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Abstract 

 

Vestibular information has been traditionally considered as a specialised input for basic 

orienting behaviours, such as oculo-motor adjustments, postural control and gaze orientation.  

However, in the past two decades a widespread vestibular network in the human brain has 

been identified, that goes far beyond the low-level reflex circuits emphasised by earlier work.  

Because this vestibular cortical network is so widely distributed, it could, in principle, impact 

multiple neurocognitive functions in health and disease.  This paper focuses on the relations 

between vestibular input, vestibular networks, and vestibular interventions by providing the 

authors’ personal viewpoint on the state-of-the-art of vestibular cognitive neuropsychology, 

and its potential relevance for neurorehabilitation. 
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Main Text 

 

The vestibular system is a sensory system which originates with a sophisticated set of 

sensory transducer organs in the inner ear.  It comprises three orthogonal semicircular canals 

(anterior, posterior and horizontal) that sense rotational acceleration of the head in three-

dimensional space, around the yaw, roll, and pitch axes, and two otolith organs (the utricle 

and saccule) that jointly sense translational acceleration, including the orientation of the head 

relative to gravity.  Traditionally, vestibular information has been considered an essential cue 

for basic orienting behaviours, such as eye movement control, postural control, balance and 

orientation.  However, a wider vestibular network in the brain has been identified that goes far 

beyond the traditional, low-level reflex motor circuits.  Thus, the vestibular system may play a 

fundamental, underpinning role in human cognition for at least two reasons.  First, vestibular 

inputs constantly inform the brain about the position and movement of the head in space, and 

therefore provide a constant backdrop to mental life.  Second, the object represented by 

vestibular signalling is the body itself, rather than any object in the external world.  For these 

reasons, vestibular signals do not give rise to salient, discrete, occasional perceptual contents 

evoked by particular stimulus objects, in the way that one might see a tree or a cat, hear a 

word or a scream, or taste an olive.  Rather, vestibular signals and vestibular experiences 

form a ubiquitous background of all one’s activities and interactions.  The very ubiquity of 

vestibular signals and projections makes it difficult to isolate exactly how a given vestibular 

input might influence a specific experience or a specific behaviour. 

For the neuropsychologist, the vestibular system is not just a distinctive sensory input 

channel; it is interesting for many other reasons as well.  Here we highlight just two.  First, the 

vestibular system has an unusual anatomy, since it comprises both a distinctive combination 

of a highly-encapsulated brainstem circuitry for reflex orienting responses (Gernandt et al., 

1952; Gernandt et al., 1960), and also, in contrast, a highly distributed cortical network (see 

Lopez et al. 2012; zu Eulenburg et al. 2012 for recent reviews, including more comprehensive 

bibliographies), whose organising principles remain poorly understood.  We will discuss this 
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cortical network in detail below, since it is considered key to the role of vestibular inputs in 

cognitive neuropsychology and neurorehabilitation.  Here we simply note that, although the 

vestibular cortical network is defined by its responsivity to peripheral vestibular inputs, its 

neuropsychological interest derives from its wide projections, rather than from its modality-

specific nature.  Second, the vestibular system represents a potential point of therapeutic 

intervention.  Because the vestibular cortical network is so distributed, it could, in principle, 

produce widespread effects on neurocognitive function in health and disease.  This paper 

accordingly considers the relations among vestibular inputs, vestibular networks, and 

vestibular interventions.  We provide a personal viewpoint on the state-of-the-art of vestibular 

neuropsychology, and we suggest some general principles for developing the role of vestibular 

neuropsychological studies. 

The first afferent projections of the vestibular nerve are to the vestibular nuclear 

complex in the brainstem and the cerebellum.  The vestibular nuclear complex is the primary 

processor of vestibular signals and plays a major role in motor reflexes that control eye 

movements and posture.  In particular, the Vestibulo-Ocular Reflex (VOR, Raphan and Cohen, 

2002) ensures that the eyes move proportionally to movements of the head, but in the opposite 

direction, thus stabilising the image on the retina.  At the same time, the Vestibulo-Spinal 

Reflex (VSR, Dichgans and Diener, 1989) regulates the activity of body muscles induced by 

movements of the head, in order to stabilize posture.  The cerebellum plays a key role in the 

plasticity of these processes, for example by adjusting VOR gain.  Importantly, vestibular 

afferent signals are integrated with somatosensory, proprioceptive and visual input at the 

levels of both the vestibular nuclei and the cerebellum.  In general, these low-level 

multisensory control pathways have the important role of stabilising the spatial relation 

between the organism and its environment as it orients and navigates. 

In addition, researchers have identified a tentacular ascending vestibular network that 

goes far beyond the classical brainstem circuits for sensorimotor postural and oculomotor 

reflexes, with which the vestibular system is traditionally identified.  Electrophysiological 

studies in non-human primates described a widespread vestibular cortical and subcortical 
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network whose core area is the Parieto-Insular-Vestibular Cortex (PIVC) (Guldin and Grüsser 

1998; Angelaki and Cullen 2008; Shinder and Taube 2010; Lopez and Blanke 2011; Gu 2018).  

This area lies in the posterior parietal operculum extending into the posterior insular lobe.  

Similarly, many cortical and subcortical areas show an increased haemodynamic response 

when the vestibular system is experimentally activated by thermal or electrical vestibular 

stimulation in humans (Fasold et al., 2002; Eickhoff et al, 2006; Frank and Greenlee, 2018).  

Neuroimaging studies (fMRI, PET and EEG) suggest that this network is bilateral, even for 

unilateral vestibular stimulation.  It includes the posterior parietal operculum, the secondary 

somatosensory cortex, the inferior parietal cortex, the superior temporal cortex, the posterior 

insula and the premotor cortex (Bottini et al., 1994; Bottini et al., 1995; Bottini et al., 2001; 

Brandt and Dieterich 1999; Suzuki et al., 2001; De Waele et al., 2001; Dieterich et al., 2003; 

Eickhoff et al. 2006; Lopez and Blanke 2011; Lopez et al. 2012; zu Eulenburg et al. 2012).  

Cortical electrical stimulation studies in humans identified the areas immediately above and 

below the Sylvian fissure, including the parietal operculum, as the core of this vestibular 

network (Kahane et al., 2003; Mazzola et al., 2014).  Uniquely among the sensory modalities, 

vestibular inputs do not project to any primary unimodal cortex, analogous to visual V1, 

somatosensory S1 or auditory A1.  Instead, vestibular signals project to areas traditionally 

labelled with respect to other functions, such as visual, somatosensory, motor, memory-

related or affective. 

This basic neuroanatomical knowledge makes useful predictions regarding the effects 

of artificial vestibular stimulation on behaviour and cognition.  In essence, the distinctive 

anatomical connectivity of the vestibular cortical network suggests that vestibular inputs 

should have pervasive, modulatory influence on multiple neurocognitive functions.  Based on 

the neurophysiological features of the subcortical and cortical networks activated by vestibular 

stimulation, we hypothesised that the vestibular system is involved in at least three main 

domains of function (Figure 1).  First, an autonomic domain which includes pathways for the 

integration of information regarding ongoing processes relative to the current physiological 

condition of the body, including adjusting blood pressure, pain, heart rate, and respiration 



6 
 

(Yates, 1992; Yates and Miller, 1998; Yates et al., 2011; McGeoch et al., 2008; Yamamoto et 

al., 2005; Ferrè et al., 2013).  These effects would be mediated by vestibular projections to 

subcortical structures including the brainstem, hypothalamus and fastigial nucleus of the 

cerebellum, and to cortical regions including the anterior cingulate cortex and limbic system 

(Yates, 1996; Yates 1992).  Second, a sensorimotor domain which includes pathways for the 

sensory integration of vestibular, visual, proprioceptive and somatosensory information and 

for modulation of motor responses (Karnath, 1994; Ferrè et al., 2011; Ferrè et al., 2012; Ferrè 

et al., 2015; Fitzpatrick et al., 1999; Bresciani et al., 2002; Rode et al., 1998; Schmidt et al., 

2013).  These effects would be mediated by the strong vestibular projections to the parietal 

cortex, operculum and insula (Bottini et al., 1995; Bottini et al. 2005).  Third, a cognitive domain 

which includes pathways for regulation of decision making, attention, emotion and other higher 

cognitive functions (Hitier et al., 2014; Smith and Zheng, 2013; Geminiani and Bottini, 1992; 

Cappa et al., 1987; Bisiach et al., 1991; Rode at al., 1992; Rode et al., 1998; Vallar et al., 

1990; Utz et al., 2011; Ferrè et al., 2013; Wilkinson et al., 2008; Smith et al., 2010; Preuss et 

al., 2014a; Preuss et al., 2014b; Pavlidou et al., 2018; Lopez et al., 2012; Mast et al., 2006; 

Smith et al., 2010; Bächtold et al., 2001; McKay et al., 2013; Lenggenhager et al., 2008).  

These effects would be primarily mediated by vestibular projections to the frontal lobes (Lopez 

et al. 2012; zu Eulenburg et al. 2012).  We thus view the vestibular system’s interactions with 

cognition as a logical consequence of the functional neuroanatomy of the vestibular 

projections.  That is, the overlap between cortical areas subserving a given cognitive function 

and the areas activated by artificial vestibular stimulation (Lopez et al. 2012; zu Eulenburg et 

al., 2012) should allow specific predictions about behaviour, given the three-way relation 

between stimulation, functional anatomy and cognitive performance. 

 But what is the functional architecture of vestibular cognition?  Although evidence 

suggests a vestibular contribution to autonomic, sensorimotor and cognitive domains, the 

observed effects of vestibular stimulation could be explained by either of two alternative 

architectures.  First, vestibular signals could provide general tonic input to basic circuits for 

autonomic control on which all other cerebral functions depend.  Vestibular inputs would target 
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the autonomic domain primarily, while sensorimotor and cognitive functions would be only 

indirectly affected, to the extent that they require normal homeostatic and autonomic 

functioning as a background condition (Figure 1).  Alternatively, vestibular signals might 

project by independent pathways to multiple areas each subserving a distinct function (Figure 

1).  Importantly, these two models lead to opposite empirical predictions.  According to the 

“enabling” model, effects of the vestibular signals on sensorimotor and cognitive functions 

must be correlated between autonomic and sensorimotor functions, and between autonomic 

and cognitive functions, since the effects of vestibular input on the latter two domains depend 

on the former.  Conversely, the “independent projections” model predicts that vestibular 

signals could have independent and uncorrelated effects between autonomic, sensorimotor 

and cognitive domains.  Is it possible to differentiate experimentally between the “enabling” 

model and the “independent projections” model?  In our view, systematic data on the effects 

of vestibular stimulations, together with patterns of correlation across measures of different 

domains, could potentially support or reject models of the cognitive neuroanatomy of 

vestibular cognition.  Importantly, distinguishing which model is correct for the vestibular 

network may not be possible from the estimated effect sizes for the reported modulations of 

each domain – it may additionally require correlations between measures of various functional 

domains.  Since the vast majority of vestibular stimulation studies to date focus on a single 

outcome variable, this constitutes a limitation in current understanding of the vestibular 

network (see below). 
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Figure 1.  Human vestibular network and functional architectures of vestibular cognition. 
 

Based on its neuroanatomical features, the vestibular system may contribute to at least three main 

functional domains: (1) an autonomic domain (A) which includes pathways for the integration of 

information regarding ongoing processes relative to the current physiological condition of the body, 

including adjusting blood pressure, heart rate, and respiration; (2) a sensorimotor domain (S) which 

includes pathways for the sensory integration of vestibular, visual, proprioceptive and somatosensory 

information and for modulation of motor responses; (3) a cognitive domain (C) which includes 

pathways for regulation of decision making, attention, emotion and other higher cognitive functions.  

We hypothesised two alternative functional architectures for vestibular cognition.  In the “Enabling” 
Model, vestibular signals provide general tonic input, which underpins autonomic regulation, and on 

which all other cerebral functions depend.  Alternatively, the “Independent Projections” Model implies 

that vestibular signals project to multiple areas, each subserving a distinct function. 
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We used this division into three separate domains of vestibular modulation to capture 

a representative, though clearly not systematic, sample of recent vestibular stimulation 

studies.  Our selection focussed on papers that have been widely cited, that tested a diversity 

of autonomic, sensorimotor and cognitive functions, and that used different methods to 

stimulate the vestibular organs (Table 1).  Importantly, we have ignored those studies within 

the peripheral vestibular neurology tradition that deliver vestibular stimulation with the aim of 

evoking vestibular reflex responses (Colebatch, 2001).  Instead, we have focussed on studies 

in the neuropsychological tradition that use vestibular stimulation to modulate other, non-reflex 

functions.  We have also excluded some studies which did not provide sufficient details to 

estimate the effect sizes of the reported results. 

Our survey identified many interesting links between vestibular processing and wider 

neurocognitive functions.  However, it also suggested that the existing literature on vestibular 

interventions is unsystematic in several ways.  First, the vestibular stimulation applied varies 

dramatically across studies.  Caloric Vestibular Stimulation (CVS) and Galvanic Vestibular 

Stimulation (GVS) have dominated.  However, these techniques are physiologically very 

different: while CVS (applied with cold water/air) leads to a relatively selective stimulation of 

the semicircular canals, GVS stimulates all vestibular end organs.  Accordingly, physiological 

and behavioural effects of CVS are very different from that of GVS (e.g., CVS induces a 

horizontal nystagmus, while GVS evokes a torsional nystagmus).  There are differences not 

only between different types of stimulation, but even between studies that use a single 

stimulation type.  In particular, the duration, intensity and parameters of CVS and GVS studies 

are highly variable.  In addition, sample size, the nature of participant groups, and behavioural 

outcome measures are also highly heterogeneous across studies.  Control conditions, testing 

a function predicted to be unaffected by vestibular stimulation, are rare.  No study, to our 

knowledge, has reported correlations between the effects of well-controlled vestibular 

stimulation on autonomic, sensorimotor, and cognitive domains assessed in the same 

participants.  As a result, non-specific accounts, including mediation by autonomic function, 

often cannot be excluded.  Direct replications are rare in this literature.  Reporting standards 
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vary widely:  in some cases we could identify a single test which allowed the effect size of 

vestibular stimulation to be estimated, but in other cases we could not derive a clear estimate 

of effect size, and were only able to offer a subjective opinion about the size or importance of 

an effect.  
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Table 1.  A representative sample of vestibular interventions studies in the autonomic, 
sensorimotor and cognitive domains.  
 

Reference Target 
function/construct 

Group Vestibular 
Stimulation 

Effect 
Size 

Estimates 

Present authors' personal 
estimate of scientific 

importance: 
minor/important/extremely 

important 
 

Autonomic Domain 
 

Cui et al. 
1997 

Sympathetic 
Responses 

Healthy  CVS - Important 

Yates et al. 
1999 

Cardiovascular 
Regulation 

Healthy  CVS - Important 

Yamamoto 
et al. 2005 

Autonomic 
Responses 

Healthy  GVS - Important 

McGeogh et 
al. 2008 

Post-stroke Pain Neurological  CVS d= 0.70, 
Strong 

 

Ferrè et al. 
2011 

Pain Processing Healthy  CVS d= 1.94, 
Strong 

 

 

      
Sensorimotor Domain 

 
Rode et al. 
1998 

Motor impairment Neurological  CVS d= 0.86, 
Strong 

- 

Fitzpatrick et 
al. 1999 

Motor control Healthy  GVS d= 0.51, 
Medium 

- 

Bresciani et 
al. 2002 

Motor control Healthy  GVS η2p= 0.9 
Strong 

- 

Bottini et al. 
2005 

Hemianaesthesia Neurological  CVS d= 3.02, 
Strong 

- 

Ferrè et al. 
2011 

Somatosensory 
perception 

Healthy  CVS d= 0.98, 
Strong 

- 

Schmidt et 
al. 2013 

Position Sense Neurological  GVS η2p= 0.09 
Strong 

 

- 
 

      
Cognitive Domain 

 
Cappa et al. 
1987 

Visuo-Spatial 
Neglect 

Neurological  CVS d= 2.68 
Strong 

- 

Geminiani  
et al. 1992 

Representational 
Neglect 

Neurological  CVS d= 1.73, 
Strong 

- 

Mast et al. 
2006 

Mental Imagery Healthy  CVS d= 4.78 
Strong 

- 

Wilkinson et 
al. 2008 

Memory Healthy  GVS d= 0.50 
Medium 

- 

Lopez et al. 
2011 

Bodily Awareness Healthy  CVS d= 0.79 
Strong 

- 

Utz et al. 
2011 

Visuo-Spatial 
Neglect 

Neurological  GVS d= 0.53 
Medium 

- 

Ferrè et al. 
2013 

Visuo-spatial 
Attention 

Healthy  GVS d= 2.1 
Strong 

- 

Preuss et al. 
2014 

Decision Making Healthy  CVS d= 0.41 
Weak 

- 

Preuss et al. 
2014 

Emotion Control Healthy  CVS d= 1.14 
Strong 

- 

Pavlidou et 
al. 2018 

Perspective Taking 
 

Healthy  GVS η2p= 0.2 
Strong 

 

- 
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This survey leads us to propose a systematic approach to studying the vestibular 

cortical network, and its potential for neuropsychological intervention.  A first step involves 

identifying double dissociations between cognitive functions (i.e. which cognitive functions are 

not influenced by vestibular inputs, as well as which functions are affected).  Second, patterns 

of correlation among modulations of different tests would be informative about functional 

architecture, but are not yet available, to our knowledge.  In the absence of richer information, 

we can only attempt informal interpretations of representative effect sizes in each domain.  

Taken as a whole, this exercise offers modest support for vestibular modulation of autonomic 

function, strong support for vestibular modulation of sensorimotor function, and strong support 

for vestibular modulation of cognitive function. 

 

 

Ways forward: a suggested research pipeline for vestibular studies 

 

Our informal survey suggests that the research field has been largely driven by isolated 

findings of behavioural modulations, rather than a priori by neurophysiological or 

neuroanatomical models.  This may be both a cause and a consequence of publication bias.  

As a result of these problems, no comprehensive view of vestibular effects on neurocognitive 

function has emerged, because no systematic research programme of testing and quantifying 

such effects appears to have been conducted.  Therefore, we propose a research pipeline 

that could form the basis of such a programme.  This pipeline could have at least three distinct 

benefits: (1) identification of research priorities, and systematic guidance of research projects, 

capable of meeting current research standards, (2) improved scientific understanding of the 

mechanism of vestibular effects, and (3) generating a scientific evidence base of potential 

clinical benefits.   

In this section, we therefore sketch the outlines of a vestibular research pipeline 

designed to deliver knowledge and impact on neuropsychological rehabilitation. 
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Step 1: Identify the sensory pathway involved in the intervention, by driving the 

pathway in feedforward fashion with appropriate peripheral vestibular 

stimulation.  This implies well-controlled stimulation techniques, an intact 

peripheral receptor surface, and suitable measures of the effects of the 

intervention, such as a behavioural modulation.  Measures of vestibular reflex 

responses to the intervention may be particularly valuable as an indicator of 

effective stimulation, independent of the target neuropsychological domain. 

Step 2: Identify the brain areas activated by such stimulation, for example by 

neuroimaging techniques.  Independently confirm that these areas are indeed 

driven by vestibular input, rather than merely correlating with vestibular 

stimulation (e.g., by further neuroimaging studies showing altered patterns of 

activation in these areas in patients with peripheral vestibular lesions).  This 

step demonstrates that the vestibular input to the pathways identified in steps 

1 and 2 has an important causal role. 

Step 3:  Use existing knowledge of cognitive functional neuroanatomy to interpret the 

core functions of the areas activated by vestibular stimulation (bearing in mind 

that the activated areas may not be primarily vestibular).  Assess whether 

vestibular stimulations modulate these functions, e.g., by significantly affecting 

scores on established tests of these functions.  

Step 4: Estimate effect sizes for a known vestibular input on the target cerebral 

functions, in order to identify targets where therapeutic vestibular stimulation is 

likely to have strongest effects. 

Step 5: Consider whether any modulation reflects possible non-specific, enabling 

effects of vestibular input, or rather reflects specific signals that directly 

modulate a target set of cerebral functions.  This step implies measuring the 

effects of vestibular stimulation on multiple outcome measures, and testing 

correlations between the effects of vestibular stimulation on these measures, 

as well as mean effect sizes. 
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Step 6: Predict likely effect of vestibular stimulations on specific cognitive functions in 

specific neuropsychological syndromes, and thus generate targeted 

interventional or rehabilitative strategies. 

Step 7: Disseminate the results not only when there is a positive change in behaviour, 

but also if vestibular stimulation made symptoms worse, or produced no effect. 

All types of observations are equally valuable to improve our understanding of 

the functional architecture of the vestibular system. 

 

 

Conclusion 

 

In the past two decades a vestibular network in the brain has been identified, that goes 

far beyond the traditional, low-level reflex circuits for gaze orientation and postural control.  

Knowledge of this vestibular cortical network has been driven primarily by neuroimaging 

studies in humans.  The vestibular cortical network has been linked to a surprising range of 

cerebral functions, from autonomic regulation and sensorimotor control to the highest levels 

of perception and consciousness.  However, in our view, we still lack a clear understanding of 

the vestibular functional architecture.  Vestibular research has tended to generate 

unstructured data on multiple vestibular effects without theories or explicit computational 

models of the mechanisms underlying these effects.  Here we have suggested a research 

pipeline that could inform the development of a systematic vestibular cognition research 

programme. 

  



15 
 

References 

 

Angelaki, D. E., & Cullen, K. E. (2008). Vestibular system: the many facets of a multimodal 

sense. Annual Review Neuroscience, 31, 125-150. 

Bächtold, D., Baumann, T., Sandor, P. S., Kritos, M., Regard, M., & Brugger, P. (2001). 

Spatial-and verbal-memory improvement by cold-water caloric stimulation in healthy 

subjects. Experimental brain research, 136(1), 128-132. 

Bisiach, E., Rusconi, M. L., & Vallar, G. (1991). Remission of somatoparaphrenic delusion 

through vestibular stimulation. Neuropsychologia, 29(10), 1029-1031. 

Bottini, G., Karnath, H. O., Vallar, G., Sterzi, R., Frith, C. D., Frackowiak, R. S., & Paulesu, E. 

(2001). Cerebral representations for egocentric space: functional–anatomical evidence 

from caloric vestibular stimulation and neck vibration. Brain, 124(6), 1182-1196. 

Bottini, G., Paulesu, E., Gandola, M., Loffredo, S., Scarpa, P., Sterzi, R., ... & Vallar, G. (2005). 

Left caloric vestibular stimulation ameliorates right hemianesthesia. Neurology, 65(8), 

1278-1283. 

Bottini, G., Paulesu, E., Sterzi, R., Warburton, E., Wise, R. J. S., Vallar, G., ... & Frith, C. D. 

(1995). Modulation of conscious experience by peripheral sensory 

stimuli. Nature, 376(6543), 778. 

Bottini, G., Sterzi, R., Paulesu, E., Vallar, G., Cappa, S. F., Erminio, F., ... & Frackowiak, R. 

S. (1994). Identification of the central vestibular projections in man: a positron emission 

tomography activation study. Experimental brain research, 99(1), 164-169. 

Brandt, T., & Dieterich, M. (1999). The vestibular cortex: its locations, functions, and 

disorders. Annals of the New York Academy of Sciences, 871(1), 293-312. 

Bresciani, J. P., Blouin, J., Popov, K., Bourdin, C., Sarlegna, F., Vercher, J. L., & Gauthier, G. 

M. (2002). Galvanic vestibular stimulation in humans produces online arm movement 

deviations when reaching towards memorized visual targets. Neuroscience 

letters, 318(1), 34-38. 



16 
 

Cappa, S., Sterzi, R., Vallar, G., & Bisiach, E. (1987). Remission of hemineglect and 

anosognosia during vestibular stimulation. Neuropsychologia, 25(5), 775-782. 

Colebatch, J. G. (2001). Vestibular evoked potentials. Current Opinion in Neurology, 14(1), 

21-26. 

Cui, J., Mukai, C., Iwase, S., Sawasaki, N., Kitazawa, H., Mano, T., ... & Wada, Y. (1997). 

Response to vestibular stimulation of sympathetic outflow to muscle in humans. Journal 

of the autonomic nervous system, 66(3), 154-162. 

De Waele, C., Baudonnière, P., Lepecq, J., Huy, P. T. B., & Vidal, P. (2001). Vestibular 

projections in the human cortex. Experimental brain research, 141(4), 541-551. 

Dichgans, J., & Diener, H. C. (1989). The contribution of vestibulo-spinal mechanisms to the 

maintenance of human upright posture. Acta oto-laryngologica, 107(5-6), 338-345. 

Dieterich, M., Bense, S., Lutz, S., Drzezga, A., Stephan, T., Bartenstein, P., & Brandt, T. 

(2003). Dominance for vestibular cortical function in the non-dominant hemisphere. 

Cerebral cortex, 13(9), 994-1007. 

Eickhoff, S. B., Weiss, P. H., Amunts, K., Fink, G. R., & Zilles, K. (2006). Identifying human 

parieto-insular vestibular cortex using fMRI and cytoarchitectonic mapping. Human 

brain mapping, 27(7), 611-621. 

Eleftheriadou, A., & Koudounarakis, E. (2011). Vestibular-evoked myogenic potentials 

eliciting: an overview. European Archives of Oto-Rhino-Laryngology, 268(3), 331-339. 

Fasold, O., von Brevern, M., Kuhberg, M., Ploner, C. J., Villringer, A., Lempert, T., & Wenzel, 

R. (2002). Human vestibular cortex as identified with caloric stimulation in functional 

magnetic resonance imaging. Neuroimage, 17(3), 1384-1393. 

Ferrè, E. R., Bottini, G., & Haggard, P. (2011). Vestibular modulation of somatosensory 

perception. European Journal of Neuroscience, 34(8), 1337-1344. 

Ferrè, E. R., Bottini, G., & Haggard, P. (2012). Vestibular inputs modulate somatosensory 

cortical processing. Brain Structure and Function, 217(4), 859-864. 

Ferre, E. R., Bottini, G., Iannetti, G. D., & Haggard, P. (2013). The balance of feelings: 

vestibular modulation of bodily sensations. Cortex, 49(3), 748-758. 



17 
 

Ferrè, E. R., Longo, M., Fiori, F., & Haggard, P. (2013). Vestibular modulation of spatial 

perception. Frontiers in human neuroscience, 7, 660. 

Ferrè, E. R., Walther, L. E., & Haggard, P. (2015). Multisensory interactions between 

vestibular, visual and somatosensory signals. PLoS One, 10(4), e0124573. 

Fitzpatrick, R. C., Wardman, D. L., & Taylor, J. L. (1999). Effects of galvanic vestibular 

stimulation during human walking. The Journal of Physiology, 517(3), 931-939. 

Frank, S. M., & Greenlee, M. W. (2018). The parieto-insular vestibular cortex in humans: more 

than a single area?. Journal of neurophysiology, 120(3), 1438-1450. 

Geminiani, G., & Bottini, G. (1992). Mental representation and temporary recovery from 

unilateral neglect after vestibular stimulation. Journal of neurology, neurosurgery, and 

psychiatry, 55(4), 332. 

Gernandt, B. E., & Gilman, S. (1960). Vestibular and propriospinal interactions and protracted 

spinal inhibition by brain stem activation. Journal of neurophysiology, 23(3), 269-287. 

Gernandt, B. E., & Thulin, C. A. (1952). Vestibular connections of the brain stem. American 

Journal of Physiology-Legacy Content, 171(1), 121-127. 

Gu, Y. (2018). Vestibular signals in primate cortex for self-motion perception. Current opinion 

in neurobiology, 52, 10-17. 

Guldin, W. O., & Grüsser, O. J. (1998). Is there a vestibular cortex?. Trends in 

neurosciences, 21(6), 254-259. 

Hitier, M., Besnard, S., & Smith, P. F. (2014). Vestibular pathways involved in 

cognition. Frontiers in integrative neuroscience, 8, 59. 

Kahane, P., Hoffmann, D., Minotti, L., & Berthoz, A. (2003). Reappraisal of the human 

vestibular cortex by cortical electrical stimulation study. Annals of Neurology, 54(5), 615-

624. 

Karnath, H. O. (1994). Subjective body orientation in neglect and the interactive contribution 

of neck muscle proprioception and vestibular stimulation. Brain, 117(5), 1001-1012. 



18 
 

Lenggenhager, B., Lopez, C., & Blanke, O. (2008). Influence of galvanic vestibular stimulation 

on egocentric and object-based mental transformations. Experimental Brain 

Research, 184(2), 211-221. 

Lopez, C., & Blanke, O. (2011). The thalamocortical vestibular system in animals and 

humans. Brain research reviews, 67(1-2), 119-146. 

Lopez, C., Blanke, O., & Mast, F. W. (2012). The human vestibular cortex revealed by 

coordinate-based activation likelihood estimation meta-analysis. Neuroscience, 212, 

159-179. 

Lopez, C., Schreyer, H. M., Preuss, N., & Mast, F. W. (2012). Vestibular stimulation modifies 

the body schema. Neuropsychologia, 50(8), 1830-1837. 

Mast, F. W., Merfeld, D. M., & Kosslyn, S. M. (2006). Visual mental imagery during caloric 

vestibular stimulation. Neuropsychologia, 44(1), 101-109. 

Mazzola, L., Lopez, C., Faillenot, I., Chouchou, F., Mauguiere, F., & Isnard, J. (2014). 

Vestibular responses to direct stimulation of the human insular cortex. Annals of 

neurology, 76(4), 609-619. 

McGeoch, P. D., Williams, L. E., Lee, R. R., & Ramachandran, V. S. (2008). Behavioural 

evidence for vestibular stimulation as a treatment for central post-stroke pain. Journal of 

Neurology, Neurosurgery & Psychiatry, 79(11), 1298-1301. 

McKay, R., Tamagni, C., Palla, A., Krummenacher, P., Hegemann, S. C., Straumann, D., & 

Brugger, P. (2013). Vestibular stimulation attenuates unrealistic 

optimism. Cortex, 49(8), 2272-2275. 

Pavlidou, A., Ferrè, E. R., & Lopez, C. (2018). Vestibular stimulation makes people more 

egocentric. Cortex. 

Preuss, N., Ellis, A. W., & Mast, F. W. (2015). Negative emotional stimuli enhance vestibular 

processing. Emotion, 15(4), 411. 

Preuss, N., Hasler, G., & Mast, F. W. (2014). Caloric vestibular stimulation modulates affective 

control and mood. Brain stimulation, 7(1), 133-140. 



19 
 

Preuss, N., Mast, F., & Hasler, G. (2014). Purchase decision-making is modulated by 

vestibular stimulation. Frontiers in behavioral neuroscience, 8, 51. 

Raphan, T., & Cohen, B. (2002). The vestibulo-ocular reflex in three dimensions. Experimental 

brain research, 145(1), 1-27. 

Rode, G., Charles, N., Perenin, M. T., Vighetto, A., Trillet, M., & Aimard, G. (1992). Partial 

remission of hemiplegia and somatoparaphrenia through vestibular stimulation in a case 

of unilateral neglect. Cortex, 28(2), 203-208. 

Rode, G., Perenin, M. T., Honore, J., & Boisson, D. (1998). Improvement of the motor deficit 

of neglect patients through vestibular stimulation: evidence for a motor neglect 

component. Cortex, 34(2), 253-261. 

Schmidt, L., Keller, I., Utz, K. S., Artinger, F., Stumpf, O., & Kerkhoff, G. (2013). Galvanic 

vestibular stimulation improves arm position sense in spatial neglect: a sham-

stimulation-controlled study. Neurorehabilitation and neural repair, 27(6), 497-506. 

Shinder, M. E., & Taube, J. S. (2010). Differentiating ascending vestibular pathways to the 

cortex involved in spatial cognition. Journal of Vestibular Research, 20(1, 2), 3-23. 

Smith, P. F., Darlington, C. L., & Zheng, Y. (2010). Move it or lose it—is stimulation of the 

vestibular system necessary for normal spatial memory?. Hippocampus, 20(1), 36-43. 

Smith, P., & Zheng, Y. (2013). From ear to uncertainty: vestibular contributions to cognitive 

function. Frontiers in integrative neuroscience, 7, 84. 

Smith, P., Geddes, L., Baek, J. H., Darlington, C., & Zheng, Y. (2010). Modulation of memory 

by vestibular lesions and galvanic vestibular stimulation. Frontiers in neurology, 1, 141. 

Suzuki, M., Kitano, H., Ito, R., Kitanishi, T., Yazawa, Y., Ogawa, T., ... & Kitajima, K. (2001). 

Cortical and subcortical vestibular response to caloric stimulation detected by functional 

magnetic resonance imaging. Cognitive Brain Research, 12(3), 441-449. 

Utz, K. S., Keller, I., Kardinal, M., & Kerkhoff, G. (2011). Galvanic vestibular stimulation 

reduces the pathological rightward line bisection error in neglect—a sham stimulation-

controlled study. Neuropsychologia, 49(5), 1219-1225. 



20 
 

Vallar, G., Sterzi, R., Bottini, G., Cappa, S., & Rusconi, M. L. (1990). Temporary remission of 

left hemianesthesia after vestibular stimulation. A sensory neglect 

phenomenon. Cortex, 26(1), 123-131. 

Wilkinson, D., Nicholls, S., Pattenden, C., Kilduff, P., & Milberg, W. (2008). Galvanic vestibular 

stimulation speeds visual memory recall. Experimental brain research, 189(2), 243-248. 

Yamamoto, Y., Struzik, Z. R., Soma, R., Ohashi, K., & Kwak, S. (2005). Noisy vestibular 

stimulation improves autonomic and motor responsiveness in central neurodegenerative 

disorders. Annals of neurology, 58(2), 175-181. 

Yates, B. J. (1992). Vestibular influences on the sympathetic nervous system. Brain Research 

Reviews, 17(1), 51-59. 

Yates, B. J. (1992). Vestibular influences on the sympathetic nervous system. Brain Research 

Reviews, 17(1), 51-59. 

Yates, B. J. (1996). Vestibular Influences on the Autonomic Nervous System a. Annals of the 

New York Academy of Sciences, 781(1), 458-473. 

Yates, B. J., & Miller, A. D. (1998). Physiological evidence that the vestibular system 

participates in autonomic and respiratory control. Journal of Vestibular Research, 8(1), 

17-25. 

Yates, B. J., Aoki, M., Burchill, P., Bronstein, A. M., & Gresty, M. A. (1999). Cardiovascular 

responses elicited by linear acceleration in humans. Experimental Brain Research, 

125(4), 476-484. 

Yates, B. J., Bolton, P. S., & Macefield, V. G. (2011). Vestibulo-sympathetic 

responses. Comprehensive Physiology, 4(2), 851-887. 

zu Eulenburg, P., Caspers, S., Roski, C., & Eickhoff, S. B. (2012). Meta-analytical definition 

and functional connectivity of the human vestibular cortex. Neuroimage, 60(1), 162-169. 


