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SHORT SUMMARY
Around early Jurassic some small-sized diurnal reptiles increased the endothermic metabolism and extended their
activity to dark time, to fill the void nocturnal niche. Their excellent visual capabilities, acuity, spatial resolution and
chromatic discrimination were traded-off for increased sensitivity, useful for the nocturnal dim lit, but they turned defenseless
against the dangerous daylight. To avoid blindness -and extinction- they rested in lightproof burrows with closed eyes during
daytime. For further security, they developed a bi-stable switch separating nocturnal activity and diurnal rest. This was how
the mammalian sleep was born. The development of the cortex, with improved audition and olfaction, compensated the visual
impairments.
The K-Pg event extinguished the dinosaurs softening the evolutionary pressure for maintaining nocturnal life. The
variability in mammalian chronotypes and sleeping patterns increased greatly, but most of the newly developed variations
lacked adaptive significance and only quiescence remained invariable. Therefore, quiescence must be the single vital trait of
sleep.
The Wilson’s Principle of Stringency: “Time-energy budgets evolve to fit to the times of greatest stringency”, explains
why wildly gluttonous foraging and ceaseless reproductive activity is non-adaptive. Furtherly, the victims of predation aren’t
the sleeping animals, but the immature, sick and senescent ones. Therefore, contrary to current opinion, excessive foraging
and reproductive activity is non-adaptive and the claimed disadvantages of sleep are uncertain. Oppositely, quiescence, either
resulting from sleep or laziness, is adaptive. We conclude that the vital function of sleep consists in enforcing quiescence in
both nocturnal and diurnal mammals.
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1. Introduction
The mysterious nature of sleep has been repeatedly affirmed. Indeed, we ignore the answer to many important sleeprelated questions. Among others, why we sleep, why sleep is an active process, why two sleep phases exist and why wakesleep transitions are discontinuous.
It is generally recognized, however, that the answer to these questions would be immediately understood if we would
know, with precise details, how sleep evolved. Many reports attempted disclosing the evolution of sleep but, for the time
being, all were incomplete and leaved many important facts unexplained.
We present solid evidence showing that the mammalian sleep appeared because of an evolutionary bottleneck that
forced, in the reptilian ancestors of mammals, a change in the chronotype, from diurnal, to nocturnal. This change facilitated
the loss of the mechanisms protecting the eye against the dangers of diurnal bright light. This, in turn, provoked, the
apparition of active sleep during light time.
2. Phylogeny of mammals
Mammals, comprising Prototheria (monotremes) Metatheria (marsupials) and Eutheria (placental), constitute a
monophyletic group that arose in or before the Early Jurassic, about ~200 Million Years Ago (Ma) (1). Mammals evolved
from small sized reptiles that were strictly dependent on solar heat to warm their body. However, some descendants of the
primitive reptilian stock began developing endothermic metabolism to extend their activity, first to crepuscular hours and then
to the entire night. Simultaneously, their sensory equipment, their behavior and the corresponding neural controlling networks
were adapted to nocturnal life.
These changes are currently attributed to “The Nocturnal Evolutionary Bottleneck” (NEB), that was first proposed by
Walls in 1942 (2). This author observed numerous adaptations to nocturnal vision in the eyes of modern mammals,
irrespective of their current chronotype. He concluded that mammals evolved from reptiles as the result of a prolonged
nocturnal phase (over 100 million years) that was facilitated by the absence of small sized competitors during night time and
was forced by the competition with the big sized ectothermic dinosaurs that occupied the diurnal niche. After Walls, many
authors provided confirmatory evidence for the NEB hypothesis (3-6) and, to our knowledge, it remains undisputed.
Furtherly, it is believed that only after the Cretaceous–Palaeogene (K–Pg) mass extinction event (about 66 Ma), the
mammalian radiation was possible (7-9) and some mammalian orders (e.g., primates) began the quest for diurnal lifestyle.
3. How reptiles developed endothermic metabolism
It is believed that basal reptiles possess the basic cardiovascular and metabolic mechanisms for endothermic generation
of heat (10). They possess subcutaneous lipid layers providing thermal isolation (11, 12) that was furtherly improved after
developing the hairy epithelial tegument (13) concomitantly with sweating and milk secreting glands (14). Reptiles also
possess heat saving countercurrent vasculature in the limbs (15) and may use the muscular activity to increase the production
of endogenous heat (16, 17). It has been thus affirmed that the thermoregulatory difference between reptiles and mammals is
4
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only quantitative and not qualitative (18). In fact, some extant turtles maintain a high Body Temperature (BT) while
submerged in cool water (11, 12) and tegu lizards may increase their BT during the reproductive season to extend the activity
to crepuscular and dark time (10). Most likely, these animals use the same physiological adaptations that allowed early
mammals to substitute the original diurnal chronotype for nocturnal life.
4. Adapting the sensory systems to nigh time
The mammalian ancestors were sight-oriented reptiles, with well-developed eyes, sophisticated tetrachromatic color
vision and capacity for fine visual analysis (19, 20). However, the light of high intensity is harmful, even in the wavelengths
of maximal absorption of the retinal pigments (21-24). For instance, despite being well protected against high light intensities,
actinic keratosis, cataracts and retinal degenerations are common conditions in humans (25, 27). So, pursuing the highest
visual sensitivity, early mammals abandoned the mechanisms that protected, from photo oxidation, their eyes and retina (2830). As the chromatic discrimination is unnecessary in dark environments, it was also abandoned. In consequence, most
extant mammals were and still are nocturnal, dichromatic (27) and even monochromatic (31). Summarizing, the full set of
protective mechanisms present in the eyes of diurnal reptiles, as well as their high visual acuity, spatial resolution and
chromatic capabilities, were traded-off by increased sensitivity. They incurred, however, in high susceptibility to the
dangerous diurnal light (3, 4).
The reductions in visual performance were compensated by developing alternatives for orientation in the dark. The
auditory sensitivity was greatly increased after modifying the reptilian articulation of the jaw, relocating the residual bones,
malleus, incus and staples, in the middle ear. This also extended the audition to high frequency ranges (32, 33). The
development of the ear pinnae, with its motor control, allowed locating the precise origin of sounds and the capacity to follow
the movement of the sound sources (34, 35). Furtherly, the development of the mystacial vibrissae allowed the “face touch”,
enhancing the exploration in the dark (36).
The skull endocasts of successive pre-mammals show continuous size increase in olfactory bulbs (37), which was
correlated with increased telencephalic and cerebellar size (38, 39). The improvement of olfaction, needed for orientation in
the dark, imposed high demands in computational power for creating and memorizing precise navigational maps to find
foods, recognizing dangers, friends and relatives and is currently considered capital for the development of the distinctive
mammalian isocortex (40, 41).
5. How the mammalian sleep was born
As a result of the changes in the visual system, and to avoid blindness, early mammals were highly pressed to remain
immobile with closed eyes in light-proof burrows during the entire illuminated period (~12 h daily). An on-off switch exists
in the reptilian hypothalamus, with warm- and cool-sensitive neurons forcing the immobility before the advent of the first
lights of dawn, (42-45). The quiescence was furtherly facilitated after developing a bi-stable switch marking a discontinuity
between nocturnal activity and diurnal rest, so avoiding an environment full of powerful competitors and illuminated by
dangerous bright light. A Flip-Flop switch served as fail-safe guarantying the impossibility of coming out of the burrow with
the risk of accidental exposure to diurnal light.
5
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This was how the mammalian sleep was born, as an active state, dependent on the presence of a flip-flop (46) with two
neuronal networks: a set of sleep motor neurons and another set of wakefulness promoting neurons, interconnected through
mutually inhibitory fibers (47).
6. The variability in sleep signs as indicative of low adaptive value
After the K-Pg extinction event, the environmental pressure to sleep during light time was softened and the current
variety of mammalian chronotypes was possible, with the current inter- and intra-specific variation of sleep in duration,
timing, deepness, architecture, etc. (48-54). Sleep was certainly vital for the first mammals during millions of years but,
despite the huge variety of sleep patterns appearing after the K-Pc extinction, mammals were still able to survive. In other
words, the importance of those highly variable traits was low. Indeed, sleep may be a paradigmatic example of an old, wellknown principle of evolutionary biology: the genetic and phenotypic variability is inversely related to the intensity of
stabilizing selection (55). As an easy example, the color variability of modern cars is infinite, but no car exists without
wheels. No one could thus discuss the importance of wheels vs color. Thus, to apply this principle to sleep, we should search,
among the phenotypic traits of sleep, those that, without exception, can be always observed in sleeping animals. Only after
finding such trait(s) the evidence for its/their vital function would be convincing.
Of course, the benefits of this eventual, but universal trait, must be higher than the costs. It is currently affirmed, for
instance, that sleep detracts time from feeding and reproduction and that sleeping animals are exposed to higher predatory
risks. Therefore, although the balance was highly positive for early nocturnal mammals -avoiding blindness- the costs seemed
too high for modern diurnal mammals that support high light levels without harm. Thus, sleep should have been disposed by
natural selection. The immediate answer to this question consists in observing that animals always reduce the costs of sleep
by minimizing the traits that, according to their ecological niche, were less needed for survival. For instance, altricial and prey
animals reduce the daily quota of sleep, contrasting with predators that show almost unlimited amounts of sleeping time.
Therefore, the importance of predation largely surpasses that of sleep and the same can be said for every trait showing high
variability. This answer is, however, insufficient. Despite predation, lambs still dare to sleep.
7. Why diurnal and prey animals do sleep?
To explain why sleep so obstinately persists in preys and in diurnal mammals, we will begin looking at the definition of
sleep. Then, we will continue analyzing the most conspicuous trait of sleep: the motor rest.
7.1. Sleep is a state showing circadian control, motor quiescence, raised sensory thresholds and homeostatic regulation,
the last one being responsible of the rebounds observed after deprivation. Regarding to the circadian regulation and the
reduced sensory acuity, both appear not only during sleep, but also in wakeful animals. Indeed, waking animals show
circadian oscillations in rest-activity and in arousal, with concomitant changes in sensory thresholds (47). Given the low
specificity of these two traits we will leave them out of our analysis. Contrasting, the total sleeping time and the sleep
rebounds are exclusive and unequivocal signs of sleep and, in fact, are two faces of the same coin: the sleep propensity. We
know that, to avoid blindness, nocturnal animals showed, and still show, an unstoppable propensity to sleep on approaching
light time. But what about the sleep propensity in diurnal mammals? As we proposed in the previous paragraph, we will
6
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approach this question by studying the properties of another trait that never fails to be found in sleeping animals: the motor
quiescence.
7.1. Behavioral quiescence
Motor rest may appear as passive adaptations to environmental factors. The cool-related inactivity of poikilothermic
animals or the rest observed in hibernating animals are good examples of what we will call “functional rest”. Animals also
rest to recover from fatigue or after a heavy meal. We may call “restorative” such rest. Also, animals may rest immobile
stalking the next meal or may freeze after sighting a predator. We will call “strategic” these types of rest.
Nevertheless, functional, restorative and strategic considerations don’t explain all cases of inactivity. Indeed, zoologists
are often puzzled after finding that feeding and defensive activities rarely take more than half of the day, even for species with
high energetic demands, like shrews (56, 57) and hummingbirds (58, 59). Indeed, the animals’ most commonly recorded
behavioral category is rest and, as it seems to be devoid of recognizable utility, it has been dubbed as “lazy” (60).
Interestingly, lazily resting animals may neglect food intake, procreation, and may even neglect predation. Therefore, it seems
that lazy rest is non-adaptive and should have been disposed by natural selection. However, the abundance of laziness is so
puzzling that the mystery of why all animals do lazy rest parallels the mystery of why all animals do sleep.
7.2. Laziness is adaptive.
The adaptive value of laziness and the answer to the paradoxical “why we rest” question was satisfactorily explained
after the “Principle of Stringency” (PS): “Time-energy budgets evolve to fit to the times of greatest stringency”. Although, the
total time needed for vital activities might be less than 24 h in epochs of surplus, animals don’t try maximizing their
biological efficiency using the excess of available time to increase either food intake or reproductive efforts. The genotypes
committed to excessively rapid body growth and reproduction would enjoy a temporary advantage during periods of resource
surplus, but would suffer severe setbacks during hard times, leading possibly to extinction. Therefore, maximizing the
immediate advantages of surplus epochs is a short-sighted strategy and animals have evolved to keep a prudent use of their
time-energy budget during favorable epochs, accommodating it to the predictable demands of shortages (61). Hence, they
spend the excess of time resting lazily. This explains why predators often ignore killable preys, why foragers often ignore
food and why those species engaged in ceaseless reproductive activity don’t exist. Nowadays, the importance of the PS is
well recognized among zoologists and ecologists (58, 62-64).
7.3. Relationships between laziness, sleep and pleasure
Although laziness has been repeatedly considered worth of absolute moral condemnation, everybody is happy with the
prospect of doing nothing (“il dolce far niente”, the sweet doing nothing) when the environmental stringency is low, for
instance, in holidays. Laziness is pleasing for humans and, most likely, it is also pleasing for cats, dogs and, in general, for all
animals capable of emotional experiences (65). In fact, the hedonic dimension of laziness tags its importance for the general
bodily homeostasis (66), a fact that is confirmed by the innateness and the wide extension of laziness in animals (67-70).
Furtherly, the relationships between excessive food intake and the metabolic syndrome (71) constitute a solid proof for the
PS. Excessive foraging is lethal. Undoubtedly.
7
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Regarding reproductive efficiency, the impossibility of finding enough food in epochs of scarcity may cause the loss of
the entire litter. So, animals keep rather constant their litter size, irrespective of the environmental resources (72). Therefore,
the reduction in foraging time and in reproductive activity are not as negative as currently believed.
Regarding to the increased predatory risk, it has been also overstated. In fact, the easiest prey is not a sleeping animal,
but the immature, senescent, sick or individuals in poor physical condition (73-75). Contrary to the general belief, preys must
not outrun predators; they only must outrun their feeblest mates.
Concluding, the pretended disadvantages of “losing” time by resting lazily or by sleeping are uncertain and we observe.
that the advantages and disadvantages of sleep and rest, are undistinguishable. We affirmed that nocturnal mammals invented
sleep to rest during the illuminated part of the photoperiod. Now, we see that diurnal animals rest lazily to avoid the
dangerous excessive foraging or reproduction.
7.4. Rest and sleep lack positive advantages.
Surprisingly, the functions we described for sleep and rest of nocturnal and diurnal animals, respectively, only are
negative, as they provide no physiological improvements. Nocturnal mammals invented the unproductive sleep during light
time to avoid blindness, but their vision was never improved by sleeping. Likewise, diurnal mammals sleep to avoid the
excesses of foraging or reproduction but, in no case, sleep improves their digestive and/or reproductive systems. If we are
right in believing that sleep serve either to avoid blindness or to avoid excessive activity, no animal obtains positive
advantages from whatever physiological process be running while it is asleep.
7.5. Why sleep deprivation cause rebounds
It is currently believed that sleep deprivation impairs the physiological function that is attained by sleeping, whatever it
be. If sleep, for instance, would serve for improving the consolidation of memories -a positive result- the deprivation should
impair the memory and the recovery of sleep would recover the provisional memory. However, if sleep is only negative, what
the rebounds may serve for?
We may propose two answers for this question. First, sleep may have gained additional secondary positive functions in
modern mammals, irrespective of being nocturnal or diurnal. For instance, the primary function of breathing is the gaseous
interchange, but all animals also use -secondarily- the respiratory sounds for communication. Likewise, all animals take profit
-secondarily- for skeletal purposes, of the primary and universal need of calcium stores. Therefore, other functions may have
been secondarily added to the primary one and, if experimentally confirmed, most functions proposed for sleep may be real.
Nevertheless, it must be clear that any claimed new function must be a secondary adaptation and never the much sought
“Holy Grail” for the function of sleep.
A recent report however, posted another interesting answer: “Is sleep rebound a way to make up for a loss of an
otherwise impaired biological process or is it instead merely a “punishment” phenomenon, evolved to guarantee that a
constant, largely species-specific amount of sleep is met?” [76]. It is interesting to remember now the relationships between
laziness, sleep and pleasure we described in § 7.3. If both laziness and sleep are pleasing, the deprivation of sleep and rest
must be displeasing and, in fact, so it is. Moreover, if the rebounds would be indictive of the impairment in some yet
8

Preprints (www.preprints.org) | NOT PEER-REVIEWED | Posted: 30 November 2019

unknown biological process, why some animals need only 4 h of sleep, while others need 19 h to obtain the same result?
Assuming the punishment option is more parsimonious that inventing functions and then explaining that they solely would be
attained during sleep and solely recovered after rebounds.
8. The reptilian behavioral continuum and how the NREM-REM cycles appeared
Ectothermy, collecting heat from external sources, mostly solar radiation, was essential to attain a high BT in early
terrestrial vertebrates (77). Heliothermy, however, is only possible during light time. Therefore, diurnal activity and nocturnal
rest were the norm in early amniotes (78, 79). Accordingly, the suprachiasmatic clock of basal reptiles is daily entrained with
the rising phase of environmental temperature to promote diurnal activity (80).
However, reptiles begin their active phase only when ambient temperature, season, reproductive state, insolation,
predatory risk, etc. Otherwise, they may remain immobile in their burrows during several days or even weeks (81-83).
When BT is lower than the animal’s preferred one, the switch puts on the basking behavior and upon approaching the
preferred temperature the switch puts it off to begin the Goal Directed Behavior (GDB), with active body displacements,
foraging, social, reproductive, agonistic and defensive activities (84). Nevertheless, GDB is always preceded by a short phase
of Risk Assessment Behavior (RAB), with passive, exploratory head dipping movements, eye scanning, rearing and
stretching postures to analyze the risk of predation and the possibilities of foraging and reproductive activities (85, 86).
Noteworthy, reptiles cannot choose the properties of the site were food, predators, competitors and reproductive partners can
be found. Therefore, GDB must be performed disregarding the thermal properties of the current environment (87, 88) and,
after eventual BT descents, the return to bask is mandatory (89). In summary, the reptilian daily activity consists in a chain of
Bask-RAB-GDB cycles.
8.1. The Bask-RAB-GDB cycles and the NREM-REM cycles
The reptilian behavioral cycles have been compared with the mammalian NREM-REM cycles (90) proposing, first, that
basking and NREM are homologous states. Both begin searching a safe and thermally convenient place. Both depart from a
low BT and both are under closed loop hypothalamic thermal control. Regarding RAB-GDB and REM, both would be
behaviorally identical if it were not for the behavioral output, full of body displacements in RAB-GDB and a total muscular
relaxation in REM. However, the difference disappears in humans with REM behavior disorder (91) and in animals with
pontine lesions (92). It is believed that the rapid eye movements and the muscular twitching of REM are incomplete startles,
orienting reﬂexes and fear responses (93, 94), which constitutes, in fact, a precise description of the partially suppressed
GDB. Concluding, it seems that the programmed reptilian behavioral sequence of Bask-RAB-GDB cycles still holds in
NREM-REM cycles (90) and the high (relative) incidence of spontaneous REM Behavior Disorder (RBD) in humans and
animals is strongly suggestive of an evolutionary regression. Indeed, the mechanisms warranting immobility for REM
sleeping mammals could be too modern, frail and prone to failure.
8.2. The so-called reptilian sleep is not true sleep

9
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As defined in previous paragraphs, the mammalian sleep is unrelated to what is currently tagged as the reptilian
nocturnal sleep. Indeed, the nocturnal quiescence of reptiles is a passive state, strongly dependent on environmental factors
and in fact, reptiles may rest safely in their burrows for several days or may come outside to become active.
Noteworthy, the reptilian BT coincides with the temperature of the burrow during the supposed reptilian nocturnal
sleep (81), which means that reptiles are true poikilotherms during nocturnal sleep and their BT is quite variable. In fact, the
so-called reptilian nocturnal sleep is a passively cooled state, with the consequent reductions in metabolism, breathing
frequency and heart rate, like those observed in endothermic hibernators (81, 90). Nevertheless, two recent reports studied,
during night time, the main electrographic traits of supposedly sleeping Australian bearded dragons (95) and Argentine tegu
lizards (96). However, the experimental animals were kept at 25-28 ºC during night time, i.e., at temperatures that coincide
with the range of the daytime temperatures of their habitat, the arid and semi-arid desserts of Australia and El Chaco (BrazilParaguay-Argentina). It is noteworthy that, in these places, the nocturnal temperatures often fall below 10-12ºC in summer
and under the freezing point during winter. Therefore, instead of studying the reptilian sleep, these reports only described the
electrographic traits of an artifactual state, with the normal BT of waking, but during a time in which the animals were
prepared to reduce the main physiological functions. If the studies would have been performed at the normal, nocturnal BT,
the recorded EEG would have been, most likely, flat (97, 98). It is clear that, with a BT so high, no lizard would be capable of
sleeping. Therefore, the so-called nocturnal sleep of reptiles is not true sleep and bears no relation at all with the described
diurnal quiescence that early mammals developed to avoid blindness.
9. Discussion
It should be noted first, that the function we propose here for the mammalian sleep is not merely a new hypothesis; it is
the single and complete description of when, how and why sleep appeared in mammals and is the single logical conclusion of
well-known facts. The extraordinary duration of the nocturnal bottleneck (~134 Ma) was long enough to invent sleep to fill
the dangerous light time and to survive under the strongest evolutionary pressure by remaining immobile with closed eyes,
day after day, along the entire life. Imagining that those early mammals would remain in a state other than sleep would is
simply preposterous. We may thus affirm that the primary and vital function of the early mammals sleep was the enforcement
of rest to avoid blindness, a function that is still essential in extant nocturnal mammals (27). It has been found, for example
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that, to avoid irreversible retinal damage, the light levels must be kept below 60 lux during light time in pigmented rats and
below 20–25 lux in albino (99, 100).
The present review also searched additional function(s) for the sleep of diurnal mammals that support high intensities
of light without harmful consequences. We observed that the single trait that never fails to appear in sleeping mammals,
irrespective of being nocturnal or diurnal, is the behavioral quiescence. We can say therefore that, leaving apart the motor
quiescence, the entire set of traits accompanying sleep are as much irrelevant as the colors of cars. It is evident that evolution
is never a proactive process. No animal says: “it would be wonderful if I would use sleep for…” filling the dots with any of
the proposed functions. Evolution lacks foresight capacity. It only promotes immediate responses to environmental
challenges.
As a final note, and contrary to most expectations, sleep seems to be polyphyletic. The nocturnal bottleneck has been
never claimed for non-mammalian animals. Therefore, if sleep truly exists in non-mammals, it may have appeared as a result
of evolutionary convergence. therefore, we conclude that sleep is trivial: laypersons were right: sleep is rest and sleep is for
rest (92).
Total: 3893 words
10. References
1. Z. Kielan-Jaworowska, R. L. Cifelli, Z. X. Luo, Mammals from the age of dinosaurs: origins, evolution, and structure.
Columbia University Press. (2004)
2. G. L. Walls, The Vertebrate Eye and its Adaptive Radiation. Cranbrook Institute of Science, Bloomfield Hills, (1942).
3. M. P. Gerkema, W. I. L. Davies, R. G. Foster, M. Menaker, R. A. Hut, The nocturnal bottleneck and the evolution of
activity patterns in mammals. Proceedings of the Royal Society, B. 280 20130508. (2013).
4. C. P. Heesy, M. I. Hall, The nocturnal bottleneck and the evolution of mammalian vision. Brain Behavior and
Evolution 75 195-203. (2010).
5. R. Maor, T. Dayan, H. Ferguson-Gow, K. E. Jones, Temporal niche expansion in mammals from a nocturnal ancestor
after dinosaur extinction. Nature ecology & evolution 1(12), 1889. (2017).
6. Y. Wu, H. Wang, E. A. Hadly, Invasion of ancestral mammals into dim-light environments inferred from adaptive
evolution of the phototransduction genes. Scientific reports 7, 46542. (2017)
11

Preprints (www.preprints.org) | NOT PEER-REVIEWED | Posted: 30 November 2019

7. R. A. Close, M. Friedman, G. T. Lloyd, R. B. Benson, Evidence for a mid-Jurassic adaptive radiation in mammals.
Current Biology 25(16), 2137-2142. (2015).
8. R. W. Meredith, J. E. Janečka, J. Gatesy, O. A. Ryder, C. A. Fisher, E. C. Teeling, A., Goodbla, E. Eizirik, T.L.
Simão, T. Stadler, D.L. Rabosky, Impacts of the Cretaceous Terrestrial Revolution and KPg extinction on mammal
diversification. Science 334(6055), 521-524. (2011).
9. M. A. O'Leary, J. I. Bloch, J. J. Flynn, T. J. Gaudin, A. Giallombardo, N. P. Giannini, S. L. Goldberg, B. P. Kraatz, Z.
X. Luo, J. Meng, X. Ni, The placental mammal ancestor and the post–K-Pg radiation of placentals. Science 339, 662–
667. (2013).
10. G. J. Tattersall, Reptile thermogenesis and the origins of endothermy. Zoology 119(5), 403-405. (2016).
11. W. Frair, R. G. Ackman, N. Mrosovsky, Body temperature of Dermochelys coriacea: warm turtle from cold water.
Science 177(4051), 791-793. (1972).
12. J. Davenport, D.L. Holland, J. East, Thermal and bio-chemical characteristics of the lipids of the leatherback
turtle Dermochelys coriacea: evidence of endothermy?. Journal of the Marine Biological Association of the United
Kingdom 70:33 – 41. (1990).
13. T. Martin, J. Marugán-Lobón, R. Vullo, H. Martín-Abad, Z. X. Luo, A. D. Buscalioni, A Cretaceous eutriconodont
and integument evolution in early mammals. Nature, 526(7573), 380. (2015).
14. C. M., Lefevre, J. A. Sharp, K. R. Nicholas Evolution of lactation: ancient origin and extreme adaptations of the
lactation system. Annual review of genomics and human genetics, 11, 219-238. (2010).
15. A. E. Greer J. D. Lazell, R. D. Wright, Anatomical evidence for a counter-current heat exchanger in the leatherback
turtle (Dermochelys coriacea). Nature 244:181. (1973).
16. A. Clarke, H. O. Pörtner, Temperature, metabolic power and the evolution of endothermy. Biological Reviews 85(4),
703-727. (2010).
17. B. G. Lovegrove, A phenology of the evolution of endothermy in birds and mammals. Biological Reviews 92(2),
1213-1240. (2017).
18. G. C. Grigg, L. A. Beard. M. L. Augee, The evolution of endothermy and its diversity in mammals and birds.
Physiological and Biochemical Zoology 77(6), 982-997. (2004).
19. J. K. Bowmaker, Evolution of colour vision in vertebrates. Eye 12(3b), 541. (1998).
12

Preprints (www.preprints.org) | NOT PEER-REVIEWED | Posted: 30 November 2019

20. S. P. Collin, W. L. Davies, N. S. Hart, D. M. Hunt, The evolution of early vertebrate photoreceptors. Philosophical
Transactions of the Royal Society B: Biological Sciences 364(1531), 2925-2940. (2009).
21. K. V. Anderson, F. P. Coyle, W. K. O’Steen, Retinal degeneration produced by low-intensity colored light.
Experimental Neurology 35:233–238. (1972).
22. D. T. Organisciak, R. M. Darrow, Y. I. Jiang, G. E. Marak, J. C. Blanks, Protection by dimethylthiourea against retinal
light damage in rats. Investigative ophthalmology & visual science, 33(5), 1599-1609. (1992).
23. M. Wasowicz, C. Morice, P. Ferrari, J. Callebert, C. Versaux-Botteri, Long-term effects of light damage on the retina
of albino and pigmented rats. Investigative ophthalmology & visual science 43(3), 813-820. (2002).
24. M. A. Marco‐Gomariz, N. Hurtado‐Montalbán, M. Vidal‐Sanz, R. D. Lund, M. P. Villegas‐Pérez, Phototoxic‐induced
photoreceptor degeneration causes retinal ganglion cell degeneration in pigmented rats. Journal of Comparative
Neurology, 498(2), 163-179. (2006).
25. H. R. Taylor, Ultraviolet radiation and the eye: an epidemiologic study. Transactions of the American
Ophthalmological Society, 87, 802. (1989).
26. K. J. Cruickshanks, R. Klein, B. E. Klein, Sunlight and age-related macular degeneration: the Beaver Dam Eye Study.
Archives of Ophthalmology 111(4), 514-518. (1993).
27. G. Y. Sui, G. C. Liu, G. Y. Liu, Y. Y. Gao, Y. Deng, W. Y. Wang, S. H. Tong, L. Wang, Is sunlight exposure a risk
factor for age-related macular degeneration? A systematic review and meta-analysis. British Journal of
Ophthalmology, 97(4), 389-394. (2013).
28. G. H. Jacobs Evolution of color vision and its reflections in contemporary mammals. In: Elliott AJ, Fairchild MD,
Franklin A, editors. Handbook of color psychology. Cambridge: Cambridge University Press; p.110–30. (2015).
29. Taylor, H. R., West, S., Muñoz, B., Rosenthal, F. S., Bressler, S. B., & Bressler, N. M. (1992). The long-term effects
of visible light on the eye. Archives of Ophthalmology, 110(1), 99-104.
30. A. Ringvold, E. Anderssen, I. Kjønniksen, Ascorbate in the corneal epithelium of diurnal and nocturnal species.
Investigative ophthalmology & visual science 39(13), 2774-2777. (1998).
31. L. Peichl, Diversity of mammalian photoreceptor properties: adaptations to habitat and lifestyle?. The Anatomical
Record Part A: Discoveries in Molecular, Cellular, and Evolutionary Biology: An Official Publication of the
American Association of Anatomists, 287(1), 1001-1012. (2005).
13

Preprints (www.preprints.org) | NOT PEER-REVIEWED | Posted: 30 November 2019

32. E. F. Allin, Evolution of the mammalian middle ear. Journal of Morphology 147(4), 403-437. (1975).
33. A. W. Crompton, P. Parker, Evolution of the mammalian masticatory apparatus: the fossil record shows how
mammals evolved both complex chewing mechanisms and an effective middle ear, two structures that distinguish
them from reptiles. American Scientist 66(2), 192-201. (1978).
34. B. Grothe, M. Pecka, The natural history of sound localization in mammals–a story of neuronal inhibition. Frontiers in
neural circuits 8, 116. (2014).
35. M.N. Coleman, D.M. Boyer, Inner ear evolution in primates through the Cenozoic: implications for the evolution of
hearing. Anat. Rec. 295 (2012) 615-631.
36. M. N. Muchlinski, E. L. Durham, T. D. Smith, A. M. Burrows, Comparative histomorphology of intrinsic vibrissa
musculature among primates: implications for the evolution of sensory ecology and “face touch”. American journal of
physical anthropology 150(2), 301-312. (2013).
37. D. K. Zelenitsky, F. Therrien, R. C. Ridgely, A. R. McGee, L. M. Witmer, Evolution of olfaction in non-avian
theropod dinosaurs and birds. Proceedings of the Royal Society B, 278(1725), 3625-3634. (2011).
38. R. G. Northcutt, Evolving large and complex brains. Science, 332(6032), 926-927 (2011).
39. T. B. Rowe, G.M. Shepherd, Role of ortho-retronasal olfaction in mammalian cortical evolution. J Comp Neurol
524(3):471-95. (2016).
40. J. Allman, The origin of the neocortex. The Neurosciences 2, 257–262. (1990).
41. F. Aboitiz, J. F. Montiel, Olfaction, navigation, and the origin of isocortex. Frontiers in neuroscience, 9. (2015).
42. M. L. Berk, E. Heath, Effects of preoptic, hypothalamic and telencephalic lesions on thermoregulation in the lizard,
Dipsosaurus dorsalis. J. Thermal Biology 1:65-78. (1976).
43. K. C. Bicego, R. C. Barros, L. G. Branco, Physiology of temperature regulation: comparative aspects. Comparative
Biochemistry and Physiology Part A: Molecular & Integrative Physiology, 147(3), 616-639. (2007).
44. M. J. Kluger, R. S. Tarr, J. E. Heath, Posterior hypothalamic lesions and disturbances in behavioral thermoregulation
in the lizard Dipsosaurus dorsalis. Physiological Zoology 46(1), 79-84. (1973).
45. H. T. Hammel, F. T. Caldwell, R. M. Abrams, Regulation of body temperature in the blue-tongued lizard. Science
156(3779), 1260-1262. (1967).

14

Preprints (www.preprints.org) | NOT PEER-REVIEWED | Posted: 30 November 2019

46. C. B. Saper, T. C. Chou, T. E. Scammell, The sleep switch: hypothalamic control of sleep and wakefulness. Trends in
neurosciences 24(12), 726-731. (2001).
47. H. Bringmann, Sleep-active neurons: conserved motors of sleep. Genetics 208(4), 1279-1289. (2018).
48. H. Zepelin, J.M. Siegel. I. Tobler, Mammalian sleep. In: Kryger M. H., Roth T., Dement W. E. Eds. Principles and
practice of sleep medicine. 4th ed. Philadelphia: WB Saunders, pp 91-100. (2005).
49. H. P. Van Dongen, K. M. Vitellaro, D. F. Dinges, Individual differences in adult human sleep and wakefulness:
Leitmotif for a research agenda. Sleep 28(4), 479-498. (2005).
50. A. M. Tucker, D. F. Dinges, H. P. Van Dongen, Trait interindividual differences in the sleep physiology of healthy
young adults. Journal of sleep research, 16(2), 170-180. (2007).
51. X. Tang, L. Yang, L. D. Sanford, Individual variation in sleep and motor activity in rats. Behavioural brain research
180(1), 62-68. (2007).
52. P. Gander, L. Signal, H. P. Van Dongen, D. Muller, M. Van Den Berg, Stable interindividual differences in slow-wave
sleep during nocturnal sleep and naps. Sleep and Biological Rhythms 8(4), 239-244. (2010).
53. D. A. Grant, H. P. Van Dongen, Individual differences in sleep duration and responses to sleep loss. The genetic basis
of sleep and sleep disorders, 189-196. (2013).
54. H. R. Dillon, K. L. Lichstein, N. D. Dautovich, D. J. Taylor, B. W. Riedel, A. J. Bush, Variability in self-reported
normal sleep across the adult age span. Journals of Gerontology Series B: Psychological Sciences and Social Sciences
70(1), 46-56. (2014).
55. M. Bulmer, The effect of selection on genetic variability. The American Naturalist 105(943), 201-211. (1971).
56. P. M. Mann, R. H. Stinson, Activity of the Short-Tailed Shrew. Canadian Journal of Zoology 35 171–177. (1957).
57. D. L. Martinsen, Energetics and Activity Patterns of Short-Tailed Shrews (Blarina) on Restricted Diets. Ecology 50
505-510. (1969)
58. A. O. Ettinger, J. R. King, Time and energy budgets of the Willow Flycatcher (Empidonax traillii) during the breeding
season. The Auk 97 533-546. (1980)
59. L. L. Wolf, F. R. Hainsworth, F. B. Gill, Foraging Efficiencies and Time Budgets in Nectar‐Feeding Birds. Ecology 56
117-128. (1975)
60. J. M. Herbers, Time resources and laziness in animals. Oecologia 49 252-262. (1981)
15

Preprints (www.preprints.org) | NOT PEER-REVIEWED | Posted: 30 November 2019

61. E. O. Wilson, Sociobiology: The New Synthesis. 25th Ed, Cambridge: Harvard Univ. Press. (2000), pp 142-143.
62. J. M. Jeschke, When carnivores are “full and lazy”. Oecologia 152 357-364. (2007).
63. J. M Jeschke, R. Tollrian, Predicting Herbivore Feeding Times. Ethology 111 (2005) 187–206.
64. M. Odden, P. Wegge, Kill rates and food consumption of leopards in Bardia National Park, Nepal. Acta Theriologica
54 23-30. (2009).
65. R.V. Rial, F. Canellas, A. Gamundí, M. Akaârir, M.C. Nicolau, Pleasure: The missing link in the regulation of sleep.
Neuroscience and Biobehavioral Reviews 88, 141-154. (2018).
66. M. Cabanac, Pleasure: the common currency. J. Theor. Biol. 155 173-200. (1992)
67. H.H. Lee, J.A. Emerson, D.M. Williams, The exercise–affect–adherence pathway: an evolutionary perspective. Front
Psychol 7:1285. (2016).
68. B, Cheval P, Sarrazin S, Isoard-Gautheur, R Radel, M Friese, Reflective and impulsive processes explain
(in)effectiveness of messages promoting physical activity: a randomized controlled trial. Health Psychol 34:10-19.
(2015).
69. B. Cheval, E. Tipura, N. Burra, J. Frossard, J. Chanal, D. Orsholits, R. Radel, M.P. Boisgontier, Avoiding sedentary
behaviors requires more cortical resources than avoiding physical activity: An EEG study. Neuropsychologia 119, 6880. (2018).
70. D. E. Lieberman, Is exercise really medicine? An evolutionary perspective. Curr Sports Med Rep 14:313-319. (2015).
71. R, Wolk, V. K. Somers, Sleep and the metabolic syndrome. Experimental Physiology, 92(1), 67-78. (2007).
72. M. M., Humphries, S. Boutin, The determinants of optimal litter size in free‐ranging red squirrels. Ecology, 81(10),
2867-2877. (2000).
73. S. A. Temple, Do predators always capture substandard individuals disproportionately from prey populations?.
Ecology, 68(3), 669-674. (1987).
74. V. Penteriani, M. Del Mar Delgado, P. Bartolommei, C. Maggio, C. Alonso‐Alvarez, G. J. Holloway, Owls and
rabbits: predation against substandard individuals of an easy prey. Journal of Avian Biology, 39(2), 215-221. (2008).
75. Genovart, M., Negre, N., Tavecchia, G., Bistuer, A., Parpal, L., Oro, D. The young, the weak and the sick: evidence of
natural selection by predation. PLoS One, 5(3), e9774. (2010).

16

Preprints (www.preprints.org) | NOT PEER-REVIEWED | Posted: 30 November 2019

76. Q. Geissmann, E. J. Beckwith, G. F. Gilestro, Most sleep does not serve a vital function: Evidence from Drosophila
melanogaster. Science advances, 5(2), eaau9253. (2019)
77. R. B. Cowles, C. M. Bogert, A preliminary study of the thermal requirements of desert reptiles. Bulletin of the
American museum of natural history 83(5), 261-296. (1944).
78. K. D. Angielczyk, L. Schmitz, Nocturnality in synapsids predates the origin of mammals by over 100 million years.
Proceedings of the Royal Society B: Biological Sciences 281(1793), 20141642. (2014).
79. R. A. Avery, J. D. Bedford, C. P. Newcombe, The role of thermoregulation in lizard biology: predatory efficiency in a
temperate diurnal basker. Behavioral Ecology and Sociobiology 11.4 261-267. (1982).
80. D. J. Ellis, B. T. Firth I. Belan, Thermocyclic and photocyclic entrainment of circadian locomotor activity rhythms in
sleepy lizards, Tiliqua rugosa. Chronobiology international. 26(7), 1369-1388. (2009).
81. C. E. Sanders, G. J. Tattersall, M. Reichert, D. V. Andrade, A. S. Abe, W. K. Milsom, Daily and annual cycles in
thermoregulatory behaviour and cardio-respiratory physiology of black and white tegu lizards. Journal of
Comparative Physiology B 185(8), 905-915. (2015).
82. B. Rose. Factors affecting activity in Sceloporus virgatus, Ecology 62(3), 706-716. (1981).
83. D. S. Samia, D.T. Blumstein, T. Stankowich, W.E. Cooper, Fifty years of chasing lizards: new insights advance
optimal escape theory. Biol. Rev. DOI:10.1111/brv.12173. (2015).
84. R.V. Rial, M. Akaârir, A. Gamundí, C. Nicolau, C. Garau, S. Aparicio, S. Tejada, L. Gené, J. González, L.M. De
Vera, A.M. Coenen (2010). Evolution of wakefulness, sleep and hibernation: from reptiles to mammals. Neuroscience
and Biobehavioral Reviews, 34(8), 1144-1160.
85. V. Polo, P. López, J. Martín, Uncertainty about future predation risk modulates monitoring behavior from refuges in
lizards. Behavioral Ecology 22(1), 218-223. (2011).
86. W.E. Cooper Jr., Risk factors affecting escape behavior by the desert iguana, Dipsosaurus dorsalis: speed and
directness of predator approach, degree of cover, direction of turning by a predator, and temperature. Canadian
Journal of Zoology 81 979-984. (2003).
87. M. Balasko, M. Cabanac, Behavior of juvenile lizards (Iguana iguana) in a conflict between temperature regulation
and palatable food. Brain, Behavior and Evolution 52(6), 257-262. (1998).

17

Preprints (www.preprints.org) | NOT PEER-REVIEWED | Posted: 30 November 2019

88. K. G. Trillmich, F Trillmich, Foraging strategies of the marine iguana, Amblyrhynchus cristatus. Behavioral Ecology
and Sociobiology 18(4), 259-266. (1986).
89. F. Seebacher, C. E. Franklin, Physiological mechanisms of thermoregulation in reptiles: a review. Journal of
Comparative Physiology, B: Biological Sciences 175 (2005) 533-541.
90. R.V. Rial, M.C. Nicolau, A. Gamundí, M. Akaârir, S. Aparicio, C. Garau, S. Tejada, C. Roca, L. Gené, D. Moranta, S.
Esteban, The trivial function of sleep. Sleep medicine reviews, 11(4), 311-325. (2007).
91. C. H. Schenck, S. R. Bundlie, M. G. Ettinger, M. W. Mahowald, Chronic behavioral disorders of human REM sleep: a
new category of parasomnia. Sleep, 9(2), 293-308. (1986).
92. M. Jouvet, F. Delorme Locus coeruleus et sommeil paradoxal. C R Soc Biol 159:895-899 (1965)
93. M.S. Blumberg, D. E. Lucas, A developmental and component analysis of active sleep. Developmental Psychobiology,
29:1-22. (1996).
94. A. R. Morrison, The power of behavioral analysis in understanding sleep mechanisms. In The physiologic nature of
sleep (pp. 187-206). (2005).
95. M. Shein-Idelson, J. M. Ondracek, H. P. Liaw, S. Reiter, G. Laurent, Slow waves, sharp waves, ripples, and REM in
sleeping dragons. Science 352(6285), 590-595. (2016).
96. P. A. Libourel, B. Barrillot, S. Arthaud, B. Massot, A. L. Morel, O. Beuf, A. P. Herrel, H. Luppi, Partial homologies
between sleep states in lizards, mammals, and birds suggest a complex evolution of sleep states in amniotes. PLoS
biology 16(10), e2005982. (2018).
97. L. De Vera, J. González, R. V. Rial, Reptilian waking EEG: slow waves, spindles and evoked potentials. (1994).
Electroencephalography and clinical neurophysiology 90(4), 298-303.
98. M. E. Cohen, J. S. Olszowka, S. Subramanian, Electroencephalographic and neurological correlates of deep
hypothermia and circulatory arrest in infants. The Annals of thoracic surgery, 23(3), 238-244. (1977)..
99. M. J. Castelhano-Carlos, V. Baumans, The impact of light, noise, cage cleaning and in-house transport on welfare and
stress of laboratory rats. Lab Anim. 43:311–27. doi: 10.1258/la.2009.0080098. (2009).
100. M. C De Vera Mudry, S. Kronenberg, S. Komatsu, G.D. Aguirre, Blinded by the light; retinal phototoxicity in the
context of safety studies. Toxicol Pathol. 41:813–25. doi: 10.1177/0192623312469308. (2013).

18

Preprints (www.preprints.org) | NOT PEER-REVIEWED | Posted: 30 November 2019

19

