Shin, Dongjin, Seok-Jun Moon, Seyoun Han, Beom-Gi Kim, Sang 
Ryeol Park, Seong-Kon Lee, Hye-Jin Yoon, et al. 2011. Expres-
sion of StMYB1R-1, a novel potato single MYB-like domain tran-
scription factor, increases drought tolerance . Plant Physiology 
155: 421–432. https:// doi. org/ 10. 1104/ pp. 110. 163634.

Smillie, Robert M, Suzan E. Hetherington, C. Ochoa, and P. Mal-
agamba. 1983. Tolerances of wild potato species from different 
altitudes to cold and heat. Planta 159: 112–118. https:// doi. org/ 
10. 1007/ BF003 92980.

Struik, Paul C. 2007. Responses of the Potato Plant to temperature. In 
Potato Biology and Biotechnology, ed. Dick Vreugdenhil, John 
Bradshaw, Christiane Gebhardt, Francine Govers, Donald K. 
L. Mackerron, Mark A. Taylor, and Heather A. Ross. 367–393. 
Amsterdam: Elsevier. https:// doi. org/ 10. 1016/ B978- 04445 1018-
1/ 50060-9.

Sun, Mintao, Fangling Jiang, Chuan Zhang, Meng Shen, and Zhen 
Wu. 2016. A new comprehensive evaluation system for thermo-
tolerance in tomato at different growth Stage. Journal of Agri-
cultural Science and Technology B 6. https:// doi. org/ 10. 17265/ 
2161- 6264/ 2016. 03. 002.

Tan, Zheng-Hong, Zhi-Xiang Wu, Alice C. Hughes, Douglas Schaefer, 
Jiye Zeng, Guo-Yu Lan, Chuang Yang, Zhong-Liang Tao, Bang-
Qian Chen, and Yao-Hua Tian. 2017. On the ratio of intercellular 
to ambient CO2 (ci/ca) derived from ecosystem flux. International 
Journal of Biometeorology 61. Springer: 2059–2071.

Tang, Ruimin, Suyan Niu, Guodong Zhang, Guanshui Chen, Muham-
mad Haroon, Qing Yang, Om P. Rajora, and Xiu-Qing Li. 2018. 
Physiological and growth responses of potato cultivars to heat 
stress. Botany 96. NRC Research Press: 897–912.

Team, R Core. 2023. R: A language and environment for statistical 
computing. Vienna.

Tian, Zhiguo, Yan Yang, and Fei Wang. 2015. A comprehensive evalu-
ation of heat tolerance in nine cultivars of marigold. Horticulture, 
Environment, and Biotechnology 56: 749–755. https:// doi. org/ 10. 
1007/ s13580- 015- 0077-2.

Tiwari, Jagesh Kumar, Tanuja Buckseth, Rasna Zinta, Nisha Bhatia, 
Dalamu Dalamu, Sharmistha Naik, Anuj K. Poonia et al. 2022. 
Germplasm, breeding, and Genomics in Potato improvement of 
biotic and abiotic stresses Tolerance. Frontiers in Plant Science 
13.

Viola, Roberto, Alison G. Roberts, Sophie Haupt, Silvia Gazzani, Rob-
ert D. Hancock, Nelson Marmiroli, Gordon C. Machray, and Karl 
J. Oparka. 2001. Tuberization in Potato involves a switch from 
Apoplastic to Symplastic Phloem Unloading. The Plant Cell 13: 
385–398. https:// doi. org/ 10. 1105/ tpc. 13.2. 385.

Wang-Pruski, Gefu, and Andrew Schofield. 2012. Potato: Improving 
Crop Productivity and Abiotic Stress Tolerance. In Improving 
Crop Resistance to Abiotic Stress, 1121–1153. https:// doi. org/ 10. 
1002/ 97835 27632 930. ch44.

Wei, Taiyun, and Viliam Simko. 2021. R package corrplot: Visualiza-
tion of a Correlation Matrix, R package version 0.84. R package 
version 0.92.

Wickham, Hadley, Winston Chang, Lionel Henry, Thomas Lin Ped-
ersen, Kohske Takahashi, Claus Wilke, Kara Woo, Hiroaki Yutani, 
Dewey Dunnington, and Teun van den Brand. 2019a. ggplot2: 
Elegant Graphics for Data Analysis. Springer-Verlag New York.

Wickham, Hadley, Mara Averick, Jennifer Bryan, Winston Chang, 
Lucy McGowan, and Romain François, Garrett Grolemund, et al. 
2019b. Welcome to the Tidyverse. Journal of Open Source Soft-
ware 4: 1686. https:// doi. org/ 10. 21105/ joss. 01686.

Zhang, Sujie, Han Ye, Lingshuang Kong, Xiaoyu Li, Yeqing Chen, 
Shipeng Wang, and Bailin Liu. 2024. Multivariate analysis com-
pares and evaluates Heat Tolerance of Potato Germplasm. Plants 
13: 142. https:// doi. org/ 10. 3390/ plant s1301 0142.

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

Springer Nature or its licensor (e.g. a society or other partner) holds 
exclusive rights to this article under a publishing agreement with the 
author(s) or other rightsholder(s); author self-archiving of the accepted 
manuscript version of this article is solely governed by the terms of 
such publishing agreement and applicable law.

https://doi.org/10.3390/agronomy9080447
https://doi.org/10.1007/BF00197904
https://doi.org/10.1034/j.1399-3054.1999.106206.x
https://doi.org/10.1034/j.1399-3054.1999.106206.x
https://doi.org/10.1080/02571862.2014.994141
https://doi.org/10.1080/02571862.2014.994141
https://doi.org/10.1007/s40502-018-0427-z
https://doi.org/10.1007/s40502-018-0427-z
https://doi.org/10.3390/plants9121747
https://doi.org/10.1007/s12230-015-9436-x
https://doi.org/10.1007/s12230-015-9436-x
https://doi.org/10.1111/pce.13970
https://doi.org/10.1111/ppl.12931
https://doi.org/10.1104/pp.110.163634
https://doi.org/10.1007/BF00392980
https://doi.org/10.1007/BF00392980
https://doi.org/10.1016/B978-044451018-1/50060-9
https://doi.org/10.1016/B978-044451018-1/50060-9
https://doi.org/10.17265/2161-6264/2016.03.002
https://doi.org/10.17265/2161-6264/2016.03.002
https://doi.org/10.1007/s13580-015-0077-2
https://doi.org/10.1007/s13580-015-0077-2
https://doi.org/10.1105/tpc.13.2.385
https://doi.org/10.1002/9783527632930.ch44
https://doi.org/10.1002/9783527632930.ch44
https://doi.org/10.21105/joss.01686
https://doi.org/10.3390/plants13010142

	Phenotyping Wild Potatoes for Photosynthesis Associated Traits Under Heat Stress
	Abstract
	Resumen
	Introduction
	Materials and Methods
	Experimental Setup and Growth Conditions
	Physiological Measurements: Gas Exchange and Chlorophyll Fluorescence
	Measurement of Biomass and Yield Components
	Statistical Analysis
	Tolerance Analysis

	Results
	Genotypic Responses of the Potato Germplasm

	Discussion
	Conclusion
	References


