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Abstract:  9 

Light capture by chlorophylls and photosynthetic electron transport bury the risk of the generation of 10 

reactive oxygen species (ROS) including singlet oxygen, superoxide anion radicals and hydrogen 11 

peroxide. Rapid changes in light intensity, electron fluxes and accumulation of strong oxidants and 12 

reductants increase ROS production. Superoxide is mainly generated at the level of photosystem I 13 

while photosystem II is the main source of singlet oxygen. ROS can induce oxidative damage of the 14 

photosynthetic apparatus, however, ROS are also important to tune processes inside the chloroplast 15 

and participate in retrograde signalling regulating the expression of genes involved in acclimation 16 

responses. Under most physiological conditions light harvesting and photosynthetic electron transport 17 

are regulated to keep the level of ROS at a non-destructive level. Photosystem II is most prone to 18 

photoinhibition but can be quickly repaired while photosystem I is protected in most cases. The size of 19 

the transmembrane proton gradient is central for the onset of mechanisms that protect against 20 

photoinhibition. The proton gradient allows dissipation of excess energy as heat in the antenna 21 

systems and it regulates electron transport. pH-dependent slowing down of electron donation to 22 

photosystem I protects it against ROS generation and damage. Cyclic electron transfer and 23 

photoreduction of oxygen contribute to the size of the proton gradient. The yield of singlet oxygen 24 

production in photosystem II is regulated by changes in the midpoint potential of its primary quinone 25 

acceptor. In addition, numerous antioxidants inside the photosystems, the antenna and the thylakoid 26 

membrane quench or scavenge ROS. 27 

 28 

Introduction 29 

Living in an oxygen-rich atmosphere carries the risk of oxidative damage of lipids, proteins and 30 

nucleic acids. Beside oxidative damage, reactive oxygen species (ROS) are also important as signaling 31 

molecules triggering the expression of responsive genes, and they play a crucial role in developmental 32 
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processes, in plant – microbe interactions and the defense against pathogen attack [1,2]. Oxygen, a 33 

triplet in its ground state, is a strong oxidizing agent, however its reactivity is limited by spin pairing 34 

and reorientation. By contrast, its singlet form, 1O2, and the three intermediate redox states 35 

(superoxide, peroxide and hydroxyl radical) between O2 and its fully reduced form H2O are much more 36 

reactive with the highest reactivity for 1O2 and the hydroxyl radical (•OH). ROS are generated by 37 

specialized enzymes like for example NADPH oxidases to fight pathogen attack [3], and ROS generation 38 

occurs as side reactions in electron transport chains like the respiratory chain [4] and in oxygen 39 

photosynthetic organisms in the photosynthetic electron transport chain. Furthermore, 40 

photosynthetic organisms have their own special oxidative stress burden like light-induced generation 41 

of excited states of the chlorophylls that can lead to 1O2 generation.  42 

 43 

Superoxide generation by photosystem I 44 

Superoxide anion radicals (O2
•-) are generated by the reduction of O2 at the three main 45 

complexes of the photosynthetic electron transport chain (Fig. 1), photosystem II (PSII) [5], the 46 

cytochrome b6f complex (cytb6f) [6], photosystem I (PSI) and at the plastoquinone (PQ) pool [7]. The 47 

acceptor side of PSI is the most important site of O2
•- generation in the so-called Mehler reaction (Fig. 48 

2). The Mehler reaction is per se not deleterious for PSI when it occurs at the level of the terminal 49 

acceptors FAFB  since O2
•- generated at the stroma site of PSI is detoxified efficiently. O2

•- is first reduced 50 

to H2O2 by superoxide dismutase (SOD) or spontaneously and H2O2 is decomposed by ascorbate 51 

peroxidase, peroxiredoxins, and glutathione peroxidase [8]. However, the situation is different when 52 

O2
•- is generated inside the PSI reaction center. Since the midpoint redox potential of the O2/O2

•- pair 53 

in thylakoid membranes is assumed to be much more negative (around -550 mV) [9], both, 54 

phylloquinones and [4Fe-4S] clusters are suggested as thermodynamically plausible sites of O2 55 

reduction within PSI. Recently, Kozuleva et al. (2021) reported for isolated PSI that O2 photoreduction 56 

is observed in the absence of the [4Fe-4S] clusters and that it is enhanced with the longer lifetime of 57 

phylloquinone, suggesting that the A-branch phylloquinone is the site of O2 reduction in isolated PSI 58 

(Fig. 2) [10]. Because of low membrane permeability of O2
•- (2.1 x 10-6 cm s-1) [11], O2

•- generated within 59 

the protein complex or at the interface protein complex/thylakoid membrane is assumed to oxidatively 60 

attack PSI before it diffuses out of the membrane and is disproportionated enzymatically by SOD. 61 

Alternatively, O2
•- is non-enzymatically disproportionated to H2O2 that reacts with the reduced [4Fe-62 

4S] centers generating •OH when electron transport is strongly limited at the acceptor side of PSI 63 

[12,13]. In this way, •OH, being more reactive than O2
•-, can be generated in PSI.  64 

 65 
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Singlet oxygen production in photosystem II 66 

When excited chlorophyll in its triplet state (3Chl) reacts with molecular oxygen (3O2) the very 67 

reactive 1O2 is generated. In the Chl containing antenna systems, 3Chl may be generated from a singlet 68 

excited chlorophyll (1Chl). However, in an intact antenna system, little 1O2 is generated because 69 

carotenoids, including xanthophylls, are in close contact with Chl [14]. Carotenoids quench efficiently 70 

3Chl and protect thereby against 1O2 production. In the reaction centre of PSII, 3Chl is generated by 71 

charge recombination of the primary radical pair (P680+ Ph-), with pheophytin (Ph) being the primary 72 

electron acceptor and P680 the primary chlorophyll electron donor (Fig. 2). When light absorption 73 

exceeds the capacity of photosynthetic electron transport, the quinone acceptors of PSII (QA, QB and 74 

the PQ pool) become reduced and the probability of 1O2 generation increases. The midpoint potential 75 

of QA determines whether charge recombination proceeds via the dangerous route of repopulation of 76 

the primary radical pair (P680+ Phe-) generating with a certain probability 3P680 and subsequently 1O2 77 

or via the safe charge recombination directly into the ground state of P680 without producing 1O2 (for 78 

details see [15-17]). The yield of 1O2 formation is lowered when QA adopts the high potential form by 79 

shifting the midpoint redox potential of QA to a more positive value. PSII with high potential QA has 80 

been found in PSII with an inactive water-splitting complex when either the obligatory cofactor calcium 81 

was lacking or when the Mn4CaO5 cluster had been removed [18,19]. Recently, using Fourier 82 

Transformed Infrared (FTIR) spectroscopy instead of chlorophyll fluorescence as a measure for the 83 

reduction state of QA, more negative potentials for the Em (QA/QA
-) have been reported, and hardly 84 

any change in the Em (QA/QA
-) upon Mn depletion has been observed [20]. However, it has been shown 85 

previously that PSII with an inactivated water-splitting complex generates much less 1O2 despite charge 86 

separation similar to active PSII [21,22], supporting the Em (QA/QA
-) values determined by chlorophyll 87 

fluorescence. Further work is needed to show whether chlorophyll fluorescence or FTIR spectroscopy 88 

measure the reduction state of QA more reliably. The Em (QA/QA
-) is also shifted towards a more 89 

positive value in the absence of the ligand bicarbonate at the non-heme iron at the acceptor side of 90 

PSII. This shift, although much smaller than the one found upon inactivation of the water-splitting 91 

complex, decreases also significantly 1O2 production [15]. A cyanobacterial assembly state of PSII has 92 

been recently characterized [23]. Binding of the assembly factor Psb28 induces a large conformational 93 

change at the PSII acceptor side, which distort the binding pocket of QB and replace the bicarbonate 94 

ligand of non-heme iron with glutamate. The yield of 1O2 generation is lowered in this assembly state 95 

showing that the replacement of bicarbonate by glutamate protects the nascent PSII. 96 

PSII centres with high potential QA have been observed under different physiological 97 

conditions in vivo; (i) in green algae prior to photoactivation, i.e., the light-dependent assembly of the 98 

Mn4CaO5 cluster [17], and (ii) in  plant leaves of under high light [24] and drought [25]. Small carboxylic 99 
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acids generated in the photorespiratory pathway may also modify the midpoint potential of QA by 100 

replacing bicarbonate as has been shown for the A. thaliana photorespiration mutant hpr1-1 that 101 

accumulates glycolate [26]. Such regulation may become physiologically relevant when the CO2 102 

concentration is temporarily low and the glycolate concentration is high inside the chloroplast. A 103 

slowdown of forward electron transport at the acceptor side of PSII has been reported to occur under 104 

moderate drought stress, a condition favouring photorespiration compared to CO2 assimilation [25]. 105 

This observation may reflect replacement of bicarbonate by glycolate in a wild-type plant. Reversible 106 

inactivation of PSII by glycolate thus represents a way how a photorespiratory metabolite can protect 107 

plants from 1O2 in high light, at elevated temperature and drought conditions when photorespiration 108 

is more important. 109 

 110 

Photoinhibition in photosystem I and II 111 

ROS generated in photosystems in the light can provoke oxidative damage of the protein 112 

complexes leading to an inactivation of the photosystems, a process known as photoinhibition. 113 

Photoinhibition of PSII is easily observed in intact cells and leaves, when the damage exceeds the repair 114 

of damaged PSII. The molecular mechanism of PSII photoinhibition is discussed controversially in the 115 

literature. 1O2 is a plausible cause for the damage of the D1 protein [27], but also O2
•- and •OH 116 

generated at the acceptor side of PSII [28]. These radicals have been shown to oxidise specific amino 117 

acid residues of the D1 protein [29], while the specific amino acids  attacked by 1O2 have still to be 118 

identified. In addition, photoinhibition can also take place at the donor side of PSII inhibiting the 119 

Mn4CaO5 cluster, thereby limiting electron donation to TyrZ+ and P680+ [30]. Upon illumination with 120 

UV light, Mn in the Mn4CaO5 cluster is reduced and the cluster falls apart, resulting in  donor-side-121 

induced photoinhibition [31]. Damaged D1 protein is rapidly replaced by newly synthesized D1 protein 122 

in the so-called PSII repair cycle [32].  Not only active PSII but also the repair of damaged PSII is sensitive 123 

to ROS because the translation factor EF-Tu is easily inhibited by oxidation of a cysteine residue [33]. 124 

Inactivation of PSII suppresses the electron transport to PSI, protecting it by alleviating the O2
•- 125 

generation in PSI. Therefore, photoinhibition of PSII is often regarded as a predetermined breaking 126 

point to protect the rest of the photosynthetic apparatus against photo-induced oxidative damage.  127 

As described above, O2
•- and •OH are the candidates to cause the inactivation of PSI. Based on 128 

electron spin resonance spectroscopy in damaged PSI, [4Fe-4S] clusters are the most plausible 129 

damaged sites by ROS [34,35].  Damage of the acceptor side of PSI is often observed as a decrease in 130 

the total amount of P700 (the reaction centre chlorophyll in PSI) that is kept oxidized in saturating 131 

light. Additionally, the inactivation of PSI is almost linearly correlated with the decrease in the rate of 132 

photosynthetic CO2 assimilation in leaves [36]. Because damaged PSI takes several days or weeks to be 133 
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replaced [37,38], PSI photoinhibition can be a lethal event for photosynthetic organisms. It should be 134 

noted that except for extreme environmental conditions, including artificial fluctuating light [39] and 135 

chilling stress [40], and for specific mutants [41,42], PSI photoinhibition is hardly observed in vivo, 136 

which suggests that O2
•- is efficiently scavenged before PSI is damaged or that O2

•- generation is very 137 

low. 138 

  139 

Scavenging O2
•- and 1O2 by antioxidants 140 

Prenyllipids like tocochromanols (tocopherols, especially α-Toc, tocotrienols and 141 

plastochromanol-8), plastoquinone-9 (PQ/PQH2) and carotenoids (carotenes and xanthophylls) are 142 

lipid-soluble antioxidants in the chloroplasts, which can quench or scavenge ROS [43]. α-Toc and PQH2 143 

efficiently scavenge O2
•− and lipid radicals, and, like carotenoids, also quench and scavenge 1O2. The 144 

level of the antioxidants α-Toc and PQH2 increases under environmental conditions that promote 145 

oxidative stress. Carotenoid levels and their composition also change in response to changes in 146 

environmental conditions [44]. Carotenoids are essential quenchers of 3Chl and 1O2 in the antenna 147 

systems of the photosystems and β-carotene can scavenge 1O2 inside the PSII reaction centre while its 148 

position is too far to quench directly the triplet state 3P680. β-carotene protects also PSI against 1O2 149 

generation as has been shown in isolated PSI complexes from a mutant with a lower β-carotene 150 

content [45].  It has also been recently proposed that α-Toc is localized near PhD1 and the nonheme 151 

iron, protecting amino acids of the D1 protein against oxidative modifications [46]. In a recent study, 152 

the antioxidant activities of α-Toc, PQ/PQH2, zeaxanthin in excess light stress were analysed in 153 

Arabidopsis thaliana wild-type and in mutants affected in the individual antioxidants. It was shown 154 

that 1O2 is first quenched by α-Toc. When it is consumed, zeaxanthin and PQ take this role [47].  155 

Cyanobacteria contain a special photoactive soluble carotenoid protein, the orange carotenoid protein 156 

that is able to quench efficiently 1O2 in addition to its role in thermal dissipation of excess energy by 157 

the cyanobacterial antenna, the phycobilisome [48,49]. The water-soluble chlorophyll protein WSCP 158 

has also 1O2 quenching properties, although it does not contain a carotenoid [50]. The physiological 159 

role of WSCP is far from being understood, and it is only present in some species of the Brassicaceae, 160 

Chenopodiaceae, Amaranthaceae and Polygonaceae.  161 

 162 

Regulatory mechanisms to suppress ROS generation 163 

Photosynthetic organisms employ a large number of regulatory mechanisms for electron 164 

transport and light utilisation to suppress ROS generation in response to short-term environmental 165 

changes in addition to the ROS scavenging systems described above. When light is sufficient, 166 

photosynthetic electron transport is usually limited by the CO2 content inside the leaves. This is the 167 



6 

 

case at high light intensities when the plant is under optimal conditions. In abiotic stress conditions 168 

like drought, the stomata are closed and the CO2 concentration in the cells and chloroplasts drops, 169 

thereby limiting CO2 assimilation already at light intensities that are non-saturating in the absence of 170 

such stress. In low CO2, photorespiration is crucial to keep the electron transport chain oxidized 171 

thereby protecting against photoinhibition [51].  When photosynthetic organisms are exposed to 172 

excess light and the electron transport chain is highly reduced, the potential risk of photosynthetic 173 

electron transport to generate ROS increases unless regulatory mechanisms start to function. Such 174 

regulation mechanisms comprise i) slowing down electron transport at the acceptor side of PSII and at 175 

the cytb6f complex, ii) dissipating excess energy as heat, and iii) additional electron transport routes 176 

via specialized proteins or directly to oxygen.  177 

The most important control over photosynthetic electron transport is exerted by the proton 178 

motive force, composed of the proton gradient (ΔpH) and the electrical gradient (ΔΨ), which is created 179 

during electron transport in thylakoid membranes. Protons are liberated at the donor side of PSII 180 

during water oxidation and they are pumped across the thylakoid membrane during the electron 181 

transport in the cytb6f complex. The ΔpH provides the driving force for ATP synthesis by the CF0CF1-182 

ATP synthase. The pH inside the thylakoid lumen is important for the protection of both PSI and PSII 183 

against ROS damage by the so-called photosynthetic control and by initiating quenching mechanisms 184 

in the antenna that allow dissipation of excess energy as heat (qE, the pH-dependent component of 185 

non-photochemical quenching). When the ΔpH becomes larger than needed for ATP synthesis, 186 

photosynthetic control sets in. Photosynthetic control is defined as the pH-dependent decrease of the 187 

activity of the cyt b6f complex [52-54]. The consequence is a limitation of electron donation to PSI, 188 

leading to an accumulation of P700+ that alleviates O2
•− production, resulting in the protection of PSI 189 

against ROS damage [39]. The lumen pH in Arabidopsis leaves under ambient CO2 was estimated to 190 

range from approximately pH 7.5 to 6.5 under weak and saturating light, respectively [55].  When net 191 

ATP synthesis is zero, the pH in the lumen can decrease as low as pH 5.2 [53], a pH at which the water-192 

splitting activity starts to be slowed down [56]. Below pH 5.5, Ca2+, an obligatory co-factor of the water-193 

splitting complex is reversibly removed, evoking a shift of QA to the high potential form [19,57] and 194 

protecting PSII against 1O2 generation (see above). 195 

Moderate low pH values in the lumen allow, beside photosynthetic control, regulation at the 196 

antenna level via qE. In photosynthetic eukaryotes, qE is triggered by ΔpH and commonly requires 197 

three components: (1) de-epoxidation of xanthophylls, (2) conformational change in the major LHCII 198 

and (3) unique proteins associated with LHCII, including PsbS in land plants, LHCSR in green algae and 199 

basal land plants, and LhcX in diatoms [58-60]. Although the detailed mechanism of qE is still 200 

controversial and different among organisms, ∆pH is known to function in activating the de-epoxidase 201 
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and/or the protonation of these unique proteins. Therefore, the capability of qE to dissipate excess 202 

energy in the PSII antenna system and to prevent 1O2 generation in the PSII reaction centre depends 203 

on the size of ∆pH. In Arabidopsis, the pH value for zeaxanthin accumulation and PsbS protonation was 204 

estimated to be about 6.8 [55].  205 

Alternative electron transport pathways like the Mehler reaction and cyclic electron flow help 206 

to protect the photosynthetic apparatus against damage by ROS. They do not lead to the production 207 

of NADPH but theoretically contribute to the ∆pH and permit the synthesis of extra ATP. Cyclic electron 208 

transport around PSI is defined as the electron transport from ferredoxin to PQ. There are two 209 

pathways proposed for cyclic electron flow: one that is insensitive to the inhibitor Antimycin A and 210 

involving the chloroplast NAD(P)H dehydrogenase (NDH) complex using ferredoxin instead of NAD(P)H 211 

as electron donor; and the other Antimycin-A-sensitive one that involves the Cyt b6f complex and the 212 

elusive proton gradient regulation complex PGR5/PGRL1. However the exact pathway of the second 213 

one is still a matter of debate [61]. The pathway via the NDH complex, a homologue of the complex I 214 

of the mitochondrial respiratory chain, is probably pumping extra protons into the thylakoid lumen 215 

[62] to support chlororespiration and contributes to the photosynthetic control. It should be noted 216 

that the in vivo activity of cyclic electron flow has not yet been clarified because of the technical 217 

difficulty to evaluate it separately from other electron transport pathways. In green algae and 218 

cyanobacteria, O2 photoreduction to water, catalyzed by the flavodiiron enzymes, represents a 219 

significant electron transport activity (the optimal rate is almost comparable to the photosynthetic O2 220 

evolution rate) and contributes to the ΔpH, alleviating ROS damage in PSI [63-66]. The electron flux via 221 

flavodiiron proteins is smaller but its physiological roles are still conserved in basal land plants, and 222 

finally lost in angiosperms in the evolutionary history [67,68]. The in vivo electron flux via the Mehler 223 

reaction (i.e., the non-enzymatic reduction of O2 to O2
•− in PSI) is smaller than that via flavodiiron 224 

proteins. Nevertheless, even in the absence of the flavodiiron proteins, the reduction of O2 to O2
•− 225 

contributes to the ΔpH, and it is enhanced under certain physiological conditions like for example in 226 

plants grown under short photoperiod [69].  227 

Alternative electron transport routes are in competition with each other, and their activity is 228 

controlled by the redox state of the chloroplast stroma via the thioredoxin system. It has been recently 229 

shown that cyclic electron transport is controlled by thioredoxin m and by the NADPH-dependent 230 

thioredoxin system of the chloroplast NTRC [70,71]. In this context it is interesting to mention that 231 

thioredoxin m forms a complex with PGRL1 [72,73] that itself contains redox active cysteine residues 232 

[74]. The formation of a complex between reduced thioredoxin m and PGRL1 may inhibit cyclic electron 233 

flow by preventing the supercomplex formation required for cyclic electron flow. Possibly, O2 234 
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photoreduction at PSI is activated by the thioredoxin system in a competitive manner with cyclic 235 

electron flow.  236 

In addition to cyclic electron flow and O2 photoreduction at PSI, O2 can also be reduced by the 237 

plastid terminal oxidase (PTOX) that uses PQH2 as electron donor [75]. The electron flux via PTOX is 238 

usually much lower than that of CO2 assimilation in vivo, but it is up-regulated in response to abiotic 239 

stress at the expression and redox levels of the protein [76,77]. Its membrane association depends on 240 

the ΔpH [78]. Thereby the enzyme may have only access to its substrate in the presence of a high ΔpH. 241 

Such a regulation mechanisms avoids the competition of PTOX with linear electron flow under 242 

conditions that are favorable for CO2 assimilation. PTOX is possibly functioning as a safety valve at the 243 

acceptor side of PSII to regulate ROS generation in both PSI and PSII. 244 

 245 

Conclusions and further research directions 246 

Much work has been done to identify the sites of ROS production in the different 247 

photosynthetic complexes. However, most work on the exact sites of ROS production has been 248 

performed using isolated PSII and PSI complexes. It is likely that ROS production and its control differ 249 

depending on the production sites and on the organization of supercomplexes. For example, 250 

differences in ROS production are likely to occur in the different assembly states of the photosystems, 251 

as has been shown for 1O2 in cyanobacterial PSII assembly state [23].  A detailed study on ROS 252 

formation of different photosystem complex compositions would be of interest. During the repair cycle 253 

of PSII, it is also likely that the yield of ROS is different in monomeric PSII compared to dimeric PSII and 254 

upon the removal of the cofactors from damaged monomeric PSII. Furthermore, the yield of ROS 255 

production and the stability of the ROS may depend on the site of the thylakoid membrane where ROS 256 

generation takes place. It has been shown recently that the site of 1O2 production is important for 1O2 257 

signalling through flu/executer pathway [79,80].  258 

A feedback reaction of 1O2 generation in PSII by photorespiratory metabolites is a new concept 259 

that links photosynthetic electron transport with primary metabolism. Further research is needed to 260 

show whether under photorespiratory conditions like drought or increased temperature the glycolate 261 

concentration inside the chloroplast can get high enough to exchange with the bicarbonate at the 262 

acceptor side of PSII in wild-type plants. 263 

Beside the exact sites of ROS production, further work is required to understand the regulation 264 

of alternative electron transport pathways that lower the yield of ROS production. First work has been 265 

done to identify sites of thioredoxin-dependent regulation of cyclic flow. However, redox regulation of 266 

the Mehler reaction and the flavodiiron proteins remains an open question. The whole complexity of 267 

the interplay of the different components of the thioredoxin system, like the individual thioredoxins, 268 
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NTRC, peroxiredoxins and other players like H2O2 has also still to be unravelled. Redox regulation of 269 

PTOX has just been described very recently. 270 

The relationship of controlling ROS production in photosynthetic electron transport with ROS 271 

cell signalling should be further studied. Super-resolution microscopy techniques using specific 272 

fluorescent dyes or the expression of ROS-sensitive fluorescent proteins may shine in future new light 273 

on the distribution of ROS production inside a single chloroplast, while standard confocal microscopy 274 

may allow differences in ROS production amongst individual chloroplasts. A combination of these 275 

techniques with single cell transcriptomic techniques may help to further understand ROS signalling 276 

networks. 277 

 278 

 279 

Perspectives 280 

 ROS generated in photosynthetic electron transport have important roles in signalling and specific 281 

reactions, but their level has to be controlled since to high ROS levels provoke oxidative damage.  282 

The detailed understanding of the mechanism of ROS production and regulation mechanisms 283 

limiting ROS formation is a prerequisite to understand acclimation to abiotic stress. 284 

 285 

 The molecular mechanism of ROS generation at the photosystems is mainly understood on the 286 

basis of experiments with isolated thylakoid membranes and photosystems. Several players of 287 

regulatory mechanisms have been identified at the molecular level which control ROS production, 288 

but their importance in vivo and their interactions in responses to environmental fluctuations are 289 

far from being understood. 290 

 291 

 Continuous technical improvement of specific spin traps, ROS specific fluorescence dyes, 292 

expression of fluorescent protein-based biosensors and super-resolution microscopy will allow in 293 

future quantitative analyses of the production rates and sites of the individual ROS species in vivo 294 

with spatial information and unprecedented sensitivity. Future quantitative analyses of the 295 

interactions or competitions between the different regulation mechanisms of photosynthetic 296 

electron transport will allow a comprehensive understanding of ROS levels inside the chloroplast. 297 

 298 

 299 

 300 

 301 

Conflict of interests 302 



10 

 

The authors declare no conflict of interest. 303 

 304 

Author contributions 305 

A.K.L. and G.S. wrote the article. 306 

 307 

Acknowledgements 308 

We would like to thank Umama Hani and Lucas Leverne, both Université Paris -Saclay, I2BC, for critical 309 

reading of the manuscript. This work was supported by the Labex Saclay Plant Sciences-SPS (ANR-17-310 

EUR-0007). 311 

 312 

References 313 
1     K.-J. Dietz, I. Turkan and A. Krieger-Liszkay (2016) Redox- and reactive oxygen species-dependent 314 

signaling into and out of the photosynthesizing chloroplast. Plant Physiol. 171, 1541-1550 315 
http://www.plantphysiol.org/content/171/3/1541.abstract 316 

 317 
2     D. Camejo, Á. Guzmán-Cedeño and A. Moreno (2016) Reactive oxygen species, essential molecules, 318 

during plant–pathogen interactions. Plant Physiol. Biochem. 103, 10-23 319 
https://www.sciencedirect.com/science/article/pii/S0981942816300602 320 

 321 
3     S. Pfeilmeier, G.C. Petti, M. Bortfeld-Miller, B. Daniel, C.M. Field, S. Sunagawa, et al. (2021) The 322 

plant NADPH oxidase RBOHD is required for microbiota homeostasis in leaves. Nature 323 
Microbiology 6, 852-864 https://doi.org/10.1038/s41564-021-00929-5 324 

 325 
4     E.L. Robb, A.R. Hall, T.A. Prime, S. Eaton, M. Szibor, C. Viscomi, et al. (2018) Control of mitochondrial 326 

superoxide production by reverse electron transport at complex I. J. Biol. Chem. 293, 9869-327 
9879 https://doi.org/10.1074/jbc.RA118.003647 328 

 329 
5     P. Pospíšil (2012) Molecular mechanisms of production and scavenging of reactive oxygen species 330 

by photosystem II. Biochim. Biophys. Acta Bioenerg. 1817, 218-231 331 
https://www.sciencedirect.com/science/article/pii/S0005272811001344 332 

 333 
6     D. Baniulis, S.S. Hasan, J.T. Stofleth and W.A. Cramer (2013) Mechanism of enhanced superoxide 334 

production in the cytochrome b6f complex of oxygenic photosynthesis. Biochemistry 52, 8975-335 
8983 https://doi.org/10.1021/bi4013534 336 

 337 
7     M.M. Mubarakshina and B.N. Ivanov (2010) The production and scavenging of reactive oxygen 338 

species in the plastoquinone pool of chloroplast thylakoid membranes. Physiol. Plant. 140, 339 
103-110 https://onlinelibrary.wiley.com/doi/abs/10.1111/j.1399-3054.2010.01391.x 340 

 341 
8     N. Smirnoff and D. Arnaud (2019) Hydrogen peroxide metabolism and functions in plants. New 342 

Phytol. 221, 1197-1214 https://nph.onlinelibrary.wiley.com/doi/abs/10.1111/nph.15488 343 

http://www.plantphysiol.org/content/171/3/1541.abstract
https://www.sciencedirect.com/science/article/pii/S0981942816300602
https://doi.org/10.1038/s41564-021-00929-5
https://doi.org/10.1074/jbc.RA118.003647
https://www.sciencedirect.com/science/article/pii/S0005272811001344
https://doi.org/10.1021/bi4013534
https://onlinelibrary.wiley.com/doi/abs/10.1111/j.1399-3054.2010.01391.x
https://nph.onlinelibrary.wiley.com/doi/abs/10.1111/nph.15488


11 

 

 344 
9     P. Wardman (1990) Bioreductive activation of quinones: Redox properties and thiol reactivity. Free 345 

Radical Res. Commun. 8, 219-229 https://doi.org/10.3109/10715769009053355 346 

 347 
10     M. Kozuleva, A. Petrova, Y. Milrad, A. Semenov, B. Ivanov, K.E. Redding, et al. (2021) Phylloquinone 348 

is the principal Mehler reaction site within photosystem I in high light. Plant Physiol. 186, 1848-349 
1858 https://doi.org/10.1093/plphys/kiab221 350 

 351 
11     M.-A. Takahashi and K. Asada (1983) Superoxide anion permeability of phospholipid membranes 352 

and chloroplast thylakoids. Arch. Biochem. Biophys. 226, 558-566 353 
https://www.sciencedirect.com/science/article/pii/0003986183903259 354 

 355 
12     B.L. Upham and L.S. Jahnke (1986) Photooxidative reactions in chloroplast thylakoids. Evidence 356 

for a Fenton-type reaction promoted by superoxide or ascorbate. Photosynth. Res. 8, 235-247 357 
https://doi.org/10.1007/BF00037131 358 

 359 
13     K. Sonoike (2011) Photoinhibition of photosystem I. Physiol. Plant. 142, 56-64 360 

http://www.ncbi.nlm.nih.gov/pubmed/21128947 361 

 362 
14     H. Hashimoto, C. Uragami and R.J. Cogdell, Carotenoids and photosynthesis, in: C. Stange (Ed.) 363 

Carotenoids in Nature: Biosynthesis, Regulation and Function, Springer International 364 
Publishing, Cham, 2016, pp. 111-139 https://doi.org/10.1007/978-3-319-39126-7_4 365 

 366 
15     K. Brinkert, S. De Causmaecker, A. Krieger-Liszkay, A. Fantuzzi and A.W. Rutherford (2016) 367 

Bicarbonate-induced redox tuning in Photosystem II for regulation and protection. Proc. Natl. 368 
Acad. Sci. U.S.A. 113, 12144-12149 http://www.pnas.org/content/113/43/12144.abstract 369 

 370 
16     A.W. Rutherford and A. Krieger-Liszkay (2001) Herbicide-induced oxidative stress in photosystem 371 

II. Trends Biochem. Sci. 26, 648-653 372 
http://www.sciencedirect.com/science/article/pii/S0968000401019533 373 

 374 
17     G.N. Johnson, A.W. Rutherford and A. Krieger (1995) A change in the midpoint potential of the 375 

quinone QA in photosystem II associated with photoactivation of oxygen evolution. Biochim. 376 
Biophys. Acta Bioenerg. 1229, 202-207 377 
https://www.sciencedirect.com/science/article/pii/0005272895000032 378 

 379 
18     A. Krieger, A.W. Rutherford and G.N. Johnson (1995) On the determination of redox midpoint 380 

potential of the primary quinone electron acceptor, QA, in Photosystem II. Biochim. Biophys. 381 
Acta Bioenerg. 1229, 193-201 382 
https://www.sciencedirect.com/science/article/pii/000527289500002Z 383 

 384 
19     A. Krieger and E. Weis (1993) The role of calcium in the pH-dependent control of Photosystem II. 385 

Photosynth. Res. 37, 117-130 http://dx.doi.org/10.1007/BF02187470 386 

 387 

https://doi.org/10.3109/10715769009053355
https://doi.org/10.1093/plphys/kiab221
https://www.sciencedirect.com/science/article/pii/0003986183903259
https://doi.org/10.1007/BF00037131
http://www.ncbi.nlm.nih.gov/pubmed/21128947
https://doi.org/10.1007/978-3-319-39126-7_4
http://www.pnas.org/content/113/43/12144.abstract
http://www.sciencedirect.com/science/article/pii/S0968000401019533
https://www.sciencedirect.com/science/article/pii/0005272895000032
https://www.sciencedirect.com/science/article/pii/000527289500002Z
http://dx.doi.org/10.1007/BF02187470


12 

 

20     Y. Kato and T. Noguchi (2021) Effects of stromal and lumenal side perturbations on the redox 388 
potential of the primary quinone electron acceptor QA in photosystem II. Biochemistry 60, 389 
3697-3706 https://doi.org/10.1021/acs.biochem.1c00624 390 

 391 
21     A. Krieger, A.W. Rutherford, I. Vass and É. Hideg (1998) Relationship between Activity, D1 Loss, 392 

and Mn Binding in Photoinhibition of Photosystem II. Biochemistry 37, 16262-16269 393 
https://doi.org/10.1021/bi981243v 394 

 395 
22     N. Keren, I. Ohad, A.W. Rutherford, F. Drepper and A. Krieger-Liszkay (2000) Inhibition of 396 

photosystem II activity by saturating single turnover flashes in calcium-depleted and active 397 
photosystem II. Photosynth. Res. 63, 209-216 http://dx.doi.org/10.1023/A:1006435530817 398 

 399 
23     J. Zabret, S. Bohn, S.K. Schuller, O. Arnolds, M. Möller, J. Meier-Credo, et al. (2021) Structural 400 

insights into photosystem II assembly. Nat. Plants 7, 524-538 https://doi.org/10.1038/s41477-401 
021-00895-0 402 

 403 
24     A. Krieger-Liszkay, C. Fufezan and A. Trebst (2008) Singlet oxygen production in photosystem II 404 

and related protection mechanism. Photosynth. Res. 98, 551-564 405 
https://doi.org/10.1007/s11120-008-9349-3 406 

 407 
25     L. Leverne and A. Krieger-Liszkay (2021) Moderate drought stress stabilizes the primary quinone 408 

acceptor QA and the secondary quinone acceptor QB in photosystem II. Physiol. Plant. 171, 409 
260-267 https://onlinelibrary.wiley.com/doi/abs/10.1111/ppl.13286 410 

 411 
26     M. Messant, S. Timm, A. Fantuzzi, W. Weckwerth, H. Bauwe, A.W. Rutherford, et al. (2018) 412 

Glycolate induces redox tuning of photosystem II in vivo: Study of a photorespiration mutant. 413 
Plant Physiol. 177, 1277-1285 https://doi.org/10.1104/pp.18.00341 414 

 415 
27     I. Vass (2011) Role of charge recombination processes in photodamage and photoprotection of 416 

the photosystem II complex. Physiol. Plant. 142, 6-16 417 
https://onlinelibrary.wiley.com/doi/abs/10.1111/j.1399-3054.2011.01454.x 418 

 419 
28     P. Pospíšil (2016) Production of reactive oxygen species by photosystem II as a response to light 420 

and temperature stress. Front. Plant Sci. 7,  421 
https://www.frontiersin.org/article/10.3389/fpls.2016.01950 422 

 423 
29     R. Kale, A.E. Hebert, L.K. Frankel, L. Sallans, T.M. Bricker and P. Pospíšil (2017) Amino acid oxidation 424 

of the D1 and D2 proteins by oxygen radicals during photoinhibition of Photosystem II. Proc. 425 
Natl. Acad. Sci. U.S.A. 114, 2988-2993 http://www.pnas.org/content/114/11/2988.abstract 426 

 427 
30     A. Zavafer, M.H. Cheah, W. Hillier, W.S. Chow and S. Takahashi (2015) Photodamage to the oxygen 428 

evolving complex of photosystem II by visible light. Sci. Rep. 5, 16363 429 
http://www.ncbi.nlm.nih.gov/pmc/articles/PMC4642293/ 430 

 431 

https://doi.org/10.1021/acs.biochem.1c00624
https://doi.org/10.1021/bi981243v
http://dx.doi.org/10.1023/A:1006435530817
https://doi.org/10.1038/s41477-021-00895-0
https://doi.org/10.1038/s41477-021-00895-0
https://doi.org/10.1007/s11120-008-9349-3
https://onlinelibrary.wiley.com/doi/abs/10.1111/ppl.13286
https://doi.org/10.1104/pp.18.00341
https://onlinelibrary.wiley.com/doi/abs/10.1111/j.1399-3054.2011.01454.x
https://www.frontiersin.org/article/10.3389/fpls.2016.01950
http://www.pnas.org/content/114/11/2988.abstract
http://www.ncbi.nlm.nih.gov/pmc/articles/PMC4642293/


13 

 

31     I. Vass, E. Turcsányi, E. Touloupakis, D. Ghanotakis and V. Petrouleas (2002) The mechanism of 432 
UV-A radiation-induced inhibition of photosystem II electron transport studied by EPR and 433 
chlorophyll fluorescence. Biochemistry 41, 10200-10208 https://doi.org/10.1021/bi020272+ 434 

 435 
32     S. Järvi, M. Suorsa and E.-M. Aro (2015) Photosystem II repair in plant chloroplasts — Regulation, 436 

assisting proteins and shared components with photosystem II biogenesis. Biochim. Biophys. 437 
Acta Bioenerg. 1847, 900-909 438 
http://www.sciencedirect.com/science/article/pii/S0005272815000171 439 

 440 
33     H. Jimbo, R. Yutthanasirikul, T. Nagano, T. Hisabori, Y. Hihara and Y. Nishiyama (2018) Oxidation 441 

of translation factor EF-Tu inhibits the repair of photosystem II. Plant Physiol. 176, 2691-2699 442 
http://www.plantphysiol.org/content/plantphysiol/176/4/2691.full.pdf 443 

 444 
34     K. Sonoike, I. Terashima, M. Iwaki and S. Itoh (1995) Destruction of photosystem I iron-sulfur 445 

centers in leaves of Cucumis sativus L. by weak illumination at chilling temperatures. FEBS Lett. 446 
362, 235-238 http://www.ncbi.nlm.nih.gov/pubmed/7720879 447 

 448 
35     A. Tiwari, F. Mamedov, M. Grieco, M. Suorsa, A. Jajoo, S. Styring, et al. (2016) Photodamage of 449 

iron–sulphur clusters in photosystem I induces non-photochemical energy dissipation. Nat. 450 
Plants 2, 16035 http://dx.doi.org/10.1038/nplants.2016.35 451 

 452 
36     G. Shimakawa and C. Miyake (2019) What quantity of photosystem I is optimum for safe 453 

photosynthesis? Plant Physiol. 179, 1479-1485 454 
http://www.plantphysiol.org/content/plantphysiol/179/4/1479.full.pdf 455 

 456 
37     H. Kudoh and K. Sonoike (2002) Irreversible damage to photosystem I by chilling in the light: cause 457 

of the degradation of chlorophyll after returning to normal growth temperature. Planta 215, 458 
541-548 http://www.ncbi.nlm.nih.gov/pubmed/12172835 459 

 460 
38     M. Zivcak, M. Brestic, K. Kunderlikova, O. Sytar and S.I. Allakhverdiev (2015) Repetitive light pulse-461 

induced photoinhibition of photosystem I severely affects CO2 assimilation and 462 
photoprotection in wheat leaves. Photosynth. Res. 126, 449-463 463 
http://www.ncbi.nlm.nih.gov/pubmed/25829027 464 

 465 
39     T. Sejima, D. Takagi, H. Fukayama, A. Makino and C. Miyake (2014) Repetitive short-pulse light 466 

mainly inactivates photosystem I in sunflower leaves. Plant Cell Physiol. 55, 1184-1193 467 
http://www.ncbi.nlm.nih.gov/pubmed/24793753 468 

 469 
40     I. Terashima, S. Funayama and K. Sonoike (1994) The site of photoinhibition in leaves of Cucumis 470 

sativus L. at low temperatures is photosystem I, not photosystem II. Planta 193, 300-306 471 
http://dx.doi.org/10.1007/BF00192544 472 

 473 
41     M. Suorsa, S. Jarvi, M. Grieco, M. Nurmi, M. Pietrzykowska, M. Rantala, et al. (2012) PROTON 474 

GRADIENT REGULATION5 is essential for proper acclimation of Arabidopsis photosystem I to 475 

https://doi.org/10.1021/bi020272+
http://www.sciencedirect.com/science/article/pii/S0005272815000171
http://www.plantphysiol.org/content/plantphysiol/176/4/2691.full.pdf
http://www.ncbi.nlm.nih.gov/pubmed/7720879
http://dx.doi.org/10.1038/nplants.2016.35
http://www.plantphysiol.org/content/plantphysiol/179/4/1479.full.pdf
http://www.ncbi.nlm.nih.gov/pubmed/12172835
http://www.ncbi.nlm.nih.gov/pubmed/25829027
http://www.ncbi.nlm.nih.gov/pubmed/24793753
http://dx.doi.org/10.1007/BF00192544


14 

 

naturally and artificially fluctuating light conditions. Plant Cell 24, 2934-2948 476 
http://www.ncbi.nlm.nih.gov/pubmed/22822205 477 

 478 
42     Y. Munekage, M. Hojo, J. Meurer, T. Endo, M. Tasaka and T. Shikanai (2002) PGR5 is involved in 479 

cyclic electron flow around photosystem i and is essential for photoprotection in Arabidopsis. 480 
Cell 110, 361-371 http://www.sciencedirect.com/science/article/pii/S009286740200867X 481 

 482 
43     B. Nowicka, A. Trela-Makowej, D. Latowski, K. Strzalka and R. Szymańska (2021) Antioxidant and 483 

signaling role of plastid-derived isoprenoid quinones and chromanols. Int. J. Mol. Sci. 22, 2950 484 
https://www.mdpi.com/1422-0067/22/6/2950 485 

 486 
44     B. Demmig-Adams, A.M. Gilmore and W.W.A. Iii (1996) In vivo functions of carotenoids in higher 487 

plants. FASEB J. 10, 403-412 488 
https://faseb.onlinelibrary.wiley.com/doi/abs/10.1096/fasebj.10.4.8647339 489 

 490 
45     S. Cazzaniga, Z. Li, K.K. Niyogi, R. Bassi and L. Dall’Osto (2012) The Arabidopsis szl1 mutant reveals 491 

a critical role of β-carotene in photosystem i photoprotection. Plant Physiol. 159, 1745-1758 492 
http://www.plantphysiol.org/content/159/4/1745.abstract 493 

 494 
46     A. Kumar, A. Prasad, M. Sedlářová, R. Kale, L.K. Frankel, L. Sallans, et al. (2021) Tocopherol controls 495 

D1 amino acid oxidation by oxygen radicals in Photosystem II. Proc. Natl. Acad. Sci. U.S.A. 118, 496 
e2019246118 https://www.pnas.org/content/pnas/118/4/e2019246118.full.pdf 497 

 498 
47     A. Kumar, A. Prasad, M. Sedlářová, B. Ksas, M. Havaux and P. Pospíšil (2020) Interplay between 499 

antioxidants in response to photooxidative stress in Arabidopsis. Free Radical Biol. Med. 160, 500 
894-907 https://www.sciencedirect.com/science/article/pii/S089158492031234X 501 

 502 
48     A. Sedoud, R. López-Igual, A. ur Rehman, A. Wilson, F. Perreau, C. Boulay, et al. (2014) The 503 

cyanobacterial photoactive orange carotenoid protein is an excellent singlet oxygen quencher. 504 
Plant Cell 26, 1781-1791 http://www.plantcell.org/content/26/4/1781.abstract 505 

 506 
49     F. Muzzopappa and D. Kirilovsky (2020) Changing color for photoprotection: The orange 507 

carotenoid protein. Trends Plant Sci. 25, 92-104 508 
https://www.sciencedirect.com/science/article/pii/S1360138519302559 509 

 510 
50     K. Schmidt, C. Fufezan, A. Krieger-Liszkay, H. Satoh and H. Paulsen (2003) Recombinant water-511 

soluble chlorophyll protein from Brassica oleracea var. Botrys binds various chlorophyll 512 
derivatives. Biochemistry 42, 7427-7433 https://doi.org/10.1021/bi034207r 513 

 514 
51     S. Takahashi, H. Bauwe and M. Badger (2007) Impairment of the photorespiratory pathway 515 

accelerates photoinhibition of photosystem II by suppression of repair but not acceleration of 516 
damage processes in Arabidopsis. Plant Physiol. 144, 487-494 517 
http://www.ncbi.nlm.nih.gov/pubmed/17400706 518 

 519 

http://www.ncbi.nlm.nih.gov/pubmed/22822205
http://www.sciencedirect.com/science/article/pii/S009286740200867X
https://www.mdpi.com/1422-0067/22/6/2950
https://faseb.onlinelibrary.wiley.com/doi/abs/10.1096/fasebj.10.4.8647339
http://www.plantphysiol.org/content/159/4/1745.abstract
https://www.pnas.org/content/pnas/118/4/e2019246118.full.pdf
https://www.sciencedirect.com/science/article/pii/S089158492031234X
http://www.plantcell.org/content/26/4/1781.abstract
https://www.sciencedirect.com/science/article/pii/S1360138519302559
https://doi.org/10.1021/bi034207r
http://www.ncbi.nlm.nih.gov/pubmed/17400706


15 

 

52     C.H. Foyer, J. Neukermans, G. Queval, G. Noctor and J. Harbinson (2012) Photosynthetic control 520 
of electron transport and the regulation of gene expression. J. Exp. Bot. 63, 1637-1661 521 
https://dx.doi.org/10.1093/jxb/ers013 522 

 523 
53     A.N. Tikhonov (2013) pH-Dependent regulation of electron transport and ATP synthesis in 524 

chloroplasts. Photosynth. Res. 116, 511-534 http://dx.doi.org/10.1007/s11120-013-9845-y 525 

 526 
54     M.A. Schöttler, S.Z. Tóth, A. Boulouis and S. Kahlau (2015) Photosynthetic complex stoichiometry 527 

dynamics in higher plants: biogenesis, function, and turnover of ATP synthase and the 528 
cytochrome b6f complex. J. Exp. Bot. 66, 2373-2400 http://dx.doi.org/10.1093/jxb/eru495 529 

 530 
55     K. Takizawa, J.A. Cruz, A. Kanazawa and D.M. Kramer (2007) The thylakoid proton motive force in 531 

vivo. Quantitative, non-invasive probes, energetics, and regulatory consequences of light-532 
induced pmf. Biochim. Biophys. Acta Bioenerg. 1767, 1233-1244 533 
http://www.sciencedirect.com/science/article/pii/S0005272807001557 534 

 535 
56     E. Schlodder and B. Meyer (1987) pH dependence of oxygen evolution and reduction kinetics of 536 

photooxidized chlorophyll aII (P-680) in Photosystem II particles from Synechococcus sp. 537 
Biochim. Biophys. Acta Bioenerg. 890, 23-31 538 
https://www.sciencedirect.com/science/article/pii/0005272887900648 539 

 540 
57     A. Krieger, E. Weis and S. Demeter (1993) Low-pH-induced Ca2+ ion release in the water-splitting 541 

system is accompanied by a shift in the midpoint redox potential of the primary quinone 542 
acceptor QA. Biochim. Biophys. Acta Bioenerg. 1144, 411-418 543 
http://www.sciencedirect.com/science/article/pii/0005272893901283 544 

 545 
58     N.C.M. Magdaong and R.E. Blankenship (2018) Photoprotective, excited-state quenching 546 

mechanisms in diverse photosynthetic organisms. J. Biol. Chem. 293, 5018-5025 547 
https://doi.org/10.1074/jbc.TM117.000233 548 

 549 
59     A.V. Ruban and S. Wilson (2020) The mechanism of non-photochemical quenching in plants: 550 

Localization and driving forces. Plant Cell Physiol. 62, 1063-1072 551 
https://doi.org/10.1093/pcp/pcaa155 552 

 553 
60     J.M. Buck, P.G. Kroth and B. Lepetit (2021) Identification of sequence motifs in Lhcx proteins that 554 

confer qE-based photoprotection in the diatom Phaeodactylum tricornutum. Plant J. 108, 555 
1721-1734 https://onlinelibrary.wiley.com/doi/abs/10.1111/tpj.15539 556 

 557 
61     W.J. Nawrocki, B. Bailleul, P. Cardol, F. Rappaport, F.A. Wollman and P. Joliot (2019) Maximal 558 

cyclic electron flow rate is independent of PGRL1 in Chlamydomonas. Biochim. Biophys. Acta 559 
Bioenerg. 1860, 425-432 560 
http://www.sciencedirect.com/science/article/pii/S0005272818302524 561 

 562 

https://dx.doi.org/10.1093/jxb/ers013
http://dx.doi.org/10.1007/s11120-013-9845-y
http://dx.doi.org/10.1093/jxb/eru495
http://www.sciencedirect.com/science/article/pii/S0005272807001557
https://www.sciencedirect.com/science/article/pii/0005272887900648
http://www.sciencedirect.com/science/article/pii/0005272893901283
https://doi.org/10.1074/jbc.TM117.000233
https://doi.org/10.1093/pcp/pcaa155
https://onlinelibrary.wiley.com/doi/abs/10.1111/tpj.15539
http://www.sciencedirect.com/science/article/pii/S0005272818302524


16 

 

62     J.M. Schuller, J.A. Birrell, H. Tanaka, T. Konuma, H. Wulfhorst, N. Cox, et al. (2019) Structural 563 
adaptations of photosynthetic complex I enable ferredoxin-dependent electron transfer. 564 
Science 363, 257-260 http://science.sciencemag.org/content/sci/363/6424/257.full.pdf 565 

 566 
63     Y. Helman, D. Tchernov, L. Reinhold, M. Shibata, T. Ogawa, R. Schwarz, et al. (2003) Genes 567 

encoding A-type flavoproteins are essential for photoreduction of O2 in cyanobacteria. Curr. 568 
Biol. 13, 230-235 http://www.sciencedirect.com/science/article/pii/S0960982203000460 569 

 570 
64     A. Santana-Sanchez, D. Solymosi, H. Mustila, L. Bersanini, E.-M. Aro and Y. Allahverdiyeva (2019) 571 

Flavodiiron proteins 1–to-4 function in versatile combinations in O2 photoreduction in 572 
cyanobacteria. eLife 8, e45766 https://doi.org/10.7554/eLife.45766 573 

 574 
65     F. Chaux, A. Burlacot, M. Mekhalfi, P. Auroy, S. Blangy, P. Richaud, et al. (2017) Flavodiiron proteins 575 

promote fast and transient O2 photoreduction in Chlamydomonas. Plant Physiol. 174, 1825-576 
1836 https://doi.org/10.1104/pp.17.00421 577 

 578 
66     P. Sétif, G. Shimakawa, A. Krieger-Liszkay and C. Miyake (2020) Identification of the electron donor 579 

to flavodiiron proteins in Synechocystis sp. PCC 6803 by in vivo spectroscopy. Biochim. Biophys. 580 
Acta Bioenerg. 1861, 148256 581 
http://www.sciencedirect.com/science/article/pii/S0005272820301067 582 

 583 
67     A. Alboresi, M. Storti, L. Cendron and T. Morosinotto (2019) Role and regulation of class-C 584 

flavodiiron proteins in photosynthetic organisms. Biochem. J. 476, 2487-2498 585 
https://doi.org/10.1042/BCJ20180648 586 

 587 
68     G. Shimakawa, H. Hanawa, S. Wada, G.T. Hanke, Y. Matsuda and C. Miyake (2021) Physiological 588 

roles of flavodiiron proteins and photorespiration in the liverwort Marchantia polymorpha. 589 
Front. Plant Sci. 12,  https://www.frontiersin.org/article/10.3389/fpls.2021.668805 590 

 591 
69     L. Michelet and A. Krieger-Liszkay (2012) Reactive oxygen intermediates produced by 592 

photosynthetic electron transport are enhanced in short-day grown plants. Biochim. Biophys. 593 
Acta Bioenerg. 1817, 1306-1313 594 
http://www.sciencedirect.com/science/article/pii/S0005272811002866 595 

 596 
70     A. Courteille, S. Vesa, R. Sanz-Barrio, A.-C. Cazalé, N. Becuwe-Linka, I. Farran, et al. (2012) 597 

Thioredoxin m4 controls photosynthetic alternative electron pathways in Arabidopsis    Plant 598 
Physiol. 161, 508-520 https://doi.org/10.1104/pp.112.207019 599 

 600 
71     L. Nikkanen, J. Toivola, A. Trotta, M.G. Diaz, M. Tikkanen, E.-M. Aro, et al. (2018) Regulation of 601 

cyclic electron flow by chloroplast NADPH-dependent thioredoxin system. Plant Direct 2, 602 
e00093 https://onlinelibrary.wiley.com/doi/abs/10.1002/pld3.93 603 

 604 
72     Y. Okegawa and K. Motohashi (2020) M-type thioredoxins regulate the PGR5/PGRL1-dependent 605 

pathway by forming a disulfide-linked complex with PGRL1. Plant Cell 32, 3866-3883 606 
http://www.plantcell.org/content/plantcell/32/12/3866.full.pdf 607 

http://science.sciencemag.org/content/sci/363/6424/257.full.pdf
http://www.sciencedirect.com/science/article/pii/S0960982203000460
https://doi.org/10.7554/eLife.45766
https://doi.org/10.1104/pp.17.00421
http://www.sciencedirect.com/science/article/pii/S0005272820301067
https://doi.org/10.1042/BCJ20180648
https://www.frontiersin.org/article/10.3389/fpls.2021.668805
http://www.sciencedirect.com/science/article/pii/S0005272811002866
https://doi.org/10.1104/pp.112.207019
https://onlinelibrary.wiley.com/doi/abs/10.1002/pld3.93
http://www.plantcell.org/content/plantcell/32/12/3866.full.pdf


17 

 

 608 
73     B.-C. Wolf, T. Isaacson, V. Tiwari, I. Dangoor, S. Mufkadi and A. Danon (2020) Redox regulation of 609 

PGRL1 at the onset of low light intensity. Plant J. 103, 715-725 610 
https://onlinelibrary.wiley.com/doi/abs/10.1111/tpj.14764 611 

 612 
74     A.P. Hertle, T. Blunder, T. Wunder, P. Pesaresi, M. Pribil, U. Armbruster, et al. (2013) PGRL1 is the 613 

elusive ferredoxin-plastoquinone reductase in photosynthetic cyclic electron flow. Mol. Cell 614 
49, 511-523 http://www.sciencedirect.com/science/article/pii/S1097276512009896 615 

 616 
75     Q. Yu, K. Feilke, A. Krieger-Liszkay and P. Beyer (2014) Functional and molecular characterization 617 

of plastid terminal oxidase from rice (Oryza sativa). Biochim. Biophys. Acta Bioenerg. 1837, 618 
1284-1292 http://www.sciencedirect.com/science/article/pii/S0005272814001236 619 

 620 
76     G.N. Johnson and P. Stepien (2016) Plastid terminal oxidase as a route to improving plant stress 621 

tolerance: Known knowns and known unknowns. Plant Cell Physiol. 57, 1387-1396 622 
http://dx.doi.org/10.1093/pcp/pcw042 623 

 624 
77     I. Rog, A.K. Chaturvedi, V. Tiwari and A. Danon (2021) Low light-regulated intramolecular disulfide 625 

fine-tunes the role of PTOX in Arabidopsis. Plant J. 109, 585-597 626 
https://doi.org/10.1111/tpj.15579 627 

 628 
78     S. Bolte, E. Marcon, M. Jaunario, L. Moyet, M. Paternostre, M. Kuntz, et al. (2020) Dynamics of 629 

the localization of the plastid terminal oxidase inside the chloroplast. J. Exp. Bot. 71, 2661-630 
2669 https://doi.org/10.1093/jxb/eraa074 631 

 632 
79     V. Dogra and C. Kim (2020) Singlet oxygen metabolism: From genesis to signaling. Front. Plant Sci. 633 

10,  https://www.frontiersin.org/article/10.3389/fpls.2019.01640 634 

 635 
80     L. Wang, D. Leister, L. Guan, Y. Zheng, K. Schneider, M. Lehmann, et al. (2020) The Arabidopsis 636 

SAFEGUARD1 suppresses singlet oxygen-induced stress responses by protecting grana 637 
margins. Proc. Natl. Acad. Sci. U.S.A. 117, 6918-6927 638 
https://www.pnas.org/content/pnas/117/12/6918.full.pdf 639 

 640 

  641 

https://onlinelibrary.wiley.com/doi/abs/10.1111/tpj.14764
http://www.sciencedirect.com/science/article/pii/S1097276512009896
http://www.sciencedirect.com/science/article/pii/S0005272814001236
http://dx.doi.org/10.1093/pcp/pcw042
https://doi.org/10.1111/tpj.15579
https://doi.org/10.1093/jxb/eraa074
https://www.frontiersin.org/article/10.3389/fpls.2019.01640
https://www.pnas.org/content/pnas/117/12/6918.full.pdf


18 

 

Figures 642 

  643 



19 

 

 644 


