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Abstract

The notion of well-being is relative to the needs of organisms, both non-human and human. I argue that
what we have learned about development, animal consciousness and ecological interrelations requires
an evolution-informed extension of the way we think about well- and ill-being. Studies of epigenetic
inheritance, mostly in animals, but also in humans, show that the effects of both stress and well-
being go deeper ‘under the skin’ and extend further into the future than we thought. Studies of
animals’ consciousness suggest that welfare considerations should be extended to many more animal
species than most of us imagined. Technological innovations and ecological studies show that well-
being depends critically, far more than we anticipated, on global social and environmental politics,
social justice and the uses of technology.
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‘To know and not to act, is not to know’. (Wang-Ming)

Short introduction

My scientific interest in well-being stems from the two major research projects in which I have been
engaged: my work with Marion Lamb on the different routes of transmission of information
between generations, especially, but not solely, epigenetic inheritance, and my work with Simona
Ginsburg on the evolutionary origins of consciousness. Evolutionary biology is the intellectual frame-
work within which all my studies have been set. It informs my discussion of well-being. Since I am going
to apply the term ‘well-being’ within this very broad framework, I will first clarify how I use it.

Well-being, welfare and quality of life are overlapping terms that are used interchangeably in the
welfare literature (McMillan 2020). Quality of life and well-being as quality of life are terms applied
by definition to living organisms, humans and animals, and in a much more restricted sense to non-
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sentient living organisms, mainly plants. Good welfare is identified with health, security, sustainable and
functional social and ecological interactions and a good mental state (when mentality is assumed to
exist), while bad welfare is associated with disease, deterioration and suffering. Well-being is also attrib-
uted to ecological systems (Grouzet et al. 2014) and to communities to which social welfare services are
extended. Since this notion of welfare is a system property that cannot be described solely in terms of
the welfare of the individuals comprising the system, I call it second-order well-being. The global eco-
logical and social facets of such second-order well-being are necessary for the health and thriving of
individual living organisms. Indeed, the concept of ‘ecosystem services’ – the outputs, conditions
and processes of natural systems that directly or indirectly benefit (sentient) humans – is usually
used within the context of sustainability, the long-term persistence and thriving of ecosystems that
include and ‘serve’ humans, as opposed to short-term exploitation that leads to the ecosystems’ deteri-
oration and destruction. Within the human, deeply symbolic sphere of life, well-being refers to highly
variable, culturally constructed ways of life which satisfy the fundamental needs that humans share and
that provide the space for the realization of human capabilities (Nussbaum 2011). The shared needs that
I have in mind are those expounded by the Chilean ‘barefoot economist’ Max-Neef: subsistence, pro-
tection, affection, understanding, participation, idleness, creation, identity and freedom (Max-Neef et al.
1989).1

In the following sections I discuss trans-generational effects of developmentally acquired physio-
logical phenomena, the scope of animal consciousness and a few aspects of the human symbolic
mode of being that point to global ecological-political issues. All have direct bearing on the entangled
dimensions – physiological, social and moral – of well-being.

On being sick in four dimensions, on extended animal ethics and

on global worries

In my 2005 book with Marion Lamb, Evolution in 4 Dimensions, we discussed the transmission of herit-
able genetic, epigenetic, behavioural and symbol-mediated information and its effects on evolution.
Shortly afterwards, a young Brazilian immunologist, physician, actor and now also psychiatrist, Vitor
Alexandre Pordeus da Silva, contacted me. We met in a café near the Tel-Aviv University campus.
Vitor, then in his 20s, started talking with great enthusiasm about stress, the relation between the
immune system and the brain, the complicated notion of mental disease, epigenetics, meaning-making
and drama-therapy – all in the context of his work with patients in Rio de Janeiro, many of whom came
from the poorest favelas. He said he wanted to write a book with me: ‘To be Sick in Four Dimensions’. I
laughed and said it is a brilliant idea, but that he must write this book himself.

The book never materialized, but it was clear that Vitor and I had a lot of interests in common and
should go on talking. I liked his passion, intelligence and love of theatre. I was already looking at epi-
demiological research that incorporated epigenetic factors and reviewed some of the literature on the
epigenetic mechanisms and trans-generational effects of nutritional, toxicological and psychological
stress in animals and humans (Jablonka 2004). Vitor and I have kept in touch ever since. I visited
him in Rio in 2013, where he worked with psychiatric patients in Nise da Silveira’s mental health insti-
tution, (formerly Pedro II National Asylum). In 1946 Nise established the Museum of Images of the
Unconscious in the Asylum, which now houses more than 350,000 pictures and sculptures by psychi-
atric patients. In 1956 she also founded outside the Tijuca community a cultural psychiatric day-clinic,
the Casa das Palmeiras (Palms House). Nise was a Jungian who had worked with Jung for 2 years in
Zürich and was inspired by the philosophy of Baruch Spinoza. She interpreted the mandala-like
images drawn by her patients in Spinozian terms, as simultaneous expressions of patterns in the
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mind and the body. She believed they were an expression of innate, archetypical, unconscious represen-
tations that become related to each individual’s specific historical and cultural background (Pordeus
2017). Vitor followed in Nise’s footsteps but used drama therapy, staging plays, both original and clas-
sical, that have been performed by the patients in the clinic grounds and all over Brazil, including during
or after scientific meetings. Central to his concept of ill- and well-being are the social-cultural-political
factors that undermine physical-mental well-being: poverty, drug abuse, physical abuse and social
exploitation, ideologies such as neo-liberalism and extreme anthropocentrism.

My interest in mental trauma, and especially in the possible trans-generational effects of mental
trauma, is strongly related to my private life-history. As a daughter of Holocaust survivors I had
first-hand experience of the mental scars these traumas left, and so came to wonder whether the
effects of psychological stress have trans-generational effects that go beyond the attachment-based,
emotionally and behaviourally mediated effects of stress. I therefore read what was then available
about the trans-generational effects of war, genocide and torture on both the victims and their descen-
dants. The human molecular studies were few in number and inconclusive, but the animal studies did
provide very strong evidence of the long-term, trans-generational effects of psychological trauma.

My concerns about the effects of trauma also had a more immediate political facet. I live in Israel,
where chronic mental stress is imposed on both the Israeli population and more so on the Palestinians
living in the occupied territories in the West Bank and Gaza. In summer 2014, when Israel relentlessly
bombed Gaza, I felt helpless rage, and wrote, with Marion Lamb, a short commentary about the potential
long-term effects of chronic warfare on the cognitive and emotional dispositions of the victims. We started
our commentary with Philip Larkin’s famous words from ‘Be this the verse’ (1971), ‘Man hands on
misery to man’. Larkin’s poem focuses on the faults and miseries parents transmit to their offspring
but we looked at the more general miseries brought about by wars and their traumas. We suggested
that acute and persistent armed-conflicts affect, via epigenetic mechanisms, not only the physiology
and psychology of the traumatized individuals but also that of their descendants – children, grandchildren,
and possibly great-grandchildren – and hence may contribute to social and domestic conflicts in later gen-
erations. After summarizing the data available to us then, we outlined a research project that could test the
hypothesis that these stresses have trans-generational deleterious effects, taking the effects of the continu-
ing political conflict in the Middle East on the civilian populations in Gaza and southern Israel as our case
study. The paper, which was submitted to the Lancet, was promptly and politely rejected by the editor, but I
did lecture about the subject in various venues, with the vain hope of influencing policy makers.

A lot of the work on the trans-generational epigenetic effects of psychological trauma has been based
on animal studies, mainly in rodents, which were assumed to have mental states. This assumption,
however, has not stopped the execution of some awful experiments and the horrendous practices of
mainstream meat industry on domestic animals. (I stopped eating meat after a meeting in Brussels
on the food industry to which I was invited as an epigeneticist.)

My ethical concerns about the mental well-being of animals have been broadened by my second
major research project, on the evolutionary origins of consciousness, with Simona Ginsburg. Since
only sentient/conscious animals can be said to have mental well-being, the question ‘who is con-
scious’ is not ethically neutral (within most current ethical systems). If we have reasons to
believe that non-human animals are sentient, our moral duties towards them are different from
those we have if we have reasons to believe that they are non-sentient beings. To some extent
the history of the welfare laws in countries like the UK reflects changes in reasoned beliefs
about the distribution of sentience in animals. I have been associated for the last three years
with the Foundations of Animal Sentience project led by Jonathan Birch (Birch et al. 2021),
whose team prepared the scientific document on the basis of which extension of welfare laws in
the UK to some invertebrate groups is now applied.
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Finally, like most people today I am extremely worried about our species’ extensive, short-sighted
and brutal exploitation of resources affecting the present and future of all living beings. A notion of
well-being must therefore be embedded within the global, political-ecological-technological discussions
and concerns in this century. These must include a good understanding of humans’ evolutionary
history. I will point only to a very few aspects of these huge and urgent topics here. We ignore them
at the peril of our planet and ourselves.

The long-term effects of ancestral adversity

The effects of traumatized parents and groups on future generations through attachment relations and
collective memory constructions have been studied for decades and are topics of intense medical and
social interest (van der Kolk 2015). These investigations focus on the long-term effects of stress in
victims and on the altered physiological and psychological dispositions in their offspring or associates,
rendering them more susceptible or more resilient to physical and mental illness. Such psychological
studies preceded by many decades the molecular studies of the cellular mechanisms that underlie the
long-term effects of trauma and chronic stress. The molecular studies have reinforced the conclusions
of the traditional psychological investigations and uncovered novel ways in which the effects of trauma,
and lifestyle more generally, can affect future generations. They have shown that history goes deeper
‘under the skin’ than conventional wisdom has assumed.

The molecular processes underlying the maintenance and transmission of changes that have been
induced during ontogeny are known as epigenetic mechanisms. These mechanisms can maintain altered
patterns of gene expression and modified cellular structures in both non-dividing cells, such as most
mature neurons, and dividing cells, such as stem cells. When changes in information are transmitted verti-
cally in cell lineages, or horizontally between cells in different lineages throughmigrating molecules (such as
small RNAs), epigenetic inheritance is said to occur. Today most scholars are aware of epigenetics and of
epigenetic inheritance. Epigenetic research is booming. Here I provide a very general outline of what these
mechanisms are – the picture I want to paint does not require more. A detailed account of the mechanisms
underlying epigenetic inheritance, the evolutionary effects of this mode of inheritance and the evolution by
natural selection of this inheritance system is given in Jablonka and Lamb (2014, 2020).

The major types of epigenetic inheritance systems that have been recognized are:

(i) self-sustaining loops involving, for example, positive feedback regulation of a gene’s activity by its
products, which cause the same state of gene activity to be reconstructed in daughter cells when the
products are transmitted following cell division;

(ii) structural templating, in which three-dimensional cellular variant structures (e.g. prions, some
membranous structures) act as templates for the production of similar structures, which then
become components of daughter cells;

(iii) chromatin-marking, in which patterns of DNA modifications such as attached methyl group
(CH3), and modifications in the histone proteins around which DNA is wrapped are reconstructed
during cell division;

(iv) RNA-mediated systems, in which small or long regulatory RNA molecules interact with the
mRNA or the DNA sequences to which they are complementary, altering patterns of cellular activ-
ity. The resulting cellular patterns are maintained and reconstructed through mechanisms including
autocatalytic RNA loops, RNA-mediated chromatin marking and cell-to-cell transmission of regu-
latory RNAs within and between cell lineages.

These epigenetic mechanisms operate and interact in all cells, including cells of the nervous system. The
chromatin-marking and RNA-mediated systems have been shown to be central to the nervous system’s
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development, and to animal and human behaviour and learning. These discoveries have led to the estab-
lishment of a new discipline, Behavioural Epigenetics, a field of study that investigates both the role of
behaviour in shaping developmental epigenetic states and the role of epigenetic factors and mechanisms
in shaping behaviour (Champagne and Rissman 2011). There are many sub-disciplines of epigenetics
today, including for example cancer epigenetics, epigenetic epidemiology, environmental epigenetics,
epigenetics of aging and psychiatric epigenetics. The latter studies the epigenetic correlates, some of
which seem causal, as well as the epigenetic outcomes of mental disorders such as autism, bipolar dis-
order and schizophrenia (see e.g. Nestler et al. 2016).

In non-human mammals, stressful or traumatic experiences, such as social defeat, physical and emo-
tional abuse or deprivation of early parental care, can have long-term, trans-generational effects on
learning ability and mental health, mediated by molecular epigenetic mechanisms (Blaze and Roth
2013; McGowan 2013; for one of many recent reviews see Schiele, Gottschalk, and Domschke
2020). There are two main routes through which the effects in the parents can be transmitted to des-
cendants. Epigenetic states can be constructed in the next generation somatically through the direct
effects of altered parental characters on their offspring’s development, as occurs, for example, in
rats when poor maternal care reduces the offspring’s ability to withstand stress, leads to poor maternal
care in daughters and is thus perpetuated in the lineage (Szyf 2011).2 Alternatively (and sometimes add-
itionally) epigenetic changes in the parents can be transmitted through the gametes. For example,
depression-like behaviour and anxiety in male mice that had been deprived of normal maternal care
for a few hours each day during the first 2 weeks of their life is transmitted to their male offspring
through modified RNA in their sperm (Franklin et al. 2010; Gapp et al. 2014). Similarly, the fearfulness
of mice to a particular odorant that had been paired with a shock was found to be mediated by epigen-
etic mechanisms, and the fear reaction was transmitted through the males’ sperm to their offspring,
although the way that sperm methylation affects brain development is as yet unclear (Dias and
Ressler 2014). Since gametic epigenetic transmission is investigated in these studies, paternal rather
than maternal effects are the focus of research because sperm is a major (though not the sole) contri-
bution of the male to the next generation.3 Females have multiple contributions, affecting the next gen-
eration not only by contributing gametic epigenetic marks or factors but also through the effects of the
uterine conditions and maternal mental state (e.g. anxiety) during both pregnancy and early maternal
care (e.g. Schmidt et al. 2018). Hence, maternally transmitted trans-generational effects require the
study of gametic modifications as well as the study of effects that are mediated through multiple
somatic reconstruction mechanisms (McGowan 2022). The number of studies showing adverse
effects of psychological stress on offspring, grand-offspring, and great grand-offspring in mammals
(mainly, but not exclusively, in rodents) is growing rapidly. The research on epigenetics inheritance is
beyond a scope of a single review; for a large handbook on the topic see Tollefsbol (2019) and for a
review focusing on environmental epigenetic epidemiology, mainly in humans, see Vaiserman,
Lushchak, and Koliada (2021).

Generally, acute early psychological stress in humans is known to increase the risk of later psycho-
logical disorders (including major depression and suicidal behaviour), and in some cases this has been
found to be correlated with altered molecular epigenetic states (Rahman and McGowan 2022). A well-
known case is that of the effects of the acute 6 months’ famine in the German-occupied part of the
Netherlands during the winter of 1944–1945 that led to the death by starvation of about 22,000
people. Babies born to women who were exposed to the famine during the second trimester of preg-
nancy had increased incidence of obesity, type II diabetes and schizophrenia. Their rate of mortality was
10% higher than that of individuals who were not exposed to this adversity in utero. The epigenetic
profile of the affected individuals, 67 years after the event, was also altered – their DNA methylation
profile was different from that of unaffected people (Tobi et al. 2018).
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Although the effects of starvationwere the focus in theDutchwinter study,war-related starvation cannot
be separated from psychological stresses. However, even when starvation is not involved, the effects of
mental war stress have long-term, epigenetic effects. There are indications, for example, that war-related
mental stress can affect descendants’ disposition to develop trauma-related vulnerabilities. Children of
Vietnam veterans had an increased risk of post-traumatic stress disorder (PTSD) of 5-fold for sons and
3-fold for daughters (O’Toole et al. 2017), the children of Holocaust survivors are more prone to
develop PTSD than control groups (Yehuda et al. 2014; Yehuda and Lehrner 2018), and even the short
stress of the September 11th attack seems to have led to behavioural changes in the children of the pregnant
womenwhobecame acutely stressedwhile witnessing it (Sarapas et al. 2011).A genome-wide study ofDNA
methylation patterns in the sperm of trauma-exposed Vietnam veterans showed changes in DNA methy-
lation in regions that that have been previously implicated in PTSD, and some of these epigenetically altered
sites were significantly associated with a reported history of a diagnosed mental health condition in the chil-
dren of these veterans. Hence, unique sperm-specific DNAmethylation patterns in trauma-exposed veter-
ans are associated with PTSD and are correlated with vulnerability to mental disorders in their offspring
(Mehta et al. 2019).However, there is also evidence that trauma-exposedveteranswithPTSDhave less accel-
erated epigenetic aging (based on Horvath’s ‘epigenetic clock’) compared to combat trauma-exposed vet-
erans that did not developPTSD.Although this somewhat counter-intuitive associationmay be partly due to
the extensive antidepressant use by PTSDpatients, itmay also point to amechanism of compensatory resili-
ence in these individuals (Verhoeven et al. 2018).Wemust be aware of limitations in our current understand-
ing of the effect of mental stress on humans and the difficulty of teasing apart different aspects, such as the
physiological stress of malnutrition and the stress of acute anxiety or mental pain, which often go together
during war. Furthermore, the possible effects of stress on the development of resilience and tolerance to
stress must be also considered.

In spite these caveats, the overall picture painted by studies of the trans-generational effects of severe
mental stress is grim. It may lead to dire conclusions. It can lead to environmental determinism and to
the substitution of genetic racial, gender or class stigma with a corresponding epigenetic stigma. Have
we replaced genetic determinism with environmental, epigenetically-induced determinism? Worries are
warranted (Meloni et al. 2022), but fortunately, just as epigenetic defects can be induced so can they be
reversed – under the right conditions: a mere return to the unstressed default state is not sufficient.
There are studies showing that effects of environmental enrichment (EE) on the epigenome of
nerve cells in the mouse brain are profound and wide-spread (reviewed in Espeso-Gil et al. 2021).

Moreover, epigenetic patterns induced through EE that provides complex, safe and rich opportun-
ities and challenges can affect not just the lucky individuals but also their descendants. There is also
evidence pointing to the mechanisms underlying this effect: EE leads to enhancement of synaptic plas-
ticity and cognition not only in the enriched mice but also in their offspring; this effect is mediated
through sperm RNA (Benito et al. 2018). Furthermore, transmitted effects of trauma can be reversed by
EE: Gapp and her colleagues (2016) showed that transmission of the effects of paternal trauma
induced in baby male mice by unpredictable maternal separation during the first 14 days of their life
can be prevented if, following the trauma, the traumatized mice are reared in an enriched environment.
This allows them to have social partners, safe places to hide, opportunities for exercise and cognitive
challenges. The behavioural effects of stress, which were accompanied by changes in DNA methylation
in both brain and sperm, were reversed both in the traumatized fathers and in offspring that lived in the
regular dull environment of the lab cage. Another study in mice shows that adverse effects that have
both behavioural and epigenetic manifestations can be reversed by the extinction of the learned fear
(Aoued et al. 2018). Although the number of studies on the trans-generational transmission of the posi-
tive epigenetic effects of EE is smaller than that published on the transmissible effects of adversity, the
research on the effects of EE is rapidly growing.
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There are many studies in humans which show that epigenetic changes in relevant genomic
regions accompany beneficial changes in lifestyle, such as exercise, cognitive therapies and medi-
tation. Furthermore, epigenetic changes have been found to be useful markers that predict the
clinical response to psychotherapeutic interventions and of the chances of psychotherapy to
alter, even reverse, epigenetic risk patterns (Roberts et al., 2015; Schiele, Gottschalk, and
Domschke 2020). Studies that explore the gametic epigenetic effects of EE on the next genera-
tions in humans are still relatively few in number. However, what we do know is encouraging:
trans-generational effects of EE that reverse adverse effects and transmit the effects of well-being
to subsequent generations are likely to be found in our species even after chronic, multi-
generational conditions of ongoing stress.

In spite of the limitations of the research on inherited epigenetic effects in humans and the caution
that biologists must exercise – precisely because the authority of biological research is so great today4 –
we cannot ignore the social, educational and political implications of the studies I described. The
miseries that humans hand on to the next generation contribute to cumulative pathological effects,
to self-sustaining vicious cycles of deprivation, war, psychosis and depression. However, as these
studies also show, these effects can be reversed by the right kinds of lifestyle interventions. Beneficial
effects can be transmitted to future generations. We did not need epigenetics to tell us that poverty,
disease and brutal wars are bad, nor did we need epigenetic research to appreciate what a good
human life is, although the aspects of well-being that are considered central and the ways well-being
is realized are culturally dependent. What the epigenetic research does tell us is that the effects of
misery and well-being (in the sense described by Max-Neef’s fulfillment or deprivation of fundamental
human needs) have deeper roots and can radiate further into the future than we assumed. As I’ve
stressed, these studies also tell us that we can reverse the pathologies we generate, and that our acts
can promote the flourishing of future generations. Our moral obligations to our fellow humans are,
we find, more far-reaching than we ever imagined.

To which animals should we extend moral considerations?

It is a common affair for mules to be imprisoned for years in the limitless night of the mines. … Usually
when brought to the surface, the mules tremble at the earth radiant in the sunshine. Later, they go
almost mad with fantastic joy. The full splendor of the heavens, the grass, the trees, the breezes, breaks
upon them suddenly. They caper and career with extravagant mulish glee. A miner told me of a mule
that had spent some delirious months upon the surface after years of labor in the mines. (Crane 1894;
https://ehistory.osu.edu/exhibitions/gildedage/content/CraneDepths)

Most people believe that they have a moral obligation to reduce suffering and to enhance well-being
among fellow humans. This moral commitment is accepted with varying applicability by all human societies,
with the scope of its applicability being largely determined by whether or not one considers these ‘other’
human beings – from different communities, sexes and ages – as moral patients like oneself. The views
on the moral status of ‘others’, which have changed during human history and are differently understood
in different cultures, are less universally extended to animals, mainly to animals on which our actions
impinge. The animals which are at the centre of this moral concern are the domestic animals we consume
and the wild animals whom we hunt, otherwise use and, more recently, those whose habitats we destroy.

The notion of animal welfare is intimately connected with the assumption that animals are sentient or
conscious beings (I use the two terms interchangeably) that experience feelings which can be described
in terms of joy and suffering. Marian Dawkins (1998) notes that ‘when people express a concern about
animal welfare, it is conscious experience of suffering that worries them most’ (p. 306). Jeff Sebo asserts
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that ‘you have moral status, i.e. you are a subject of moral concern, if and only if you are sentient, i.e. if
and only if you are capable of phenomenally consciously experiencing pleasure or pain’ (Sebo 2018, 4).

The animal welfare literature offers three welfare notions, which emphasize different aspects of
welfare (Fraser et al. 1997, Mellor and Stafford 2008 and McMillan 2020, discussed by Browning 2020):

• A functional and health-based notion of well-being that is agnostic about mentality and can be
applied to any living organism. Plants or corals that are considered to be non-sentient can be never-
theless said to have good or bad welfare because these living organisms can be healthy or sick, flour-
ish or deteriorate. However, when an organism has mental states, these states affect physical health
and vice versa. Although we do not have the health data on the imprisoned mules, on the basis of
what we know about the effect of sensory deprivation on neurological health in imprisoned humans,
in Guantanamo Bay for example (Kaye 2009 and references therein), most people would infer that
the imprisoned mules suffered from anxiety, hallucinations, memory malfunction and were more
prone to various diseases.

• A notion of well-being based on ‘natural living’, which usually means the typical life of animals in the
wild and the preferences they display in their typical, natural habitats. The mental aspect of well-being
is not always explicit, although very often ‘preference’ is used in a context that implies that the animal
has mental states. The habitat of the dark mines in which mules were imprisoned was clearly unnat-
ural, and hence the mule can be considered to have had reduced welfare in this case (one has to
remember, however, that many natural conditions are enormously stressful).

• A notion of well-being based on feelings. The subjective experiencing of the subject, its pleasures and
displeasures, joys and sorrows, are central to this notion. The joy of the sensory-deprived mule when
exposed to the spring field is an expression of its improved welfare.

Heather Browning (2020) convincingly argued that for animals that are assumed to have mental states,
physical well-being, natural-living welfare and preferences provide instrumental conditions for the real-
ization of subjectively experienced well-being and are important only with regard to their effects on sub-
jective experiencing. Indeed, the Five Domains model, which is the one used by most welfare scientists
with respect to domestic and wild animals (Mellor 2017; discussed in Browning 2020), highlights these
domains: (1) nutrition; (2) physical environment, including comfort and safety; (3) health and (4) behav-
ioural interactions with other animals. All these four domains feed into (5) subjective feelings, which
determines the welfare of the animal.

The question is which animals are sentient and can be said to have mental welfare and so to be moral
patients. This is a very loaded question. Opinions differ widely, spanning the whole spectrum from
those who claim that only humans are sentient to those who assert that all living organisms are sentient.
A fuzzy consensus, encompassing many scholars engaged in consciousness studies, is expressed by the
2012 Cambridge Declaration:

Convergent evidence indicates that non-human animals have the neuroanatomical, neurochemical, and
neurophysiological substrates of conscious states along with the capacity to exhibit intentional behaviors.
Consequently, the weight of evidence indicates that humans are not unique in possessing the neurological
substrates that generate consciousness. Nonhuman animals, including all mammals and birds, and many
other creatures, including octopuses, also possess these neurological substrates. http://fcmconference.
org/img/CambridgeDeclarationOnConsciousness.pdf

Which creatures other than octopuses are included is not clear. Since I have my own opinion on the
topic and have been working on it from an evolutionary perspective with Simona Ginsburg for nearly
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two decades, I present our view and discuss its implications for the extension of welfare considerations
to non-human animals. (For a detailed discussion see Ginsburg and Jablonka 2019; for an alternative
view, attributing consciousness only to birds and mammals, see Humphrey 2022.)

Our evolutionary approach is inspired by the methodology that the Hungarian chemist Tibor
Gánti has developed for the study of minimal life. Although there is no consensus about how life
should be defined, there is a broad consensus around a list of capacities that are jointly sufficient
for minimal life. Gánti listed these hallmarks of minimal life,5 built a model, the chemoton, which
implements these capacities through functional and structural couplings, and identified an evolution-
ary marker of the transition to minimal life (Gánti 2003). An evolutionary transition marker is a prop-
erty that when we find evidence of it we have evidence that the major evolutionary transition in which
we are interested has been completed. The transition marker allows us to reverse-engineer to the
system that enables it (Ginsburg and Jablonka 2015, 2019; Birch, Ginsburg, and Jablonka 2020,
2021). For the case of minimal life, the evolutionary transition marker is the capacity for unlimited
(open-ended) heredity.

Following Gánti, we started with a characterization (not a definition) of minimal consciousness or
minimal subjective experiencing. A being having the functionally overlapping capacities listed below
would be considered as minimally conscious by most scholars:

• Perceptual Binding/unification as well as differentiation: e.g. see the apple as a composite whole, as red,
round, smooth, but also able to discern different aspects, combine them and discriminate
between different apples.

• Global accessibility and broadcast: the ability to bring together percepts memories, values, action-plans
and broadcast the outcomes in order to execute actions, form beliefs, generalizations, etc.

• Exploration and differential stabilization: the ability for spontaneous and induced exploratory activity fol-
lowed by selection; e.g. by exercising attentional skills enabling one to select objects of attention, switch
attention, and maintain attention.

• Intentionality (aboutness): the ability to form representations or mappings of body, world, action, value
and their relations.

• Integration over time: having working memory, a specious present, an ability to experience duration.
• Flexible evaluative capacity: the ability to evaluate and prioritize categorized inputs, responses and pre-

dictors of valued actions according to their overall physiological effects in varied contexts.
• Agency, including the ability to control and predict environmental contingencies; possession of

object-oriented spatial cognition that requires many degrees of freedom of movement and allows
many motor-affordances leading to voluntary, goal-directed behaviour.

• Registration of self/other and a stable perspective; a sense of body ownership; an ‘ego-centre’.

We have suggested that the evolutionary transition marker of minimal consciousness, which requires
that all these capacities are in place, is unlimited associative learning (UAL): a domain-general, open-
ended, generative, recursive and representational type of associative learning. It enables goal-directed
behaviour that involves representation and recognition of predictive relations between sensory
inputs, actions, outcomes and rewards.

Operationally, UAL requires that the animal is able to:

(i) Discriminate among novel compound patterns of stimuli and actions and attribute differing values
to them. For example: discriminate between perceptual patterns or between action-patterns, and
learn about the adaptive value of new associations. The learned represented patterns are novel:
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they are not reflex-eliciting, nor have they been learned in the past. This requires mapping, percep-
tual and action unification and global accessibility and broadcast.

(ii) Learn about predictive cues or actions even if there is a time gap between the ‘neutral’ complex
stimulus and the reinforcement (the reward or punishment). The formation of such representa-
tions requires working memory and temporal integration.

(iii) Learn to flexibly alter the value of a learned pattern of activity following changes in action-outcome
and outcome-value representations. Learn that action-outcomes and outcome-values can
re-valued. For such learning to occur the reward or punishment value of a particular stimulus
or a particular action cannot be fixed. There must be context-dependent evaluation and prioritiza-
tion of action-representations from a point of view (a sense of self is needed) requiring evaluative
flexibility.

(iv) Manifests ‘second-order’ (cumulative) learning. Once the animal learns a new complex image or a
new pattern of action, these patterns can become themselves associated with new compound pat-
terns, allowing the building up chains of associative links, performing modality transfers, and gen-
eralizing. Cumulative learning requires modifiable, flexible perceptual unification and evaluative
flexibility.

UAL representations instantiate all the capacities in the consensus list and get as close as one can get
(from a third person perspective) to consciousness, which is always first person and private. UAL
points to the function of consciousness. It enables reaching goals that are based on learned representa-
tions of composite perceptions, action-outcomes, motivations and past and present affects/values, all.
In press from a point of view (Ginsburg and Jablonka 2019; Jablonka and Ginsburg 2022, 2023). This
is in line with William James’ suggestion in 1890 that consciousness is ‘a fighter for ends, of which many,
but for its presence, would not be ends at all’ (James 1890, 141, his emphasis); this goes along with
Dickinson’s and Balleine’s view that ‘It is only with the evolution of intentional control of goal-directed
action that there is a function for the feelings and affective reactions elicited by motivationally significant
events, that of grounding the assignment of value to the outcomes of action in biologically relevant pro-
cesses’ (Dickinson and Balleine 2000, 200).

The capacity for UAL is testable in extant organisms. A hundred and fifty years of studying animal
learning suggests that some mollusks, some arthropods and most vertebrates6 have the capacity for UAL.
(We have, meagre information about learning capacity in most other animal phyla, and within all phyla
only a minority of species were tested.) UAL probably evolved independently in these 3 phyla and was
probably lost in certain groups such as some parasitic arthropods. Since animals exhibiting UAL have
dedicated brain structures that support the capacity for integration, action representation, memory for
composites and prioritization of values, and since these structures can be identified in extant and (some-
times) fossil organisms, we can get an idea not only which additional animals have UAL, but also when
UAL, and by implication minimal consciousness, first appeared. The fossil record suggests that two of
the three animal groups that show the brain structures supporting UAL first appeared in the Cambrian,
542 MYA: the arthropods and vertebrates, and that 250 MYA later, UAL and the brain structures
instantiating it appeared in the coleoid cephalopods (octopus, squid cuttlefish).

If one accepts this view, the animals belonging to these groups have to be considered as moral
patients, and welfare-affect considerations, minimally the minimization of pain, should be applied to
them. The recent document written by Birch et al. (2021), which offers partially overlapping criteria
that are focused on the ability to experience pain, goes in this direction. According to this document
and the act it is now based on it, welfare considerations, which at present are confined to vertebrates,
should be extended to decapod crustaceans (an order of invertebrate animals of the crustacean subphy-
lum containing around 15,000 species, including the true crabs, lobsters, crayfish, and true shrimps) and
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to the cephalopods (a class of around 750 species in the mollusk phylum, including all species of
octopus, squid, cuttlefish and nautilus). It is important to stress that we lack information about other
animal groups, so all the current suggestions are open to changes. It should also be noted that if
UAL rather than Birch’s pain-focused list is chosen as a criterion of sentience, species from additional
arthropods groups (such as the hymenoptera, which include bees, and the blattodea, which include
cockroaches) should be included in the extended welfare bill.7

If UAL is accepted as a positive marker of sentience, it can tell us which biological organisms are
sentient but it cannot tell us which are not sentient. Nevertheless, if an organism lacks most UAL cap-
acities it is unlikely to be sentient in any sense we can recognize and understand. Organisms like bacteria,
fungi and plants are unlikely to be sentient because there is no indication that they have anything like
UAL and the sentience-indicating capacities that underlie it (Ginsburg and Jablonka 2020a). Similarly,
ecosystems, institutions, groups and even super-organisms like termitaries are not sentient according
to this view (although individual termites may well be sentient in some very limited sense).8 This
does not mean that we have no moral obligations towards ecosystems and their non-sentient inhabi-
tants. But the well-being of these systems, is, as I see it, second-order well-being, which depends
both on their network structure which includes sentient beings, and on our symbolic, human, moral
and aesthetic judgments.

Extended welfare and extended ethics

How our practices – at the personal, institutional and political level – need to change once we rec-
ognize the sentience of an increasing number of species is a hotly debated question and its discus-
sion is beyond the scope of this paper. What is clear is that just as research on epigenetic inheritance
has extended our moral duties, so do animal consciousness studies. They extend our first-order,
welfare-based moral duties further than we thought into the animal realm. It is not enough for
the science of welfare to recognize that many animals are sentient beings. It is obvious that the con-
sciousness/sentience of a crab, a roach, an octopus, a dog and a human are different and that these
differences have welfare implications. The social needs of these animals are very different. Only for
the human animal is the denial of the right to access higher education (something the Taliban denies
girls) devastating.

We clearly need qualifications. Birch, Schnell, and Clayton (2020) suggest that consciousness
varies and each species has its own unique consciousness profile. They list five dimensions of
consciousness:

(i) Perceptual richness: the modality specific degree of perceptual discrimination that depends on the
amount of content, fineness of discrimination, and categorization-levels of percepts;

(ii) Evaluative richness: the varieties of positively and negatively valenced, motivating states associated
with emotions and drives, which can have different levels of richness and fineness;

(iii) Integration at a time: the unity of experience at any single moment, including the perceptual unity
within and between modalities (a unimodal or multimodal gestalt rather than a perceptual
mosaic) and perspectival unity or disunity (as in split-brain humans, and possibly octopuses);

(iv) Integration across time: the ability to perceive continuous movement rather than snapshots, judge dur-
ation, realize when events happened and in what temporal sequence, and perform mental time
travel into the past and the future;

(v) Self-consciousness: The ability to register the distinction between self and the world, realizing the con-
tinuity of one’s bodily and experiential self in time and space, and the ability for reflective
consciousness.
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These five consciousness dimensions correspond to some of the minimal consciousness-
characterizing capacities that we suggested. We would like to add an additional dimension,
which we believe is as fundamental, that of agency:

(vi) Agency: How many action-affordances are there? How much motor, attentional and emotional
control does the animal require and have over its actions and over the active choice of its condi-
tions of life?

All these aspects of sentience and cognition are functionally related. But let us focus here on agency:
we believe that already in minimally conscious animals will it be possible to recognize an inherent affect-
ive value of the need for agency, an emotion that Jaak Panksepp called the basic emotion of seeking, of
what we recognize as curiosity (Panksepp 2011). It is based on the inherent and intrinsic variability-
creating activity apparent at all levels of life, such as biochemical reactions within the cell (including
mutations, and epimutations), exploratory behaviour of roots searching for water, the motor behaviour
of all animals, the imaginative roaming of some animals and of humans. There is a fundamental differ-
ence between living, exploring organisms and human-designed abiotic machines: only living organisms
that are made of ‘soft’, highly sensitive and responsive materials, which make their existence precarious,
have intrinsic, open-ended plasticity that enable their survival. The variations generated by the flux of
material and energy in living organisms are shaped though processes of differential stabilization that
either return the system to a previous state of stability (homeostasis), or shift development onto alter-
native developmental trajectories that lead to a new stable state. All living beings can be described as
dynamic networks with a default inner turbulent state, which is necessary for the generation of patterns
and structures that can undergo selection-evolution at different levels (genetic and epigenetic in all
organisms, behavioural in some and symbolic-cultural in humans). The prevalent ascription of the
machine metaphor to non-sentient living organisms is deeply flawed and misleading.9 The difference
between the living mode of being and the non-living mode of being is as great as that between non-
sentient living beings and sentient ones (Ginsburg and Jablonka 2019, 2020b).

In neural organisms, especially animals with UAL, developmental plasticity is closely linked with
learning, and in many animals it is linked with play (which involves learning). Animals never cease learn-
ing. The capacity for learning is itself positively selected: the more you can learn (anything and every-
thing) the fitter you are because knowledge and fitness are related. Aristotle pointed this out long ago:
‘All men by nature desire to know. An indication of this is the delight we take in our senses; for even
apart from their usefulness they are loved for themselves; and above all others the sense of sight. […]
The reason is that this, most of all the senses, makes us know and brings to light many differences
between things’ (Aristotle 1984, Metaphysics 1.1-6). Nicholas Humphrey has likewise highlighted the
pleasurable feeling of the animal’s active, exploring, living body, making the animal desire to care for
its survival, do everything it takes to go on living (Humphrey 2011, 2022).

The positive emotive value of knowledge and agency is beginning to receive more attention in animal
welfare science (Browning and Veit 2021). The need for agency is most apparent when animals are
deprived of exploration and a sense of agency, as the case of imprisoned mules and imprisoned
humans, and as many experimental studies on the humble rat show. But there is more to the need
for agency than the need to play and be liberated from deprivation. Agency includes the need for
control. Rats prefer signalled (preceded by a predicted cue) rather than un-signalled (and hence non-
predictable) electric shocks, even when the predicted shock is four to nine times longer and two to
three times stronger than the unpredictable shock (Badia, Culbertson, and Harsh 1973; these and
similar experiments are discussed in Bassett and Buchanan-Smith 2007). The inherent affective value of
the sense of control that often incudes exploration is contextualized as a sense of agency and
self-efficacy, and can take extremes forms in cultures like the Wari’ and the Jivaro (discussed by Taylor
and Vilaça in this issue), overwhelming other fundamental needs such as the need for personal safety.
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When thinking about animals’ felt needs, and especially about human needs, what strikes us is the vari-
ability not only in how basic needs are satisfied, but also how very context-dependent and plastic is the
feeling itself, the trade-offs among felt needs, and in humans, the dominant role of cultural construction.
However, in spite of this variability it is possible to categorize types of consciousness in terms of levels. In
addition to non-conscious living beings to whom we extend only physiological criteria of welfare (health,
flourishing), we recognize three broad levels of consciousness that have implications for welfare:

(i) Minimally consciousness, which is attributed, according to the UAL theory described in the previous
section, to many animal species (vertebrates, several groups of arthropods and cephalopods).
Welfare considerations based on this notion focus on the avoidance of pain, anxiety and fear,
and the satisfaction of basic physiological, nutritional, social and ecological needs that contribute
to health and flourishing.

(ii) Imaginative consciousness, the experiencing of the virtual worlds of the past and the future, which
is attributed to a smaller number of species such as ravens, elephants, dolphins and apes
(Zacks, Ginsburg, and Jablonka 2022). For these animals, welfare considerations have to
include the additional dimensions of emotionally-loaded episodic memories and future possi-
bilities, which can lead, when the animals are traumatized, to mental pathologies such as PTSD
(McMillan 2020).

(iii) Symbolic consciousness, which as far as we know is specific to humans. Humans were aptly called the
symbolic species by Ernst Cassirer (1944) and we (Ginsburg and Jablonka 2022) called the emer-
gence of our species, which is guided by a new set of values and goals (the just, the good, the true,
the beautiful), the symbolic explosion. Symbolic meanings are entangled with every aspect of human
life, from what we eat to where we dwell. They enormously extend and modify the dimensions
of human well- and ill-being. Art, science and philosophy, including moral philosophy,10 are the
magnificent expressions of our unique symbolically-saturated life.

The symbolic explosion

Different aspects of human, symbolically embedded well- and ill-being are explored in this volume.
I have used a developmental, cultural-evolutionary perspective to discuss the epigenetic underpin-
nings and long-term effects of some human experiences. This developmental approach can be seen
as belonging to the ambitious cultural-historical psychology project that was outlined by Vygotsky
and those of his school, who tried to unite the study of the human mind, brain and culture, and to
explain human consciousness (del Río and Álvarez 2021). The study of words and linguistic abilities
more generally were central to this project: Vygotsky believed that the peculiarities of child devel-
opment, mental pathologies in children and adults and humans’ potential for increased freedom
can be best studied by using language-development and usage, although he recognized that
meaning and sense-making cannot be fully captured by language. He was, however, aware that
humans not only have the ability to enjoy new extended aspects of freedom and well-being but
that they also pay a high price for their greatly expanded linguistically-embedded mentality
(Zavershneva 2014). Indeed, the Diagnostic and Statistical Manual of Mental Disorders
(DSM-5) gives some idea of the enormous, and, it seems, expanding, range of the mental ills of
humans, many of which make sense only within the context of our idiosyncratic symbolic, linguistic
and consciousness.11

Language shapes human emotions, perceptions and memory. The therapeutic effects of psycho-
analysis show the power of symbolic language to alter the neurophysiology of the brain. In a somewhat
counter-intuitive way this may be related to the emotional and perceptual-memory price humans pay for
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the gift of language. Language, which can be functionally characterized as a technology for the instruc-
tion of imagination (Dor 2015), cannot operate without considerable emotional control. We cannot
understand, for example, the ubiquity and scope of the human lie, of politeness, and of the ability to
listen without acting out exciting and horrible stories, without considering the emotional control inter-
locutors must exercise. We know that language affects perceptual memory: it leads to ‘verbal oversha-
dowing’, in which events that are linguistically described lead to degraded perceptual memory of these
very events. People who describe a burglar in words are, for example, less likely to identity him in a
police lineup. It is plausible that encouraging traumatized humans to describe their experience in
words, as in therapies such as psychoanalysis, schematizes their rich traumatic experiences and triggers
the inhibition of emotions and the perceptual memory of the traumatic event, thus contributing to the
positive effects of this ‘speech-therapy’ on mental health.12 Language also has, of course, emotionally
(controllable) exciting effects. It can lead to extended empathetic understanding of others, including sen-
tient animals, but it can also lead to harmful manipulations of both emotions and memory, something
that psychopaths and some politicians excel at.

The symbolic dimension also enables ill-being and well-being to be decoupled from some physio-
logical measures. Handicapped people, for example, can live rich, enjoyable and meaningful life,
while people who seem to have every material and physiological advantage may be suicidal. We
clearly have to be pluralists about humans’ well-being, but we also have to acknowledge the basic
needs that we share with other animals. The need for subsistence, social integration, agency and auton-
omy are basic at the individual and group levels in both humans and non-human social animals, even
though individual humans can inhibit some of them in special circumstances (as do hermits who choose
to live alone in the desert). Some needs – for education, for political participation, for intellectual and
artistic immersion – are unique to us humans. In fact, the contents and the ways of satisfying even our
most basic needs involve cultural construction.

Technology, which is one of the material expressions of our symbolic existence, extends the contents of
social integration, autonomy and agency of our species far beyond what these needs mean for other
tool-using animals. We are natural cyborgs (biological-technological hybrids), as Andy Clark (2004) put
it. Since we began to manufacture complex material tools and develop new communication, memory
and classification technologies, our mentality has become extended to accommodate the technologies we
develop, which amplify and add to our senses, our actions, our emotions and the free play of our imagination
(McCarty 2023). However, these technologies can also constrain our imagination and can even suppress
certain aspects of emotions and cognition, making us increasingly dependent, even addicted to them.13

The machine–human interfaces that are developing at an exponential rate today are redefining our
mental needs and self-image (Ishiguro 2020), reshaping our notion of well-being and may generate
novel hybrid biological beings to whom we may need to extend moral considerations. The possibility
of sentient robots, is, I think, further removed (Bronfman, Ginsburg, and Jablonka 2021), but the pos-
sibility cannot be ignored and it raises serious moral concerns (Metzinger 2013). The range and scope of
well-being in our age is strongly bound with the technologies we develop. The great worry is that if their
development continues to go unchecked these technologies will promote neo-feudalism by creating a
symbolic space that will allow new means of subjugation and exploitation. Though we have little
idea what future trans-human consciousness may be like, we can already see how these cooperative-
technological endeavors may turn against us.

Second-order well-being

The trans-generational epigenetic aspects of well-being and the realization that the physical and mental
well-being of non-human animals is a moral issue, depend on both local and global political decisions,
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which so far have been relentlessly leading, in spite of mounting protests, to increasing ecological and
moral devastation. The second-order well-being of our ecosystem is acknowledged to be the most
urgent and burning issue (metaphorically and non-metaphorically) of the twenty-first century.
Hundreds of millions of people on the planet suffer malnutrition, water, food and soil poisoning,
climate extremities, physical and mental brutality, wars and many types of subjugation, which result
from perverted use of planetary support systems that are treated as resources. In addition, billions
of sentient, helpless animals are suffering unimaginably through the practices of mainstream food indus-
tries, and billions of others are dying as a result of unprecedented, human-made ecological habitat
destruction. Our geological era which is shaped by the effects of the symbolic explosion is aptly
called the ‘Anthropocene’. There is a scientific consensus that we are in the midst of a sixth mass extinc-
tion leading to an ecological and social apocalypse (https://ipbes.net/news/special-report).

The physical and mental well-being of humans and animals is bound to the second-order welfare of
the entire planet. There is a huge body of theoretical and empirical work that explores the interrelation
of the parts or elements to the functioning of the global planetary system. The analysis of these inter-
relations, their history and the pathological power-dynamics that have led to the present dire state of the
planet and its inhabitants is far beyond the scope of this paper. Kate Raworth’s ‘doughnut of social and
planetary boundaries’ (Raworth 2018 is a useful visual depiction of the interactions between human
needs and planetary parameters that define spaces of well- and ill-being) (see https://www.
kateraworth.com/doughnut/). I end with her simple and wise words:

‘Humanity’s 21st century challenge is to meet the needs of all within the means of the planet. In other words,
to ensure that no one falls short on life’s essentials (from food and housing to healthcare and political voice),
while ensuring that collectively we do not overshoot our pressure on Earth’s life-supporting systems, on
which we fundamentally depend – such as a stable climate, fertile soils, and a protective ozone layer. The
Doughnut of social and planetary boundaries is a playfully serious approach to framing that challenge,
and it acts as a compass for human progress this century.

The environmental ceiling consists of nine planetary boundaries, as set out by Rockstrom et al.,14 beyond
which lie unacceptable environmental degradation and potential tipping points in Earth systems. The
twelve dimensions of the social foundation are derived from internationally agreed minimum social stan-
dards, as identified by the world’s governments in the Sustainable Development Goals in 2015. Between
social and planetary boundaries lies an environmentally safe and socially just space in which humanity
can thrive’. (Kate Raworth Exploring doughnut economic https://www.kateraworth.com/doughnut/)

The doughnut image triggers some interrelated questions: How did the cultural evolution of humans
lead to the current, ecologically and socially ever-increasing vicious circles? What currently prevents our
symbolic cooperative species from entering into the just space in which humanity can thrive? How can
we accommodate, in a global world, where people interact and mingle, different types of thriving that are
based on different views and experiences of the world and of well-being? How can we escape the vicious
circles that recruit our enormous cooperative potential to benefit only a thin layer of society and
condemn most humans and other sentient beings to misery?

What is clear is that it is not lack of resources that is preventing solutions. The economical-political
ideology that regards economic growth as an ultimate value is at the core of the problem. Strathern (this
issue) discusses the valorization of life and the disastrous notion that identifies life itself with growth that
is so prevalent that it seems self-evident. She presents an alternative notion, that of regeneration, which
highlights perpetuation and sustainability and requires the coupling of individual, lineage and group life-
cycles, where trade-offs, restrictions of growth, decline and death, are all inherent. This is an aspect of a
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systems-view of the planetary system that resonates with notions of well-being that envisage humans as
elements and nodes in a global web of life, and that needs to be developed within the framework of the
global, human-dominated planetary system of the twenty-first century.
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Notes

1. See also https://en.wikipedia.org/wiki/Manfred_Max-Neef%27s_Fundamental_human_needs.
2. There are many additional, often interacting routes of this mode of transmission that do not involve modifica-

tions in the germ line. Marion Lamb and I called this mode of transmission ‘soma-to-soma transmission’ and it
is also known as ‘intergenerational inheritance’ to distinguish it from transgenerational inheritance that does
involve gametic modification (for reviews and discussion see Jablonka and Raz 2009; Perez and Lehner
2019). The transmission of the microbiome is one such route that is now receiving a lot of attention. In all
cases transmission involves ontogenetically-reconstructed epigenetic modifications in the somatic cells of
the receiver.

3. Other male contribution includes factors transmitted through the seminal fluid in the ejaculate. The contribu-
tion of these factors to the offspring phenotypes can be evaluated by using IVF (for a review see Evans et al.
2019).

4. I thank Marilyn Strathern for gently raising this concern.
5. The characterizing hallmarks of life according to Gánti are: maintenance of a boundary separating the entity

from its environment; metabolism; dynamic persistence; information storage; regulation of the internal milieu;
growth; reproduction; death. If we meet a being with these characteristics on another planet, most scientists
would agree that it is alive.

6. Mollusks: a phylum that that includes snails, slugs, octopuses; arthropods: a phylum that includes insects, crus-
taceans, spiders and myriapods; vertebrates: a phylum that include fish, frogs, reptiles, birds and mammals.

7. I expect these groups will be included in the bill once the relevant pain-related aspects are investigated.
8. The level of cohesion and coordination in a termitary is amazing and has been described in compelling manner

by Eugène Marais, in ‘The soul of the white ant’, which was first published in English in 1937. The level of
cohesion of this superorganism may be described in cognitive terms (Turner 2011), though not in terms of
sentience. I am grateful to Piers Vitebsky for suggesting that I read Marais’ book and address this question.

9. For detailed discussion of the machine metaphor see Nicholson (2013). Riskin (2016) discusses a living-like
notion of machine.

10. Morality and virtue are symbolic notions, and a discussion of the origins of human morality within an evolu-
tionary, cultural and historical context should be part of a comprehensive discussion of well-being. This subject
has received massive scholarly attention. Unfortunately I cannot discuss it within the scope of this article.

11. The DSM categorizations are not without problems, as Hacking (1995) shows. It should be noted that many of
the pathologies described in DSM-5 are shared by non-verbal humans and by some animals.

12. I am grateful to Aparecida Vilaça for leading, through a good question, to this suggestion.
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13. The effects of current AI-based technologies on imagination and the sense of self and agency is a vast area of
research and speculation, which goes beyond the scope of this paper. On internet addiction see: https://web.
archive.org/web/20220708213948/https:/www.psycom.net/iadcriteria.html.

14. Steffen et al. (2015); see also https://stockholmresilience.org/research/planetary-boundaries.html (27/8/23).

References

Aoued, Hadj S., Soma Sannigrahi, Nandini Doshi, Filomene G. Morrison, Hannah Linsenbaum, Sarah C. Hunter,
Hasse Walum, et al. 2018. “Reversing Behavioral, Neuroanatomical, and Germline Influences of
Intergenerational Stress.” Biological Psychiatry 85 (3): 248–56. https://doi.org/10.1016/j.biopsych.2018.07.028.

Aristotle. 1984. “Metaphysics, Book 1.” In The Complete Works of Aristotle The Revised Oxford Translation, edited by
Barnes, Jonathan. Vol. 2. Princeton: Princeton University Press.

Badia, Pietro, Stuart Culbertson, and John Harsh. 1973. “Choice of Longer or Stronger Signalled Shock Over
Shorter or Weaker Unsignalled Shock.” Journal of the Experimental Analysis of Behavior 19 (1): 25–32. https://
doi.org/10.1901/jeab.1973.19-25.

Bassett, Lois, and Hannah M. Buchanan-Smith. 2017. “Effects of Predictability on the Welfare of Captive Animals.”
Applied Animal Behaviour. Science 102(3-4): 223–245. https://doi.org/10.1016/j.applanim.2006.05.029.

Benito, Eva, Cemil Kerimoglu, Binu Ramachandran, Tonatiuh Pena-Centeno, Gaurav Jain, Roman Manuel Stilling,
Md Rezaul Islam, et al. 2018. “RNA-Dependent Intergenerational Inheritance of Enhanced Synaptic Plasticity
After Environmental Enrichment.” Cell Reports 23 (2): 546–54. https://doi.org/10.1016/j.celrep.2018.03.059.

Birch, Jonathan, Charlotte Burn, Alexandra Schnell, Heather Browning, and Andrew Crump. 2021. “Review of the
Evidence of Sentience in Cephalopod Molluscs and Decapod Crustaceans.” https://www.lse.ac.uk/News/
News-Assets/PDFs/2021/Sentience-in-Cephalopod-Molluscs-and-Decapod-Crustaceans-Final-Report-
November-2021.pdf.

Birch, Jonathan, Simona Ginsburg, and Eva Jablonka. 2020. “Unlimited Associative Learning and the Origins of
Consciousness: A Primer and Some Predictions.” Biology & Philosophy 35 (6): 1–23. https://doi.org/10.1007/
s10539-020-09772-0

Birch, Jonathan, Simona Ginsburg, and Eva Jablonka. 2021. “The Learning-Consciousness Connection.” Biology &
Philosophy 36 (5): 1–14. https://doi.org/10.1007/s10539-021-09802-5

Birch, Jonathan, Alexandra K Schnell, and Nicola S. Clayton. 2020. “Dimensions of Animal Consciousness.” Trends
in Cognitive Sciences 24: 789–801. https://doi.org/10.1016/j.tics.2020.07.007

Blaze, Jennifer, and Tania L. Roth 2013. “Epigenetic Mechanisms in Learning and Memory.” Wiley Interdisciplinary
Reviews of Cognitive Science 4: 105–15. https://doi.org/10.1002/wcs.1205.

Bronfman, Zohar Z., Simona Ginsburg, and Eva Jablonka. 2021. “When Will Robots be Sentient?” Journal of
Artificial Intelligence and Consciousness 8 (2): 183–203. https://doi.org/10.1142/S2705078521500168

Browning, Heather. 2020. “If I Could Talk to the Animals: Measuring Subjective Animal Welfare.” PhD diss.,
Australian National University. https://doi.org/10.25911/5f1572fb1b5be.

Browning, Heather, and Walter Veit. 2021. “Freedom and Animal Welfare.” Animals 11: 1148. https://doi.org/10.
3390/ani11041148.

Cassirer, Ernst. 1944. An Essay on Man: An Introduction to a Philosophy of Human Culture. New Haven, CT: Yale
University Press.

Champagne, Frances A., and Emilie F. Rissman 2011. “Behavioral Epigenetics: A New Frontier in the Study of
Hormones and Behavior.” Hormones and Behavior 59: 277–8. https://doi.org/10.1016/j.yhbeh.2011.02.011.

Clark, Andy. 2004. Natural-Born Cyborgs: Minds, Technologies, and the Future of Human Intelligence. Oxford, UK: Oxford
University Press.

Crane, Stephen. 1894. In the Depth of a Coal Mine. McCLURE'S MAGAZINE, Vol. III. AUGUST, 1894. No. 3.
https://ehistory.osu.edu/exhibitions/gildedage/content/CraneDepths

Dawkins, Marian Stamp. 1998. “Evolution and Animal Welfare.” The Quarterly Review of Biology 73 (3): 305–28.
del Río, Pablo, and Amelia Álvarez. 2021. “Cultural Historical Psychology and the Reset of History.” Integrative

Psychological and Behavioral Science 55: 708–18. https://doi.org/10.1007/s12124-021-09649-1.

Jablonka 77

https://web.archive.org/web/20220708213948/https:/www.psycom.net/iadcriteria.html
https://web.archive.org/web/20220708213948/https:/www.psycom.net/iadcriteria.html
https://web.archive.org/web/20220708213948/https:/www.psycom.net/iadcriteria.html
https://stockholmresilience.org/research/planetary-boundaries.html
https://stockholmresilience.org/research/planetary-boundaries.html
https://doi.org/10.1016/j.biopsych.2018.07.028.
https://doi.org/10.1016/j.biopsych.2018.07.028.
https://doi.org/10.1901/jeab.1973.19-25.
https://doi.org/10.1901/jeab.1973.19-25.
https://doi.org/10.1901/jeab.1973.19-25.
https://doi.org/10.1016/j.applanim.2006.05.029
https://doi.org/10.1016/j.celrep.2018.03.059.
https://doi.org/10.1016/j.celrep.2018.03.059.
https://www.lse.ac.uk/News/News-Assets/PDFs/2021/Sentience-in-Cephalopod-Molluscs-and-Decapod-Crustaceans-Final-Report-November-2021.pdf
https://www.lse.ac.uk/News/News-Assets/PDFs/2021/Sentience-in-Cephalopod-Molluscs-and-Decapod-Crustaceans-Final-Report-November-2021.pdf
https://www.lse.ac.uk/News/News-Assets/PDFs/2021/Sentience-in-Cephalopod-Molluscs-and-Decapod-Crustaceans-Final-Report-November-2021.pdf
https://www.lse.ac.uk/News/News-Assets/PDFs/2021/Sentience-in-Cephalopod-Molluscs-and-Decapod-Crustaceans-Final-Report-November-2021.pdf
https://doi.org/10.1007/s10539-020-09772-0
https://doi.org/10.1007/s10539-020-09772-0
https://doi.org/10.1007/s10539-021-09802-5
https://doi.org/10.1016/j.tics.2020.07.007
https://doi.org/10.1002/wcs.1205.
https://doi.org/10.1002/wcs.1205.
https://doi.org/10.1142/S2705078521500168
https://doi.org/10.25911/5f1572fb1b5be.
https://doi.org/10.25911/5f1572fb1b5be.
https://doi.org/10.3390/ani11041148.
https://doi.org/10.3390/ani11041148.
https://doi.org/10.3390/ani11041148.
https://doi.org/10.1016/j.yhbeh.2011.02.011
https://ehistory.osu.edu/exhibitions/gildedage/content/CraneDepths
https://doi.org/10.1007/s12124-021-09649-1.
https://doi.org/10.1007/s12124-021-09649-1.


Dias, Brian G., and Kerry J. Ressler 2014. “Parental Olfactory Experience Influences Behavior and Neural
Structure in Subsequent Generations.” Nature Neuroscience 17: 89–96. https://doi.org/10.1038/nn.
3594.

Dickinson, Anthony, and Bernard W. Balleine 2000. “Causal Cognition and Goal-Directed Action.” InVienna Series
in Theoretical Biology. The Evolution of Cognition, edited by Cecila Heyes, and Ludwig Huber, 185–204. Cambridge,
MA: MIT Press.

Dor, Daniel. 2015. The Instruction of Imagination: Language as a Social Communication Technology. Oxford: Oxford
University Press.

Espeso-Gil, Sergio, Aliaksei Z. Holik, Sarah Bonnin, Shalu Jhanwar, Sandhya Chandrasekaran, Roger Pique-Regi,
Júlia Albaigès-Ràfols, et al. 2021. “Environmental Enrichment Induces Epigenomic and Genome Organization
Changes Relevant for Cognition.” Frontiers in Molecular Neuroscience 14: 664912. https://doi.org/10.3389/fnmol.
2021.664912.

Evans, Jonathan P., Alastair J. Wilson, Andrea Pilastro, and Francisco Garcia-Gonzalez. 2019. “Ejaculate-Mediated
Paternal Effects: Evidence, Mechanisms and Evolutionary Implications.” Reproduction 157 (4): R109–26.
https://doi.org/10.1530/REP-18-0524.

Franklin, Tamara B., Holger Russig, Isabelle C. Weiss, Johannes Gräff, Natacha Linder, Aubin Michalon,
Sandor Vizi, and Isabelle M. Mansuy 2010. “Epigenetic Transmission of the Impact of Early Stress Across
Generations.” Biological Psychiatry 68: 408–15. https://doi.org/10.1016/j.biopsych.2010.05.036

Fraser, David, Daniel M. Weary, Edmond A. Pajor, and Barry N. Milligan 1997. “A Scientific Conception of
Animal Welfare That Reflects Ethical Concerns.” Animal Welfare 6 (3): 187–205. https://doi.org/10.1017/
S0962728600019795

Gánti, Tibor. 2003. The Principles of Life, with a Commentary by James Griesemer and Eörs Szathmáry. Oxford and New
York: Oxford University Press.

Gapp, Katharina, Johannes Bohacek, Jonas Grossmann, Andrea M. Brunner, Frances Nanni, and Isabelle
M. Mansuy 2016. “Potential of Environmental Enrichment to Prevent Transgenerational Effects of Paternal
Trauma.” Neuropsychopharmacology 41 (11): 2749–58. https://doi.org/10.1038/npp.2016.87.

Gapp, Katharina, Ali Jawaid, Peter Sarkies, Johannes Bohacek, Pawel Pelczar, Julien Prados, Laurent Farinelli, et al.
2014. “Implication of Sperm RNAs in Transgenerational Inheritance of the Effects of Early Trauma in Mice.”
Nature Neuroscience 17 (5): 667–9. https://doi.org/10.1038/nn.3695.

Ginsburg, Simona, and Eva Jablonka. 2015. “The Teleological Transitions in Evolution: AGántian View.” Journal of
Theoretical Biology 381: 55–60. https://doi.org/10.1016/j.jtbi.2015.04.007.

Ginsburg, Simona, and Eva Jablonka. 2019. The Evolution of the Sensitive Soul: Learning and the Origins of Consciousness.
MA: MIT Press.

Ginsburg, Simona, and Eva Jablonka. 2020a. “Sentience in Plants: A Green Red Herring?” Journal of Consciousness
Studies 28 (1-2): 17–34.

Ginsburg, Simona, and Eva Jablonka. 2020b. “Consciousness as a Mode of Being.” Journal of Consciousness Studies
27 (9-10): 148–62.

Ginsburg, Simona, and Eva Jablonka. 2022. Picturing the Mind: Consciousness Through the Lens of Evolution. Anna
Zeligowski (art). MA: MIT Press.

Grouzet, Frederick M. E., and Elliott S. Lee 2014. “Ecological Well-Being.” In Encyclopedia of Quality of Life and
Well-Being Research, edited by Alex C. Michalos, 1784–7. Dordrecht: Springer.

Hacking, Ian. 1995. Rewriting the Soul: Multiple Personality and the Sciences of Memory. Princeton: Princeton University
Press.

Humphrey, Nicholas. 2011. Soul Dust: The Magic of Consciousness. Princeton University Press.
Humphrey, Nicholas. 2022. Sentience. The Invention of Consciousness. Oxford: Oxford University Press.
Ishiguro, Hiroshi. 2020. How Human is Human? The View From Robotics Research. Japan Publishing Industry

Foundation for Culture.
Jablonka, Eva. 2004. “Epigenetic Epidemiology.” International Journal of Epidemiology 33 (5): 929–35. https://doi.

org/10.1093/ije/dyh231
Jablonka, Eva, and Simona Ginsburg. 2022. “Learning and the Evolution of Conscious Agents (Target Article).”

Biosemiotics 15 (3): 401–37. https://doi.org/10.1007/s12304-022-09501-y.

78 Interdisciplinary Science Reviews 49(1)

https://doi.org/10.1038/nn.3594.
https://doi.org/10.1038/nn.3594.
https://doi.org/10.1038/nn.3594.
https://doi.org/10.3389/fnmol.2021.664912.
https://doi.org/10.3389/fnmol.2021.664912.
https://doi.org/10.3389/fnmol.2021.664912.
https://doi.org/10.1530/REP-18-0524.
https://doi.org/10.1530/REP-18-0524.
https://doi.org/10.1016/j.biopsych.2010.05.036
https://doi.org/10.1017/S0962728600019795
https://doi.org/10.1017/S0962728600019795
https://doi.org/10.1038/npp.2016.87.
https://doi.org/10.1038/npp.2016.87.
https://doi.org/10.1038/nn.3695.
https://doi.org/10.1038/nn.3695.
https://doi.org/10.1016/j.jtbi.2015.04.007.
https://doi.org/10.1016/j.jtbi.2015.04.007.
https://doi.org/10.1093/ije/dyh231
https://doi.org/10.1093/ije/dyh231
https://doi.org/10.1007/s12304-022-09501-y.
https://doi.org/10.1007/s12304-022-09501-y.


Jablonka, Eva, Simona Ginsburg. 2023. “From Teleonomy to Mentally-Driven Goal-Directed Behavior:
Evolutionary Considerations.” In Evolution ‘On Purpose’: Teleonomy in Living Systems, edited by P. Corning,
et al., 119–40. Cambridge, MA: MIT Press.

Jablonka, Eva, and Marion J. Lamb 2005/2014. Evolution in Four Dimensions. Genetic, Epigenetic, Behavioral and Symbolic
Variation in the History of Life. 2nd ed. 2014. Massachusetts: MIT Press.

Jablonka, Eva, and Mairon J. Lamb 2020. Inheritance Systems and the Extended Evolutionary Synthesis. Cambridge:
Cambridge University Press.

Jablonka, Eva, and Gal Raz. 2009. “Transgenerational Epigenetic Inheritance: Prevalence, Mechanisms, and
Implications for the Study of Heredity and Evolution.” The Quarterly Review of Biology 84 (2): 131–76. https://
doi.org/10.1086/598822

James, William. 1890. The Principles of Psychology. New York: Dover Publications.
Kaye, Jeffrey S. 2009. “Isolation, Sensory Deprivation, and Sensory Overload: History, Research, and Interrogation

Policy From the 1950s to the Present Day.”National Law Guild Review 66 (2): 1-64. https://archive.org/stream/
IsolationSensoryDeprivationAndSensoryOverload_20171016/Isolation%20Sensory%20Deprivation%20and
%20Sensory%20Overload_djvu.txt

Larkin, Philip 1971. “This Be the Verse” In Collected Poems. 2001. New York: Farrar Straus and Giroux.
Marais, Eugene. 1937. The Soul of the White Ant. Dminoz. Re-published: London: Penguin Books Ltd, 1973.
Max-Neef, Manfred, Antonio Elizalde, Martin Hopenhayn, Felipe Herrera, Hugo Zemelman, Jorge Jataba, and

Luis Weinstein. 1989. “Human Scale Development: An Option for the Future.” Development Dialogue 1:
7–82.

McCarty, Willard. 2023. “Pursuing a Combinatorial Habit of Mind and Machine.” In On Making in the Digital
Humanities: The Scholarship of Digital Humanities Development in Honour of John Bradley, edited by
Julianne Nyhan, Geoffrey Rockwell, Stéfan Sinclair, and Alexandra Ortolja-Baird, 251–66. London:
UCL Press.

McGowan, Patrick O. 2013. “Epigenomic Mechanisms of Early Adversity and HPA Dysfunction: Considerations
for PTSD Research.” Frontiers in Psychiatry 4: 110. https://doi.org/10.3389/fpsyt.2013.00110.

McGowan, Patrick O. 2022. “The Role of Maternal Factors in Epigenetic Programming of Neurodevelopment.”
The FASEB Journal 36 (S1). https://doi.org/10.1096/fasebj.2022.36.S1.0I114.

McMillan, Franklin D. 2020. “The Mental Health and Well-Being Benefits of Personal Control in Animals.” In
Mental Health and Well-Being in Animals, edited by D. Franklin McMillan. 2nd ed., 1–7. UK: CABI.

McMillan, Franklin D., ed. 2020. Mental Health and Well-Being in Animals. 2nd ed. UK: CABI.
Mehta, Divya, Elise S. Pelzer, Dagmar Bruenig, Bruce Lawford, Sarah McLeay, Charles P. Morris, John N. Gibson,

et al. 2019. “DNA Methylation From Germline Cells in Veterans with PTSD.” Journal of Psychiatric Research 116:
42–50. https://doi.org/10.1016/j.jpsychires.2019.06.001.

Mellor, David J. 2017. “Operational Details of the Five Domains Model and its Key Applications to the Assessment
and Management of Animal Welfare.” Animals 7 (8): 60. https://doi.org/10.3390/ani7080060

Mellor, David J., and Kevin Joseph Stafford. 2008. “Quality of Life: A Valuable Concept or an Unnecessary
Embellishment When Considering Animal Welfare?” The Welfare of Animals – It’s Everyone’s Business. http://
www.daff.gov.au/data/assets/pdf_file/0011/1046495/32-david-mellor.pdf.

Meloni, Maurizio, Tessa Moll, Ayuba Issaka, and Christopher W. Kuzawa 2022. “A Biosocial Return to Race?
A Cautionary View for the Postgenomic Era.” American Journal of Human Biology 34 (7): e23742. https://doi.
org/10.1002/ajhb.23742.

Metzinger, Thomas. 2013. “Two Principles for Robot Ethics.” In Robotik und Gesetzgebung, edited by
Eric Hilgendorf, and Jan-Philipp Günther, 263–302. Baden-Baden: Nomos.

Nestler, Eric J., Catherine J. Peña, Marija Kundakovic, Amanda Mitchell, and Schahram Akbarian. 2016.
“Epigenetic Basis of Mental Illness.” The Neuroscientist 22 (5): 447–63. https://doi.org/10.1177/107385841
5608147.

Nicholson, Dan. 2013. “Organisms≠Machines.” Studies in History and Philosophy of Science Part C: Studies in History and
Philosophy of Biological and Biomedical Sciences 44 (4): 669–78. https://doi.org/10.1016/j.shpsc.2013.05.014.

Nussbaum, Martha. 2011. Creating Capabilities: The Human Development Approach. Cambridge, MA: Harvard
University Press.

Jablonka 79

https://doi.org/10.1086/598822
https://doi.org/10.1086/598822
https://archive.org/stream/IsolationSensoryDeprivationAndSensoryOverload_20171016/Isolation%20Sensory%20Deprivation%20and%20Sensory%20Overload_djvu.txt
https://archive.org/stream/IsolationSensoryDeprivationAndSensoryOverload_20171016/Isolation%20Sensory%20Deprivation%20and%20Sensory%20Overload_djvu.txt
https://archive.org/stream/IsolationSensoryDeprivationAndSensoryOverload_20171016/Isolation%20Sensory%20Deprivation%20and%20Sensory%20Overload_djvu.txt
https://doi.org/10.3389/fpsyt.2013.00110.
https://doi.org/10.3389/fpsyt.2013.00110.
https://doi.org/10.1096/fasebj.2022.36.S1.0I114.
https://doi.org/10.1096/fasebj.2022.36.S1.0I114.
https://doi.org/10.1016/j.jpsychires.2019.06.001.
https://doi.org/10.1016/j.jpsychires.2019.06.001.
https://doi.org/10.3390/ani7080060
http://www.daff.gov.au/data/assets/pdf_file/0011/1046495/32-david-mellor.pdf
http://www.daff.gov.au/data/assets/pdf_file/0011/1046495/32-david-mellor.pdf
http://www.daff.gov.au/data/assets/pdf_file/0011/1046495/32-david-mellor.pdf
https://doi.org/10.1002/ajhb.23742.
https://doi.org/10.1002/ajhb.23742.
https://doi.org/10.1002/ajhb.23742.
https://doi.org/10.1177/1073858415608147.
https://doi.org/10.1177/1073858415608147.
https://doi.org/10.1177/1073858415608147.
https://doi.org/10.1016/j.shpsc.2013.05.014.
https://doi.org/10.1016/j.shpsc.2013.05.014.


O’Toole, I Brian, Melanie J. Burton, Alice Rothwell, Sue Outram, Mark Dadds, and Stanely V. Catts. 2017.
“Intergenerational Transmission of Post-Traumatic Stress Disorder in Australian Vietnam Veterans’
Families.” Acta Psychiatr Scand. 135(5): 363–72. https://doi.org/10.1111/acps.12685

Panksepp, Jaak. 2011. “Cross-Species Affective Neuroscience Decoding of the Primal Affective Experiences of
Humans and Related Animals.” PLoS One 6 (9): e21236. https://doi.org/10.1371/journal.pone.0021236.

Perez, Marcos Francisco, and Ben Lehner. 2019. “Intergenerational and Transgenerational Epigenetic Inheritance
in Animals.” Nature Cell Biology 21 (2): 143–51. https://doi.org/10.1038/s41556-018-0242-9.

Pordeus, Vitor. 2017. “Nise da Silveira: Brazilian Pioneer in Art and Transcultural Psychiatry.”November 30, 2022,
https://www.academia.edu/34364588/Nise_da_Silveira_Brazilian_Pioneer_in_Art_and_Transcultural_Psychiatry.

Rahman, Mouly F., and Patrick O. McGowan 2022. “Cell-Type-Specific Epigenetic Effects of Early Life Stress on
the Brain.” Translational Psychiatry 12 (1): 326. https://doi.org/10.1038/s41398-022-02076-9.

Raworth, K. 2018. Doughnut Economics: Seven Ways to Think Like a 21st-Century Economist. London: Random House.
Riskin, Jessica. 2016. The Restless Clock: A History of the Centuries-Long Argument Over What Makes Living Things Tick.

Chicago: University of Chicago Press.
Roberts, Susanna, Robert Keers, Kathryn J. Lester, Jonathan R. I. Coleman, Gerome Breen, Kristian Arendt.

Judith Blatter-Meunier, et al. 2015. “HPA Axis Related Genes and Response to Psychological Therapies.
Genetics and Epigenetics.” Depression and Anxiety 32 (12): 861–70. https://doi.org/10.1002/da.22430.

Sarapas, Casey, Guiqing Cai, Linda M. Bierer, Julia A Golier, Sandro Galea, Marcus Ising, Theo Rein, et al. 2011.
“Genetic Markers for PTSD Risk and Resilience Among Survivors of the World Trade Center Attacks.” Disease
Markers 30 (2-3): 101–10. https://doi.org/10.3233/DMA-2011-0764

Schiele, Miriam A., Michael G. Gottschalk, and Katharina Domschke. 2020. “The Applied Implications of
Epigenetics in Anxiety, Affective and Stress-Related Disorders – A Review and Synthesis on Psychosocial
Stress, Psychotherapy and Prevention.” Clinical Psychology Review 77: 101830. https://doi.org/10.1016/j.cpr.
2020.101830.

Schmidt, Michaela, Katharina Braun, Christiane Brandwein, Andrea C. Rossetti, Sonia Guara Ciurana, Marco
A. Riva, Michael Deuschle, et al. 2018. “Maternal Stress During Pregnancy Induces Depressive-Like
Behavior Only in Female Offspring and Correlates to Their Hippocampal Avp and Oxt Receptor
Expression.” Behavioural Brain Research 353: 1–10. https://doi.org/10.1016/j.bbr.2018.06.027.

Sebo, Jeff. 2018. “The Moral Problem of Other Minds.” The Harvard Review of Philosophy 25: 51–70. https://doi.org/
10.5840/harvardreview20185913

Steffen, Will, Katherine Richardson, Johan Rockström, Sarah E. Cornell, Ingo Fetzer, Elena M. Bennett,
Reinette Biggs, et al. 2015. “Planetary Boundaries: Guiding Human Development on a Changing Planet.”
Science 347 (6223). https://doi.org/10/1126/science/1259855.

Szyf, Moshe. 2011. “The Early-Life Social Environment and DNA Methylation: DNA Methylation Mediating the
Long-Term Impact of Social Environments Early in Life.”Epigenetics 6 (8): 971–8. https://doi.org/10.4161/epi.
6.8.16793

Tobi, Elmar W., Roderick C. Slieker, René Luijk, Koen F. Dekkers, Aryeh D. Stein, Kate M. Xu, Biobank-based
Integrative Omics Studies Consortium, et al. 2018. “DNA Methylation as a Mediator of the Association
Between Prenatal Adversity and Risk Factors for Metabolic Disease in Adulthood.” Science Advances 4 (1):
eaao4364. https://doi.org/10.1126/sciadv.aao4364.

Tollefsbol, Trygve O. 2019. Transgenerational Epigenetics. Vol. 13. San Diego: Elsevier.
Turner, Scott J. 2011. “Termites as Models of Swarm Cognition.” Swarm Intelligence 5 (1): 19–43. https://doi.org/10.

1007/s11721-010-0049-1.
Vaiserman, Alexander, Oleh Lushchak, and Alexander Koliada. 2021. “Environmental Epigenetic Epidemiology.”

InMedical Epigenetics Volume 29 in Translational Epigenetics, edited by Trygve O. Tollefsbol Vol. 29, 11–31. https://
doi.org/10.1016/B978-0-12-823928-5.00039-6

Van der Kolk, Bessel. 2015. The Body Keeps The Score: Brain, Mind, and Body in the Healing of Trauma. New York:
Penguin Publishing Group.

Verhoeven, Josine E., Ruoting Yang, Owen M. Wolkowitz, Francesco S. Bersani, Daniel Lindqvist, Synthia H. Mellon,
Rachel Yehuda, et al. 2018. “Epigenetic Age in Male Combat-Exposed War Veterans: Associations with
Posttraumatic Stress Disorder Status.” Molecular Neuropsychiatry 4 (2): 90–9. https://doi.org/10.1159/000491431.

80 Interdisciplinary Science Reviews 49(1)

https://doi.org/10.1111/acps.12685
https://doi.org/10.1371/journal.pone.0021236.
https://doi.org/10.1371/journal.pone.0021236.
https://doi.org/10.1038/s41556-018-0242-9.
https://doi.org/10.1038/s41556-018-0242-9.
https://www.academia.edu/34364588/Nise_da_Silveira_Brazilian_Pioneer_in_Art_and_Transcultural_Psychiatry
https://www.academia.edu/34364588/Nise_da_Silveira_Brazilian_Pioneer_in_Art_and_Transcultural_Psychiatry
https://doi.org/10.1038/s41398-022-02076-9.
https://doi.org/10.1038/s41398-022-02076-9.
https://doi.org/10.1002/da.22430
https://doi.org/10.1002/da.22430
https://doi.org/10.3233/DMA-2011-0764
https://doi.org/10.1016/j.cpr.2020.101830.
https://doi.org/10.1016/j.cpr.2020.101830.
https://doi.org/10.1016/j.cpr.2020.101830.
https://doi.org/10.1016/j.bbr.2018.06.027.
https://doi.org/10.1016/j.bbr.2018.06.027.
https://doi.org/10.5840/harvardreview20185913
https://doi.org/10.5840/harvardreview20185913
https://doi.org/10.1126/science/1259855.
https://doi.org/10.1126/science/1259855.
https://doi.org/10.4161/epi.6.8.16793
https://doi.org/10.4161/epi.6.8.16793
https://doi.org/10.1126/sciadv.aao4364.
https://doi.org/10.1126/sciadv.aao4364.
https://doi.org/10.1007/s11721-010-0049-1.
https://doi.org/10.1007/s11721-010-0049-1.
https://doi.org/10.1007/s11721-010-0049-1.
https://doi.org/10.1016/B978-0-12-823928-5.00039-6
https://doi.org/10.1016/B978-0-12-823928-5.00039-6
https://doi.org/10.1016/B978-0-12-823928-5.00039-6
https://doi.org/10.1159/000491431.
https://doi.org/10.1159/000491431.


Yehuda, Rachel, and Lehrner Amy. 2018. “Intergenerational Transmission of Trauma Effects: Putative Role of
Epigenetic Mechanisms.” World Psychiatry 17 (3): 243–57. https://doi.org/10.1002/wps.20568.

Yehuda, Rachel, Nikolaos P. Daskalakis, Amy Lehrner, Frank Desarnaud, Heather N. Bader, Iouri Makotkine,
Janine D. FloryC, et al. 2014. “Influences of Maternal and Paternal PTSD on Epigenetic Regulation of the
Glucocorticoid Receptor Gene in Holocaust Survivor Offspring.” The American Journal of Psychiatry 171: 872–
80. https://doi.org/10.1176/appi.ajp.2014.131215712014.

Zacks, Oryan, Simona Ginsburg, and Eva Jablonka. 2022. “The Futures of the Past: The Evolution of Imaginative
Animals.” Journal of Consciousness Studies 29 (3): 29–61. https://doi.org/10.53765/20512201.29.3.029.

Zavershneva, Ekaterina. 2014. “The Problem of Consciousness in Vygotsky’s Cultural Historical Psychology.” In
The Cambridge Handbook of Cultural-Historical Psychology, edited by Anton Yasnitsky, René van der Veer, and
Michel Ferrari, 63–97. Cambridge: Cambridge University Press.

Jablonka 81

https://doi.org/10.1002/wps.20568.
https://doi.org/10.1002/wps.20568.
https://doi.org/10.1176/appi.ajp.2014.131215712014.
https://doi.org/10.1176/appi.ajp.2014.131215712014.
https://doi.org/10.53765/20512201.29.3.029.
https://doi.org/10.53765/20512201.29.3.029.

	 Short introduction
	 On being sick in four dimensions, on extended animal ethics and �on global worries
	 The long-term effects of ancestral adversity
	 To which animals should we extend moral considerations?
	 Extended welfare and extended ethics
	 The symbolic explosion
	 Second-order well-being
	 Acknowledgements
	 Notes
	 References


<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile ()
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 5
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Average
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Average
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Average
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /PDFX1a:2003
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError false
  /PDFXTrimBoxToMediaBoxOffset [
    33.84000
    33.84000
    33.84000
    33.84000
  ]
  /PDFXSetBleedBoxToMediaBox false
  /PDFXBleedBoxToTrimBoxOffset [
    9.00000
    9.00000
    9.00000
    9.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

    /BGR <>
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000500044004600206587686353ef901a8fc7684c976262535370673a548c002000700072006f006f00660065007200208fdb884c9ad88d2891cf62535370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef653ef5728684c9762537088686a5f548c002000700072006f006f00660065007200204e0a73725f979ad854c18cea7684521753706548679c300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /CZE <>
    /DAN <>
    /DEU <>
    /ESP <>
    /ETI <>
    /FRA <>
    /GRE <>

    /HRV <>
    /HUN <>
    /ITA <>
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020b370c2a4d06cd0d10020d504b9b0d1300020bc0f0020ad50c815ae30c5d0c11c0020ace0d488c9c8b85c0020c778c1c4d560002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /LTH <>
    /LVI <>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken voor kwaliteitsafdrukken op desktopprinters en proofers. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /POL <>
    /PTB <>
    /RUM <>
    /RUS <>
    /SKY <>
    /SLV <>
    /SUO <>
    /SVE <>
    /TUR <>
    /UKR <>
    /ENU (Use these settings to create Adobe PDF documents for quality printing on desktop printers and proofers.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames false
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks true
      /AddColorBars false
      /AddCropMarks true
      /AddPageInfo true
      /AddRegMarks false
      /BleedOffset [
        9
        9
        9
        9
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure true
      /IncludeBookmarks true
      /IncludeHyperlinks true
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 6
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


